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BMECTO IIPE/[UCJIOBUA:
MTAMATU AKAJJEMHKA 3.M. BOPOBBEBOH
U ITPODPECCOPA JI.B. BEJIOYCOBA

B aToM cOopHEKe coOpaHbl pabOTHI, MPEACTABICHHBIC 110 JOKJIa/1aM Ha KOH-
depennnn «MopdoreHes B HHAMBUAYAJILHOM U HCTOPUYECKOM Pa3BUTHH: OHTO-
reHe3 u GopMUpPOBaHHE OMOIOTHIECKOT0 pa3HO0Opaswsy, MpoxoauBIei B [1ame-
OHTOJIOTHYECKOM UHCTHTYTE UM. A.A. bopucsika PAH 22-24 nos6ps 2017 rona.
Cepust KOHpEpPEHIIUH, MPOBEJCHHBIX B PaMKaX MIMPOKOH mpobiembl « Mopdore-
HE3 B MHIUBU]yaJIbHOM M UCTOPUYECKOM Pa3BUTUNY, TPAJIUIIMOHHO OObEAMHSICT
010JIOTOB PAa3BUTHS U MAJICOHTOJIOroB Poccun Ha eAMHOI TII011Ia1Ke, MO3BOISAIO-
el TPOBOIUTH TIOJIOTBOPHBIE JUCKYCCHH TI0 MTPEIIOKESHHON TEMAaTHKE.

Kondepennns 2017 rona Opu1a mocBsiieHa MaMsATH HETABHO YIISAIINX OT
HAaC BBIJIAIONIUXCS OHMOJIOTOB: akajeMmuka OMunuu MBanoBHB BopoObeBolt u
npodeccopa JIkBa Bragumuposuya bemnoycoBa. OHU CTOSIIM y UCTOKOB Opra-
HU3AIUHU CePUH KOH(epeHInii 10 MOp(OreHe3y u BHECIU OO0JIBIION BKJIA, XOTsI
U B Pa3HBIX aCIEKTaX, B 3BOJIFOIIMOHHY0 OHoJioruto pa3sutusl. [IpexaespeMen-
HBIA yXOm U3 *XW3HU DMunnu VBaHoBHE U JIbBa BragmmupoBuda — 60bmmas
MOTePs JUTsl Y4aCTHUKOB KOH(EPEHIIHH 1o Mopdorenesy 1 Bcei OHOIOTHH.

3.1. Bopobnepa (27.09.1934-4.04.2016) HaunHayia CBOIO HAYYHYIO >KM3Hb
MaJICOHTOJIOrOM, paborast B [1aJeOHTONIOrHYECKOM MHCTUTYTE IOJ PYKOBOJI-
ctBoM JI.M. O6pyueBa B JlJaboparopuu psi0 1 ppidooOpa3Hbix. Ee nepseie pado-
Thl OBLJIM TIOCBSIICHBI U3YYCHUIO CJ1a00 M3BECTHBIX PaHee I'PYII CapKONTEPH-
TUH: TPUCTUXOMTEPHIHBIX 0CTEONIEMU(OPMOB U MAHJAEPUXTOB, TO €CTh TPYIII
KHUCTETEePBIX PBIO, KOTOPHIE MMENIM OTHOIICHHNE K MPOUCXOXKJIEHUIO TETPAIo].
DTO ONpeesIniIo e OCHOBHOW HHTEPEC K BHIXOY MIO3BOHOYHBIX HA CYIITY U CBSI-
3aHHOW C ATUM MOP(OreHETUYESCKON MPoOJieMe BO3HUKHOBEHUS KOHEUHOCTEH
y 103BOHOYHBIX. B xon1ie 1960-x u B 1970-¢ roast 2.1. BopoOneBa pazpepHyia
IIUPOKKUE UCCIICIOBAHMS 0COOOH TI'PYIIbI JIEBOHCKUX KHUCTENEPhIX PbIO, KOTO-
PBIX OHa Ha3Baja MaHACPUXTHHIAMH. DTH YHUKAIBHBIE PHIOBI B CBOEM CTpOe-
HUW UMEIOT OOIIMPHBII HA0OP MOPPOTOTHISCKUX TTPU3HAKOB, COMIKAIONIUX UX
C YeTBEPOHOTMMH TIO3BOHOYHBIMU, XOTSI M HE SBJISIOTCS UX HEMOCPEICTBECHHBI-

MH IpenkamMu. OMuiIns ViBaHoBHA He pa3 MoAYEpKHBaa, YTO NPU3HAKK TeTpa-
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MOAHOCTH (OPMUPOBAIUCH HEOJHOKPATHO B PAa3JIMUHBIX T'PYNIaX KUCTENEPBIX
pBIO, HO MAaKCMMAaJIBHO YETKO OHU IMPOSIBUIINCH B TaK Ha3bIBAEMBIX «CTETOIIC-
(haromog0OHBIX» TPYIIIaxX KUCTEIEPBIX, HanboIee MPUCTIOCOOIEHHBIX K CyIIIe-
CTBOBaHMIO KaK B YHCTO BOJHBIX, TaK M B MOJTYBOIHBIX OMOTOMAax. DTH PHIOBI
MIPOJIEMOHCTPUPOBATH BO3MOXKHBIC MTyTH MOP(HOIOTHYECKUX TTPE0Opa30BaHHIA
IIPU OCBOCHHH CYIIIH TO3BOHOYHBIMU YKUBOTHBIMH.

[ocne ee nepexona B MHCTUTYT 3BOJTIOIMOHHON MOP(OIOTUU B IKOJIOTHU
*KNBOTHBIX M. CeBeprioBa (HprHE HCTUTYT TpOGIIEM DKOJIOTHH M SBOJIIOIHH
nMm. CeseprioBa PAH), rae ona ctana pykoBonuTh Jlaboparopueit mpoodiieM 3Bo-
TMONHOHHON Mopdonorun. OCHOBHON TeMoi paboT Dmunu VIBaHOBHBI cTamu
IKCIIEPUMEHTAIbHBIE U TEOPETUUYECKHE OCHOBBI (POPMUPOBAHUS KOHEYHOCTEH
TETpanoji B WHJAUBUAYAJIbHOM Pa3BUTHU U COCJAMHCHUE IMOJIYYCHHBIX (DaKTOB
Y BBISIBJIGHHBIX 3aKOHOMEPHOCTEHW MHIMBHAYAJIbHOI'O PA3BUTHS C MTAJICOHTOJIO-
TUYECKUMH JaHHBIMH. JTa MHTEpECHas W BaKHAsl TeMa, aKTHBHO pa3pabarhl-
Baemas emie co BpemeH OynHa, B TIOCIIEHEE BpeMs CTaja aKTUBHO MU3ydaThCs
METOJIaMHU KCIIEPUMEHTAIFHONH SYMOPHOIOT MY, TIO3BOJIMBIIUMHE YBHJIETH B pa3-
BUTHUU MapHBIX KOHEYHOCTEH MOJIENIb HePapXMUECKH OPraHM30BaHHOTO POLIec-
ca mopdorenesa. 3.11. BopoObeBa cBouMu paboTamMu BHeCa OOJIBIION BKJIA]] B
MIOCTPOEHUE ATON MojeTu. MHOTHe M3 POBEACHHBIX €10 SKCIIEPHUMEHTAIBHBIX
paboT Ha COBpPeMEHHBIX aM(PHOWSIX W KYPUHBIX 3apOIbIIIaxX OBLIA BHITIONHE-
HBI COBMECTHO C M3BECTHBIM aHTIUHCKUM DKCTIEPUMEHTATBHBIM IMOPHOIOTOM
P. Xununudpom. Takoe compykecTBO 0Ka3alioch OYEHb IIOJOTBOPHBIM U TIO-
3BOJIUJIO BHECTH B MEK/[YHAPOIHBIH HAYYHBIH 000POT HOBBIC BaKHBIC (DaKThI U
WJIeN pa3BUTHUS KOHEYHOCTEH TeTparo/l.

[lepBBIM TIEpe; HUMU BO3HUK BOIIPOC 00 3BOIIOIMOHHOM BO3HMKHOBEHHH
IJIaHa Pa3BUTHS TETPAIIOIHON KOHEUYHOCTH: OB JIM OH €IMHBIM ISl BCEX Te-
Tpamo WIJIH OTIMYAJICS Y XBOCTATHIX aMPHUOUii 10 CpaBHEHUIO C aMHUOTAMH H
OecxBocThIMH aMmpuOusIMU. B camoil mocTaHOBKE BOIpPOCa yrKe OLIYIIAETCs HO-
BBIH ISl CBOETO BpEMEHH NIOAXO1: Beies 3a padboramu H. [llyouna u I1. Anbbep-
4ya aKTUBHO BBOJMTCS IMOHSTHE «ILlaHa pa3BuTUs» (“developmental Bauplan™)
BMECTO CTATHYHOIO «IljlaHa cTpoeHus» («morphological Bauplany). Ho uccie-
JOBaHWS DMUIUN VIBaHOBHBI TIO3BONIIUIH €H chenaTh AanpHede marn. OHa
MIPEATIOIOKUIIA, YTO CXOACTBO MEXaHM3MOB B3aHMMOJIEHCTBUHN IKTONEPMAIBHOM
ANMKaJIBHON KPOMKH U 30HBI TIOJISIPU3AIMOHHON aKTUBHOCTH OIIPEICIISETCS He-
papxueil mpoueccoB pa3BUTHS, KOTOPas U COCTABJISET OHTOI€HETHYECKYIO OC-
HOBY F'OMOJIOTH# B Ie(PUHUTUBHON KOHEYHOCTH. Ha 3Toii 0ocHOBe OHa, COBMECT-
HO ¢ P. Xurwimudom, pazpadoTana KOHIEHIIUIO THHAMHUYECKON CTa0OUILHOCTH,
KOTOpas aKIeHTHUPyeT BHUMaHUE Ha Kay3aJbHOH CTOPOHE TOMOJIOTHH U uepap-
XUU MPOIECCOB Pa3BUTHS. DTOT HOBBIN IMOIXOJ TIO3BOIIII YUUTHIBAT CIy4aw,
KOrZla BecbMa HEe3HaYUTeNbHbIE W3MEHEHUS MPOLIECCOB OHTOICHE3a MPHUBOMST
K KPYITHBIM U3MECHEHHSIM B IeUHUTHBHOM cOCTOsiHUU. Kpome Toro, uccieno-
BAaHHUE CBOMCTB B3aMMOJECHCTBYIOIUX MPOLIECCOB PA3BUTHUS U UX OTPAHUYEHUN
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Axanemuk Dvunus ViBanoBHa BopoObea
27.09.1934—4.04.2016

MTO3BOJISIOT MPEACKA3hIBATH OCYIIECTBUMOCTD FIIH HEOCYIIECTBUMOCTD TE€X HIIH
WHBIX JIeUHUTUBHBIX ocoOeHHOCcTel. [loka3aHo, 4TO ATH IpeaCcCKa3aHus MOTYT
OBITh MOJITBEPIKJICHBI MPU CPABHCHHUY THIIOTETUYCCKUX PE3YJIBTATOB C MaJICOH-
TOJIOTUICCKUMU TaHHBIMU O (pOpME KOHEUHOCTEH.

[Ipumenenne COBpeMEHHBIX METOMIOB HCCIIeIOBAHUI, TPEX/Ie BCEr0 METOa
MMMYHOQITFOOPECIICHIINH, TIO3BOJIFIIO TIOKa3aTh, YTO HAa paHHEH MPEeXOHIpaib-
HOW CTaJM¥ Pa3BUTHS CaJlaMaH IPEJLIbI U aKCOJOTISI HMEFOTCS TPU3HAKH, COTH-
JKAIONIMe X ¢ aMHHOTaMu. JlanbHeilliee NpocieKuBaHue XOHAPUPUKAIINY U
ocCcU(HKAINK 3JIECMEHTOB KOHEYHOCTEH Y Pa3HbIX BUIOB MOKa3ayo Bapuadeib-
HOCTB OOIIIEro IUTaHa Pa3BUTHS KOHEYHOCTEH Y XBOCTAThIX aM(pUOuit. ITH pas-
JTWYUS YAAJIOCh CBS3aTh, C OJHONH CTOPOHBI, C TETEPOXPOHUSIMHU PAa3BUTHUS, TO
€CTh CO CMEIICHUSIMU BO BPEMEHH 3aKJIaJ0K OTAENBHBIX DJIEMEHTOB CKeJlleTa U
HM3MEHEHUEM HaIlpaBlieHUs ux pa3Butus. C Ipyroi CTOPOHBI, BapUalli B pa3-
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BUTHUU NapHbIX KoHewHocTel Urodela cBA3BIBAIOTCS C TMUYMHOYHBIMY aJanTalu-
SIMH, 3HAYUTEIFHO OTIUYAOIIUMUCS Y TMMHOGMUIOB 1 peodunos. Mccnenosa-
HUSIMHA DMuun VIBaHOBHEI JITYIIK03y0a Ranodon sibiricus n Onychodactylus
fisheri ymanock Toka3aTh OMITMOOYHOCTH OOIIETPUHSITOTO MPEACTABICHUS, YTO
occruduKkalys GajgaHr NajibleB y YPoAed BCeraa UAeT B JUCTO-ITPOKCUMAIEHOM
Hanpasinennn. Oka3ajaoch, TepMuHanbHas pananray O. sibiricus OKOCTEHEBAET
B IIEPBYIO OYEPE/lb, YTO YCUIIMBAET BO3MOXKHOCTH LEIUISATHCSA KOTTSAMHU 3a pac-
TeHus u kamHu. Ho y dunetrdecku 6nuskoro O. fisheri 9ta asiaHra OKOCTEHE-
BaeT B MocieaHio odepens. D.M. BopoObeBa CBS3BIBAET 3TO C MPUCYTCTBUEM
y TIOCIIETHETO BUa CIIEHAIIBHOTO AJIACTUYHOTO XOHJIPOHUIHOTO OpraHa, yKpe-
IJISIIOIIET0 TEPMHUHANIBHYIO (hajaHry ¥ 0O0ECIeUMBAIOLIETO CLEIUIEHUE C CyO-
CTpaToM. 371ech cleayeT OTMETUTh, YTO MOAOOHBIH XOHAPOUTHBIA OpraH ObLI
BIEpBbIC ONUCaH y aMmpuounii umernno 2.11. BopoObeBoii.

JleTanbHple WCCeTOBaHNUA OCOOEHHOCTEH OHTOTCHETHYECKOTO Pa3BUTHS
COBPEMEHHBIX TI03BOHOYHBIX B COSMHEHUH UX C TIIATEIBHBIM MOPQOIOTHIe-
CKHM U3YYEHHEM HCKOTIAeMBbIX PHIO MO3BOIUIN DMIIHHN VIBaHOBHBI OnecTsiIe
paspaboTarh mpobseMy MPOUCXOXKICHHS MAapHBIX KOHEYHOCTEH TETpamoj M3
MJIABHUKOB KUCTEMEPHIX PbIO, OKA3aB, YTO MabLbl U 3aISICThE SABISIOTCS HO-
BOOOPa30BaHUSMHM Ha yPOBHE TeTpanos (MJIaBHUK MUHYC Jy4H ILIIOC MaJIbIIbI),
a IO JAKTHAIINSI — HICXOJTHOE X COCTOSTHHUE, CBA3aHHOE C BOAHBIM 00pa30M KH13-
HU JpEeBHEHIIMX HpelncTaBuTeNeil. B pesynbrare nponeccyanbHOro moaxoaa K
npo0JeMe «TeTpanofu3alnun» e yAaioch Mokasarb, 4To (OPMUPOBAHHUE Te-
TPanoaonoA0OHBIX MPU3HAKOB CPEAH MalC030MCKUX KUCTENEPBIX PHIO HOCHIIO
XapakTep MpeajanTanuil 1 IporucxXouio napajjielbHO U MO3an4HoO.

bonpmas 3acmyra D.M. BopoObeBoil COCTOUT B MpOIaraHae JTOCTHKECHUM
poccHiickoil OMOOTHH, Pa3BUTHA U €€ MIPHOPUTETA BO MHOTHX 00JACTSIX 3TOTO
HalpaBJIeHHs] HAyKW. B CBOMX CTaThsiX OHA HEMPECTaHHO MOAYEPKHBAET, YTO
OCHOBBI COBPEMEHHOM OMOJIOrMM pa3BUTHS ObLIN 3aJI0’KEHBI B MEPBbHIC ACCATH-
netusa XX Beka TpyJlaMu Belaromuxcs poccuiickux yuensix — H.K. Konbioga,
N.N. llImansraysena, J.I1. ®unaroBa u M.M. 3aBaoBCKOT0, a UCTOPHUSI €€ Ha-
yajnpHOro 3Tana B Poccuu cBsizana ¢ umenamu 1.1, MeunukoBa, A.O. Kosaes-
ckoro, A.H. CeseprioBa. MccienoBanus O.1. BopoOseBoii nemaror ee OiecTs-
IIUM TIPOIOJDKATENEM ITUX 3HAMEHUTHIX UCCIIEI0BaTENeH.

Jle Bnagumuposuu benoycos (18.07.1935-11.09.2017) okonuunn buonoro-
MOYBEHHBIH (aKynbTeT MOCKOBCKOTO TOCYNapCTBEHHOIO YHHMBEPCHTETA, TJC
npu Kadenpe SMOPUOIOTUN 3aKOHYHIT ACITUPAHTYPY M 3alIUTHI JTUCCEPTALHIO
o TeMe «Kietounsie mporiecchl mpu MopgoreHe3e ruIporIHBIX MOTUIoB». Ha
9TOM Kadenpe OH 1 MpopadboTal BCIO CBOIO KHU3Hb, 3aCTyKHB JIFO00Bb U yBaXKe-
HUE CTYACHTOB, COTPYIHUKOB ¥ MHOTOYUCIIEHHBIX Yu4eHUKOB. OH OBLIT BHYKOM
uzBectHoro ouosiora A.I. I'ypBuua, pa3paboTaBiuero Teopruo OHOIOrHYECKOro
nosisg. HecoMHeHHO, Uen ero n3BecTHOro JieAa HaJOKHUIM CBOM OTIEeYaTOK Ha
BCIO HAYUYHYIO JIeATeNIbHOCTH JIbBa Bilaniumuposuya.



[Mpodeccop Jler Bnagumuposuu benoycos
18.07.1935-11.09.2017

BonpmnHCcTBO ero paboT ObLIO MOCBSIIEHO M3YYEHHIO KJIETOYHBIX M MO-
JIEKYJISIPHO-TEHETUUECKUX MEXaHU3MOB PEryJIsiUU MOP(OreHeTUYECKUX Mpo-
LIECCOB, MPOUCXOAALINX B Pa3IMYHbIE NMEPUOABI HHIMBHUAYAJIBHOIO Pa3BUTHUS
Metazoa. YHukanbHble pe3ynbraThl uccienoBanuii JI.B. benoycoBa BbIsSBISAIOT
OCHOBBI MOp(i)OFeHCSa MHOTI'OKJICTOYHBIX KUBOTHBIX. STO, pexKae BCEro, sB-
JICHUE IYyJbCAIlMOHHBIX MOP(OreHE30B HU3IINX OECIO3BOHOUYHBIX >KMBOTHBIX,
OIlMCaHWE TOJICH MEXaHWYECKMX HaNpsOKEHUH B Pa3BUTHUH IMO3BOHOYHBIX H
YCTaHOBJICHHE UX ONPEICISIOIeH POIH B PEryIssiuu MOpOorenesa, KICTOYHBIX
JETICHHH, TTOJISIPU3allii ¥ JeTePMUHALIMY KJIETOK K JU(QepeHIHnanbHON QyHK-
LIMM B COCTaBE OPraHOB U TKaHeW. B pesyibrare aTux uccnenosanuil JI.B. beno-
YCOBBIM ObLIIH YCTAHOBJICHBI OKCIEPUMCHTAJIBHBIC U MOJICJIbHBIC o0ocHOBaHUS
MOpP(HOMEXaHNYECKOIO MOJX0/a, OCHOBAHHOIO HA INPEICTaBICHUU O BELyILEH
POIM MEXaHUYECKUX HANPSDKEHUH B aBTOPETYJISIIMK MopdoreHe3a. OH OTKPBLI
10



1 BCECTOPOHHE HCCleIoBal SIBJIEHHE POCTOBBIX MyJbCAlMil Y THAPOUIHBIX T10-
JIUTIOB U JAPYTUX HU3IINX OECIIO3BOHOUHBIX U MOAPOOHO OMHUcai KJIETOYHBIE
npeoOpa3oBaHus B XOAE ATOro mporecca. Ha 3ToM OCHOBaHWM OH MTOCTPOMIT
Mojien opMooOpa30BaHUs, TTO3BOISIONINE BOCIIPOU3BOIUTE PEasbHO CYIIe-
CTBYIOIINE (DOPMBI.

Haunbonee BaxHBIM M M3BECTHBIM HcclienoBanueM JIpBa Brnagmmuposuua
SIBJISIETCS] ONMCAHUE TMOJI MEXaHMYEeCKUX HAINpsKeHUIH B pa3BUBAIOIIMXCS 3a-
poabiiax ampuouidi. OH YCTaHOBHJI, YTO 3TH IOJsI COXPAHSIOT TOMOJIOTHYE-
CKYI0 HHBAPHAHTHOCTD B TE€UCHHE OTHOCUTENIBHO JUTHHHBIX TIEPHOAOB PA3BUTHUS
(OmacTyIsius, TacTpyNsius, HEUPYIANKs), a B MPOMEKYTKAX MEXKIY HUMU
OBICTPO MEHSIIOT CBOIO TOMOJIOTHIO. BhIsSiIBIeHa MEXaHO3aBUCHMMOCTH IPOLIECCOB
Pa3BUTHS KaK Kay3aJbHasl CBSI3b MEXJy TOIMOJIOTHeH Mmoseil MexaHM4eCcK1X Ha-
NpsDKEHUH U TOCIIeAyIouME MopgoreHeTHIeckuMu nporeccamu. [lokazaHo,
YTO OCHOBHBIM CPEICTBOM (POPMHUPOBAHUS ITHX IOJICH SBIAETCS KOHTAKTHAS
nonsgpusanus kietok. O4ueHnb mHTEpecHs! onucannubie JI.B. benoycoBeiM «pe-
JIAKCAIIMOHHBIE MOP(O3b» — aHOMaIIMA MOp(hOreHe3a, BEI3BaHHBIE JIOKAJTbHON
penakcanueil MEXaHNUYECKUX HAIPSKEHUI U MPOSIBISIOUIUECS, B YACTHOCTH, B
M30BITOYHON KOHTAKTHOM MOJspu3anuu KiaeTok. OH ycTaHOBMIJ MeXaHO3aBHU-
CUMOCTb KOHBEPIreHTHOW MHTEPKAJAINH KIETOK — OJTHOTO M3 OCHOBHBIX MOp-
(horeHEeTHYECKUX TIPOIIECCOB B PA3BUTHH TTO3BOHOYHBIX KMBOTHEIX. [lokaszaHo,
YTO OHA MOXKET OBITh MHAYIHPOBAaHA MCKYCCTBEHHBIM DPACTSIKEHHUEM TKaHEH
Y HampaBJeHa TEPIEeHIUKYISIPHO K MPUIIOKEHHOMY CHUIIOBOMY BEKTOpy. MM
O0OHapy’KEHO SIBJICHUE TEH30TAKCHUCAa — IBMIKEHHUS KJIETOK BBEPX IO TpajneH-
Ty HaTsDKEHUs TKaHeil. MHorue cBou ujaeu benoycoB packpbii u 000CHOBAT B
YHUKaJIBHOM y4eOHnKe «OCHOBBI 00111ei SMOPHOTIOTUU» U B HECKOJIBKUX MOHO-
rpadusx, u3maHHBIX B Poccuu u 3a pyOe oM M OKa3aBIIMX OOJBINIOE BIUSHUC
Ha pa3BUTHE COBpEMEHHOW Ononoruu pa3BuTus. Padotsl JIbBa Bragumuposuda
U POKO HUTUPYIOTCs; B 2018 roqy 3anigaHMpoBaH CHELMAIBHBIN BBIYCK KYyp-
Haja BioSystems (Elsevier), OCBSIICHHBIH €ro MaMsTH.

Harna namsth 0 3amMeuaTelibHbIX OMoiorax Imuiauu MisanoBue BopoObeBoit
u JIpBe Branumuposude benmoycoBe HaI0IT0 COXPAaHUTCS B CEPAIax, a uX pado-
Ta TI0 OpraHU3aINH MOP(POTEHETUUSCKUX HCCIICIOBAHMI 1 KOHGEPEHITHH OyaeT
MIPOJIOKEHA.

C.B. Pooicnos

11
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HPEATIOJIATAEMAS POJIb
TEHOMHO-MOP®OI'EHETUYECKHUX KOPPEJIALIUI
B 3BOJIIOIIUU BILATERIA

B.B. Hcaesa
Hucemumym npobnem sxonocuu u seomoyuu um. A.H. Cesepyosa PAH
Hayuonanvuwiii nayunwiii yenmp mopckou ouonocuu J{BO PAH
vv_isaeva@ mail.ru

All animals are equal, but some animals
are more equal than others.

G. Orwell

BbIsBIISIS TeHOMHBIE KOPPEJISITHl MOP(OIOTHYECKON CIOKHOCTH U pas-
JUYMN TJIaHa CTPOEHUS MHOTOKJIETOYHBIX JKMBOTHBIX, CPaBHUTEIIbHAS
TeHOMHKa ITOMOTaeT CBSA3aTh XapaKTEPUCTUKHM I€HOMA U 3BOJIIOLIMOHHBIC
TPaeKTOpuu B MHpe XHMBOTHBHIX. ComocraBieHue opraHuzanuu Hox-
KJIacTepoB ¥ dKcripeccuu Hox-reHoB ¢ Mopdoorueil oprannzMa mo3Bo-
JISIET TPOCIIeIUTh BOSHUKHOBEHHE MaKPOIBOIIOIIMOHHBIX MHHOBAIU KaK
M3MEHEHUH MopQoreHesa u rmiaHa cTpoeHus Bilateria B 3aBHCHMOCTH OT
natrepHa Hox-koma. PaccmaTpuBaeTcs y3en Koppensuuii, BKIIOYaonui
Ty WJIW MHYIO OPTaHU3aIUI0 KiacTepHbIX HOX-TeHOB, THI paHHEro 3M-
OpuoreHesa, KJIETOYHbIE PECYPCHI Pa3BUTHS, U TEM CaMBIM OIPEAEIIIO-
W aJIbTepPHATHBHBIC HBOJIONHMOHHBIE TPACKTOPUU PA3IMUYHBIX TaKCO-
HoB Bilateria. brnonorndeckoe pazHooOpasue HeHM30€kKHO MPOSIBISETCS Ha
BCEX YPOBHSIX OpraHU3alMH U BCEX dTANax 3BOJIIOIUH JKUBOTHOTO MUPA,
¥ CBEICHUE HBOIIOIMOHHBIX cTpaTteruil Bilateria m, Tem Oonee, Bcex
Metazoa K HEMHOT'MM yTIPOIIICHHBIM BapuaHTaM HEBO3MOXKHO.
BBEIAEHUE
CoOOTHOIIIEHHE MEXJy TCHOTUIIOM M (DEHOTHIIOM — CJIOYKHAs HEJIMHEHHAas
CeTh B3aUMOJICHUCTBUI I'€HOB, UX MOJIEKYJSPHBIX MPONYKTOB U 3IHUICHETHYE-
CKMX B3aMMOJCUCTBUI KJIETOK M KJIETOYHBIX CHUCTEM B MPOLECCAX Pa3BUTUS,
BOBJICKAIOIIAs BO3/ICHCTBUE BHEITHUX M BHYTPEHHUX (PAKTOPOB M PETYISAIUIO
AKCIPECCUM TEHOB DMUTCHETHUYECKOW HHpopManuen. [lis pereHus npooiieMsbl
COOTHOIIICHUSI M B3aUMOCBSI3U reHOoMa M ()EHOTHIIA HEOOXOJUMa MHTETpalus
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JaHHBIX CPAaBHUTEIBHON T€HOMUKH, (PUIOTEHOMUKH U MOP(OIOTHH, IBOJIOLHU-
OHHOU OMOJIOTHH Pa3BHUTHs, TEOpUHU camoopranuzaiuu (Beloussov, 2012, 2015;
Davies, 2013; Minelli, 2015). MeTonbl cpaBHUATENBHOW FT€HOMHUKH JJAIOT BO3MOX-
HOCTH ITOCTPOCHUS HOBOM (PUIIOr€HOMHKH, HE BCET/Ia COBMAIAIOICH ¢ Tpaau-
LIUOHHBIMH TIPEJICTABICHUSIMU CpaBHUTENbHBIX Mopdoioros (Nielsen, 2012;
Minelli, 2015; MBanoBa-Kasac, 2016).

CoBpeMeHHas 9BOIOIMOHHAS TCHOMHUKA J1alia BO3MOKHOCTD CBSI3aTh Pa3HO-
o0pa3re TeHOMOB ¢ (PEHOTHITMYECKUM pa3zHooOpa3neM mpejicraButeneii Meta-
zoa u apyrux Eukaryota, BBISBIISISI TEHOMHBIE KOPPEIATH MOP(HOIOTHIecKoit
CIIO)KHOCTHU M Pa3NU4Mi UX opranu3anuu. Haiinena sHaunMmas, OTYETIIMBO BBI-
pakeHHasi KOppesLUs PEryIsiTOPHOH CIIOKHOCTU FeHOMa (OmpenesnseMoil 00-
LIMM YHCJIOM PETyJISTOPOB TPAHCKPUIIUH) U MOP(OIOrHYECKON CIONKHOCTH
(M3MepsieMolt YMCIIOM KIIETOYHBIX TUIIOB) Yy Metazoa Kak Kay3alibHas SBOJIIOIH-
OHHasl CBA3b PETYIATOpHON U Mopdoduznomornyeckoit cnoxkuoctu. [Ipeanomna-
raeTcsi, YTO HKCIAHCHUS TPAHCKPUIIIIHOHHBIX (h)AKTOPOB B pe3yJIbTaTe ITeHOMHBIX
OYTUTHMKAIMKA 1 TOCIenyIomed Heo(yHKIIMOHAIM3aUU apaJloTHYHBIX TeHOB
ObLJIa ICTOYHUKOM HBOJTIOIIMOHHBIX HHHOBAIIMH C TPHOOPETEHUEM HOBBIX TUIIOB
KJIETOK W BO3pacTaHueM Mopdoioruyeckoii cinoxknocru (Lang, Rensing, 2015;
Srivastava, 2015).

HOX-CUCTEMA:
JETEPMUWHALIMA OCEBOI'O ITJTAHA CTPOEHU Sl BILATERIA

Koaupytomue TpaHCKpUNIIMOHHBIE (hakTopbl HOX-TeHbl, Kak W POICTBEH-
Hble uM renbl ParaHox u NK, npunagiexar k romeo00Kc-coaepKaiiuM reHam
kinacca ANTP u mpucyTcTByIOoT TOnbKO y mpenctasuteneit Metazoa. Bo3Huk-
HOBEHHUE U HBOJIOIMOHHAsSI dKcriaHcHsi HoX-reHOB M uX KiacTepa (y HO3BOHOY-
HBIX — KJIACTEPOB), COMPOBOXKAAaeMasi yTPAaTOH HEKOTOPBIX T'€HOB, IOCTYKHUIIA
TeHEeTHYECKOW OCHOBOW SBOJIOIMOHHBIX NPE0oOpa30BaHUI IUIaHA CTPOCHUS U
nuBepcudukanun Bilateria. [TpociexuBaercss KOppensuus yBeINYCHUS YHCIIA
Hox-renoB (1 obuiero uncia reroB ANTP-ki1acca) ¢ Bo3pacTaHneM CIOKHOCTH
ana crpoenust teia (David, Mooi, 2014; Holland, 2015; Ferrier, 2016). Kom-
IJIEKC KOOPAMHUPOBAHHO JAeHCTBYOmUX Hox-reHOB cnenududveH ans Owia-
TepaJbHBIX )KMBOTHBIX, 1 KeMOpHICKNI B3pHIB C TOSBICHHEM OOJIBIIMHCTBA
tunos Bilateria, BeposTHo, npexonpeneneH «B3pbiBoM Hox-renos» (Erwin, Val-
entine, 2013; Holland, 2015).

[epedpasupys uzBectnoe BoickaspiBanue Jxx. Opyana (G. Orwell), MoxxHO
yTBepkaaTh: «All genes are equal, but some genes are more equal than others.
I'enbl Hox-kimacrepa BBIONHSIOT GYHIAMEHTATBHYIO QYHKIIUIO KOAHPOBAHHUS
MMO3UIIMOHHON WH(pOpPMAIMKM BJIOIH TepeaHe3aaHet ocu Bilateria m cozmanus
BEKTOPHOT'O TPaJIneHTa 3TOH HH(POPMALIUHU B TIPOLIECCe HHIUBHUIYaIEHOTO pas-
BUTHS, ACTEPMUHHUPYS IT00aJIbHYI0 apXUTEKTYpY heHoTuna opranu3ma (David,
Mooi, 2014; Holland, 2015; Ferrier, 2016). Kak n3BecTHO, T€HETUUECKHE MEXa-
HU3MBI, OIpEICIIONINE NIepeIHe3aHUI TU1aH cTpoeHus Tena Bilateria, cBs3a-
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HBI C MOPSIJIKOM PACIIOJIOKEHUST (PYHKIIMOHUPYIOHX HOX-TeHOB: pacmoioxeH-
HbIe OmKe K 3’ KOHITY KJlacTepa IeHbI dKCIIPECCUPYIOTCS ONIMKE K TIepeIHEMY
KOHITY 3apOJIbIlia M paHbIlle, 9eM UX 5’-aCCOIMUPOBAHHBIE COCEIH, MPOSBIS
MIPOCTPAaHCTBEHHO-BpeMeHHY10 KonmHeapHocTh (Duboule, 2007; David, Mooi,
2014; Holland, 2015; Ferrier, 2016). Cmocobnocts Hox-KnacTepoB kK KOOpIAUHU-
poBaHHOMY (DYHKIITMOHUPOBAHHUIO KOMILIEKCa HOX-T€HOB C BEIIOJTHEHHUEM WHTE-
rpajibHOM (YHKIIMH TIO3BOJISIET paccMarpuBaTh Hox-kiiacTepbl Kak METarcHbI
(Duboule, 1994).

ComnocraBnenue oprann3anuy Hox-kiacTepoB u marTepHa Skcnpeccun Hox-
TeHOB ¢ Mop(oorreii opraHu3Ma MO3BOJINIIO MPOCIEANTH BOSHUKHOBEHUE Ma-
KPOABOJIOIMOHHBIX WHHOBAIIUH KaKk M3MEHEHUW MOp(oreHes3a u MmiaHa cTpoe-
Hust Deuterostomia B 3aBucumoctu ot narrepHa Hox-kona (David, Mooi, 2014).
B 3BOJIIOIMOHHON JIMHUM XOPJIOBBIX-ITI03BOHOYHBIX BBISIBJIEH BHICOKHMI KOHCEp-
BAaTH3M T€HOMa C HACJICIOBAaHWEM OOIBITMHCTBA MPEIKOBBIX T'CHOB, COXpaHE-
HUEM IEIOCTHOCTH Hox-KIIacTepoB, KOHCEpBATU3MA WX (DyHKIIHI M COBEpPIIICH-
CTBOBaHUEM CHUCTEMbI T€HETHYECKOT0 KOHTpOIA. KpymHble MHHOBAIMK CTpOe-
HUSI TeJla ¥ BOJIFOIIMOHHBIN yCIeX MO3BOHOYHBIX B CYIIECTBEHHOW Mepe o0e-
CIICUEHBI FTEHETUYECKON N30BITOYHOCTHIO: YMHOXKEHHEM uncia Hox-kmacTepos ¢
COIYTCTBYIOUIMMH Ha/ICTPOHKaMU T€HHBIX perynsaTopHbIx cerel (David, Mooi,
2014; Holland, 2015; Srivastava, 2015; Ferrier, 2016). ApomopdHOe 3BOIIOIHOH-
HO€ BOCXOXKJICHHE B JTMHUHU XOPIIOBBIX-TIO3BOHOYHBIX KOHTPACTHPYET B TIpee-
nax Tuna Chordata ¢ perpeccuBabIME MOP()ODHYHKITHOHATPHBIMA H3MEHEHUSIMU
y obonounnkoB (Tunicata, nnu Urochordata), a cpenu Deuterostomia — ¢ sipko
BBIPAXKEHHBIMHU MPEOOPa30BaHUSMHU 10 TUIY Uauoagantanuii (mo: CeBepios,
1939) y urnokoxkux. Y U3y4eHHBIX MTPEICTaBUTENeH 000I0YHNKOB HAaIEHBI pa-
JIMKaJbHbIE U3MEHEHHUS aHLecTpanbHO HoX-cucTemMbl ¢ moTepen HeITOCTHOCTH
Hox-kmacrtepa, yTparoii HekoTopsix HOX-reHOB M BpeMeHHOW KOJIWHEApPHOCTH,
YTO OTPAXKACTCS B MOAUPHUITUPOBAHHOM, YIIPOIIECHHOW MOP(OIOTHH B3POCIBIX
obonounukoB (Duboule, 2007; Stolfi, Brown, 2015; Holland, 2016). Y npencra-
Butesel Tuna Echinodermata 3BOJIIOIIMOHHBIN MEpPexX0oa OT OMIIATEPAJIBHON K
MIeHTapaIuaIbHON CHMMETPUH, BOZMOXKHO, OBIJT TaK WX WHAYE COMPSIKEH C TO-
MOJIOTUYECKOU MepecTpoiikoi aHnlecTpalibHoro Hox-kiiactepa BTOpUYHOPOTHIX.
Y Mopckoro exxa HaliJieHa TPaHCIOKALUUS «IepeaHux» reHoB HoxI/-Hox3 na 5’
(«3agHUIY) KOHEL KJIacTeEpa ¢ MHBEPCHEH MOpsAJIKa PacIOIOKEHU dTOU TpyT-
bl reHoB (Cameron et al., 2006). CeugerenbcTBa niepectpoitku Hox-kinacrepa ¢
TpaHcIoKanuen-uaBepcuet reHoB Hox/-Hox4 y pencTaBuTeNeH NpyTrux Kiac-
COB WTJIOKOXUX HEIIOJIHBI M MPOTHBOPEUYHUBEI, OJJHAKO BTOPUUHOEC HAJIOKCHIIC
MIeHTaMEPHUH KaK paguaibHON CHMMETPHUH Ha aHIIECTPAJIbHYIO OMIIaTEPAITBHYIO
CUMMETPHIO KOCBEHHO CBHETEIBCTBYET O BOZMOXKHOCTH TaKOW MEPECTPOUKH
(David, Mooi, 2014). LleaTpanbpHasi HEpBHAsI CUCTEMa B3POCIBIX IEHTAMEPHBIX,
JUIIECHHBIX TOJIOBBI MMPECTABUTENICH UTIIOKOXKUX, COCTOUT U3 IUPKYMOPAIBbHO-
ro (MUPKyMaHAJIBHOTO ¥ MOPCKUX JIMHUH) KOJIbIIA, COSTUHEHHOTO C MATHIO pa-
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JIMaJbHBIMU HEPBHBIMH CTBOJIAMH B KaXKJIOM Jyue (Arnone et al., 2015).

[Tomo6HOE HaNIOXKEHHE paIHaTbHOW CHMMETPUU, HO B MEHBIICH CTETCHH, C
COXpaHEHUEM JIOMUHUPOBAHUS aHIECTPAIbHONW OHIIaTepaibHOCTH, HaOIroIa-
€TCsl Y TOJIOBOHOTHUX MOJLTIOCKOB: IIEHTpalibHAsl HEpBHAs CHCTEMa OCbMUHOTa
BKJIFOYACT [UPKYMI30(papuHTealbHbIi MO3T, MapHbIe ONTHYCCKUE JONACTH U
OceBbIe HEPBHBIC TSKH B KaxkioM mynaisie (Wanninger, Wollesen, 2015). I'en
Hox2 ue obHapyxeH y ocbMuHora Octopus bimaculoides (Albertin et al., 2015),
TUTAHTCKOTO Kabmapa Architeuthis dux, xkax u PHK 3Toro rena B TpaHCKpPHUIITO-
Max HECKOJIBKUX NPyTHUX mpencraBurene rpymmsl Coleoida (Gongalves e Silva,
2015). Y rurantckoro xanbeMmapa Architeuthis dux mynaunupoBasnsl Tpu Hox-
rena (Gongalves e Silva, 2015). [IpencraButenu rpymmst Coleoida xapakTepusy-
FOTCSI CAMOW KPYTTHOM M CJIOKHOM HEPBHOM M CUCTEMOM cpelii OECIIO3BOHOUYHBIX
(Wanninger, Wollesen, 2015).

VY Bcex ycoHorux paxooOpasabix (Cirripedia) obHapy)keHa paguKaIbHAS
MepecTporka TulaHa CTPOCHUSI OpPraHM3Ma, CONPSDKEHHAs C MOTepel OHOTrO M3
Hox-reHoB: oTcyTcTBHE TeHa AbdA, Koppenupyrolliee ¢ yTpaTtoi aboOMUHAIBHO-
ro OTAesa Tena, 4YTO CIOCOOCTBOBAIO MEPEXOAY K CHIsSUeMy 00pa3y KHU3HH, a y
KOPHET0JIOBBIX pakooOpa3HbIX — K mapazutusmy (Géant et al., 2006). Y npyrux u3-
y4eHHBIX npenctaBureneil Ecdysozoa, Bkmiouas Caenorhabditis elegans w Dro-
sophila melanogaster, B TOI WM HHOW Mepe yTpadeHa aHIIECTpaIbHAs OpraHu3a-
uns Hox-kmacTepa, motepsiHa 9acTh TeHOB, 0cOOeHHO y Hemaron (Sommer, 2015).

Takum 00pa3oMm, paavKaldbHBIC, MAaKpPOIBOJIOIHOHHBIE MPEOOPA3OBAHMSI
[JaHa CTPOSHHS] BTOPUYHOPOTHIX )KMBOTHBIX HEPENKO CBS3aHBI C YMHOXCHU-
€M WJIM TIOTepel OTNeNbHBIX HOX-T€HOB aHIeCTPaIbHOIO KJlacTepa 00 ke ¢
TOIOJIOTHUYECKON PEOPraHU3AUEN €r0 T€HOB, YTO CBUAETENILCTBYET O BEyILEH
ponu Hox-koia B JA€TEpMHHAIMYU IUIaHA CTPOSHHS Tella OMiiaTepaibHbBIX JKU-
BOTHBIX.

Y3EJI KOPPEJISILIU:
CTPOEHME HOX-KJIACTEPA, CKOPOCTb DMBPUOI'EHE3A
U KJIETOYHBIE PECYPCHI PABBUTUA

Hro6rons (Duboule, 2007) xnaccuduiuporan Hox—knactepsl Mo UX CTPo-
CHHIO KaK OpraHM30BaHHbBIC, JI€30pTaHN30BaHHbIC, PACIICIIIICHHBIC 1 aTOMHU3U-
pOBaHHBIe. ATOMU3HPOBAHHBIC, PACCESHHBIC TIOOJMHOUKE 10 TeHOMY HoX-reHbl
Haiigensl y annenaukynsipun Oikopleura dioica m MIIOCKOro Mapa3uTHYECKOTO
yepBs Schistosoma mansoni. [lonnas atromuzanus Hox-reHoB oOHapy>keHa Tak-
e y TosioBoHOrux MoJiockoB (Albertin et al., 2015; Gongalves e Silva, 2015).
VY acuuauu Ciona intestinalis xmacTep pacieryieH Ha TPU TPYIIIBI M 9aCTHYHO
ne3opranu3oBaH. Pacmennennsiii Hox-kmacTep HaiifieH Takke y Ipo30QrinI 1
Hematozasl Caenorhabditis elegans (Tschopp, Duboule, 2011).

Hio6tomb (Duboule, 1994) npennonoxui Takxke TECHYIO CBI3b MEXIY KOH-
TPOJIEM POCTa B SMOPHOTEHe3€e U MJIaHOM CTPOCHHUS B3POCIOro opranusma. Ms-
BECTHO, 4TO HOX-reHBI MOCPEICTBOM BEIUKOIO MHOXKECTBA T'C€HOB-MUIICHEH
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BOBJICYCHEI B PETYJISIUIO IIMPOKOI'0 CIICKTPa KJIIFOUCBBIX IMPOILECCOB pa3sBUTUA,
BKJIFOYAS! POXO’KJICHHUE KJIETOUHOTO KA U KIJIETOUHYIO ITPONU(epaIuio.

Hesunterpanus u pa3psiB Hox- u ParaHox-kiacTtepoB KOppelnupyroT ¢
O4YeHb OBICTPBIM pPa3BUTHEM, HE JAIOIIMM BPEMEHH JJIs TIOCTENEHHON aKTHBa-
LM TEHOB, IIPU COXPAaHEHUU MMPOCTPAHCTBEHHON KOJIMHEAPHOCTH. Y JKUBOTHBIX
C TAKUMU KJIACTEPAMHK DBOJTIOIMOHUPOBAJ BTOPUUYHBIH CIIOCOO MO3aUYHOTO, JIe-
TEPMHUHHAPOBAHHOTO SMOpPHOTeHe3a ¢ MaJIbIM YUCIOM KieTok. CoueTaHue pac-
HIETNIEHHOCTH (BIIOTH 710 aToMu3aiuu) Hox-kimacrepa, OTCyTCTBUS BPEMEHHOM
KOJTMHEAPHOCTH W OBICTPOrO0, ACTCPMUHHUPOBAHHOTO (MO3aMTHOT0), MaJIOKJIC-
TOYHOTO AMOpPHOTreHe3a, MPOU3BOJHOIO IO OTHOIIEHHWIO K aHIECTPaIbHOMY,
HaWJICHO Y MpeICTaBUTENeH 000IOYHUKOB (AIMEHIUKYISPUU U aCIIUIUI), T1pO-
3ounun u Hematoasl Caenorhabditis elegans (Tschopp, Duboule, 2011; David,
Mooi, 2014).

ITocne Toro, kak KoHkJIMH BrHepBbie omucall pa3BUTHE aclUMIUN U Ha3BaJ
OTKPBITEI UM TN Apobierus mo3andHbiM (Conklin, 1905), B amOpuomornm
YCTaHOBWJIACH TPAJUIIMOHHAS KJacCH(PHUKAIUS THIIOB APOOJICHUS W PaHHETO
Pa3BUTHS )KHBOTHBIX KAaK MO3AMYHOTO (JICTCPMUHUPOBAHHOTO) U PETyISITHBHO-
T'0; 5BOJIIONMOHHAA CBA3b 3THUX THUIIOB pa3BUTHUA OCTaBaJlaCb HesicHou. I'mmoTe3a
Hro0ronst onpenesnsieT Mo3andHoe JIPOOJICHHE KaK CIIEICTBUE OBICTPOTro aMOpH-
oreHe3a, He JAIOMIETo JOCTAaTOYHOTO MEPHO/ia BpEMEHH ISl TOCTETIEHHOW Bpe-
MEHHOH nporpeccuu aktuBanun Hox- u ParaHox-reHoB pu coxpaHeHuu Npo-
CTPaHCTBEHHOH KOJIMHEAPHOCTH, T. €. BTOPUYHOE, IIPOU3BOTHOE TI0 OTHOIIEHUIO
K aHIIECTPAJIbHOMY THITY Pa3BUTHSL.

MAKPOSBOJTIOLIMOHHBIE CTPATEI'MUA BILATERIA:
[MPUOBPETEHU A U ITIOTEPU

Maxpo3BOIIOIIMOHHBIE U3MEHEHU I, KOppenupyoue ¢ opranusamnueit Hox-
CHCTEMBI, CBS3aHBI C pa3IMIHBIMU cTpaTerusimu passutus (Tschopp, Duboule,
2011; David, Mooi, 2014; Srivastava, 2015). Koppemsiius nenoctHoctu Hox-
KJIACTEPOB U BPEMEHHOM KOJMHEAPHOCTH C reTEPOXpOHHEl 3MOpHOreHes3a rmo-
3BOJISIET MOCTYJIMPOBATH MIPOSIBIICHHE B HEKOTOPHIX TakcoHax Bilateria anmesrep-
HATHUBHBIX 3BOJIIOITMOHHBIX CTpaTeI‘Hﬁ, CBA3aHHBIX C HpeO6ﬂaI[aHI/IeM OBOJIKOIU-
OHHOT'0 BKJIaJa HeoTeHNH JInOo mporeHesa (Mcaesa, 2015; Isaeva, 2016).

ATBTepHATHBHBIE SBOIIOIIMOHHBIE TPASKTOPUHN OHIIATEPATBHBIX JKHBOTHBIX
Pa3JIMYHBIX TAKCOHOB MOTYT OIMPEENATHCS y3JIOM KOPPEISAIUN, BKITFOUAIOIUX
TEHHBII PEryJISTUBHBIIA KOHTPOJIb U T€TEPOXPOHUU Pa3BUTHUSL, OT KOTOPBIX 3a-
BUCAT KJICTOYHBIC PECYPChI pOCTa, TUII PA3BUTHUA, AJIUTCIBHOCTL JXU3HU, pa3-
Mep Tejla u MO3Tra, 3a00Ta 0 TOTOMCTBE. [ eTepOXpOHHSI — KITaCCHYECKU Mexa-
HH3M SBOJIFOIIMOHHBIX W3MEHEHHUH TOCIIe0BaTEeTFHOCTH TPOIECCOB Pa3BUTHS,
WX CKOPOCTH M CPOKOB MPOSIBJIICHUS aHIIECTPAIbHBIX Mpu3HakoB. Hanbomee ya-
CTO paccMaTpUBaMbIi THUI FETEPOXPOHUU — IIeIOMOP(O3, IPEJCTABICHHBIN He-
OTEHHUEH U MPOreHe30M (aJlyJIbTaluel); UCIOIb3yeTCsl TaKKe MPEeACTaBICHUE O
niepaMopdo3ze Kak BO3pacTaHUH CKOPOCTU U3MEHEHUN MIJTH UX MePUOJa IO TAaKOH
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CTeINeHH, YTO B3pocias popma moToMka MOp(OIOrHYecKr BBIXOAUT «3a Mpee-
neDy aHIecTpansHoro coctosiaus (Mcaesa, 2014, 2015; Isaeva, 2015, 2016).

Heotenns koppenmpyer ¢ Bo3pacTaHHEM 4YHCIa KJIETOK Pa3BHBAIOMIETOCS
OpraHmn3Ma, TIOsSIBIIECHUEM HOBBIX KJIETOYHBIX PECYPCOB Pa3BUTHS KaK IMOTESHITH-
aja yCIOXHEHHS TKaHeW, YUIMHEHUEM TIepPHojia pOCTa, YBEIIMUEHUEM pa3Mepa
TeNa ¥ MPOAOJIKUTEIBHOCTHU )KH3HH, BO3pACTAHHEM 3a00ThI O TOTOMCTBE. DTOT
KOMILJIEKC MOP(OTEHETHUECKUX KOPPEISIU CIIOCOOCTBOBAN PACIINPEHUIO
3BOJIIOLIMOHHBIX BO3MOXKHOCTEH 1 apoMopdHbIM ITpeobdpazoBanusim (mmo: Cesep-
110B, 1939), mHAYe TOBOPSI, TPOTPECCUBHOM IBOTIONNH (XapaKTePU3YIOMICHCS 10-
OaBJieHHEM IIPU3HAKOB U CTaaui pa3Butus coriacHo Minelli, 2015). B 3Boito-
LIMOHHOH JIMHUU XOPZOBBIX, BeAYLIeH K MO3BOHOYHBIM, HEOTEHUSI COYETACTCS C
repamMopgo3oM 1 IMOPUOMOP(PO30M — YBEIITHUESHUEM PECYPCOB IMOPHOHAIBHBIX
u cTBOJIOBBIX KIeTOK (Mcaesa u ap., 2013; Isaeva, 2015, 2016).

ATNpTepHATUBHAS SBOJIOIMOHHAS CTPATETHsI TPOSIBHIIACH ITPH JIOMHUHHPOBA-
HUH TIpOTeHe3a (ayJIbTalli1) KaK PaHHETO TOJIOBOTO CO3PEBaHMS M YCKOPEHUS
Pa3BUTHS, YTO KOPPEIHUPYET C JETEPMHUHUPOBAHHBIM (MO3aWYHBIM) PAHHUM M-
OpHOTeHEe30M, MaJIOKJIETOUHOCTBIO 3apOJBILICH U B3POCIIBIX )KUBOTHBIX, pAHHEH
T QepeHIIMPOBKOI KJIETOK, peAyKIIHel pa3Mepa Tea, KOPOTKHM KHU3HEHHBIM
LIUKJIOM, OBICTPOTOM pa3BUTHUS U CMEHBI MIOKOJICHUH, BBICOKONH CKOPOCTBIO IBO-
mrortuu. Takoit HAbOp Koppensanuii Hanboyiee WCCICNOBAH y MPEACTaBUTEIICH
000JIOYHUKOB, XapaKTePU3YIOIMNXCS Tak)Ke YIPOIIEHUEM, peAyKIHeH aHIe-
CTpaJbHOTO TeHOTHUIIA U (eHoTHMa ¢ rnorepeid mHorux renos (Holland, 2016;
Stolfi, Brown, 2015). DBOIOIMOHHBIE TPACKTOPHUU MO3BOHOYHEIX W 000JI0Y-
HUKOB, HAIIUX OJMKalInX OECrIO3BOHOUHBIX pojcTBeHHUKOB (Mcaesa, [omy-
6eB, 2017), pagukaiabHO pa3olLINCh. BechbMa BEpPOATHO, UYTO KIIOUEBYIO POIb
B ONpEIeNIeHUH CBOCOOPA3HOI SBONIOIIMOHHON TPAeKTOPUU O0OOIOYHUKOB MOT
WTpaTh TOPU30HTAIBHBIN MIEPEHOC OJTHOTO MIIA BYX T€HOB, KOMHUPYIOMINX CHH-
ta3y uemnonossl (Mcaesa, ['onyoes, 2017). CtocoOHOCTh CHHTE3UPOBATH IIEII-
JI0JI03y OTIAMYAET OOO0JOYHUKOB OT BCEX JAPYTUX MpPEACTaBUTEIEH KMBOTHOTO
MHEPA; COAEPIKaIasi IEJUTION03Y MIOTHAsT 000109Ka Tesa (TyYHHUKA) ¢ 3alUTHON
Y ONOpHOH (pyHKIHEH obecredria BBbKUBaHUE TYHUKAT — MPH X MopdodyHK-
[IMOHAJILHOM 3BOJIIOIIMOHHON JIerpaalivy.

Cpenu uccienoBanHbIx npencrasuteneil Ecdysozoa BropuuHOe ymporie-
HUE aHLECTPaJbHOTO (DEHOTHUIIAa U TEHOTHUIIA, BKIIIOYAIOIIEE MOTEPI0 PECHUYEK
U KTYTHKOB, yTpaTy HeKoTopbix Hox-reHoB u nenoctHoro Hox-kmactepa, Kop-
penupyromiee ¢ ObICTPHIM SMOPHOTEHE30M U MaJIOKJIETOYHOCTBIO BILIOTH 0 3Y-
TEJMH, KOPOTKUM JKU3HEHHBIM ITUKIIOM, OBICTPOW 3BOIIOIMEH, Hanboee BbI-
paxeno y Hemarox (Sommer, 2015; Srivastava, 2015). Pegykuust cTpykTyp u
CTaJui pa3BUTHUS — XapaKTEPUCTUKA perpeccuBHOi 3Bomtonuu (Minelli, 2015).
Takum obpazom, y MHOTHX npeacraButeiei Ecdysozoa, kak Uy 000JI09HHKOB,
MPOSIBIISICTCSI OBICTPAsi pErpecCuBHAs SBOJIIOLUS C YXOAOM OT aHLECTPaJIbHOM
opranuzanuu. [Ipeanonaraercs, 4To B 3BOMOIUHU 00010uHUKOB cpenu Chorda-
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ta, a Taxke psaga npeacrasuteneil Ecdysozoa, 3BoNOIHOHHAS CTPATErus C J0-
MHHHMPOBAHUEM IIpOTeHe3a Bella K perpeccuBHbIM npeobOpazoBanusam (Mcaesa,
2015; Isaeva, 2016).

TaxuMm o6pa3om, aHanu3 mpeodpazoBaHN pa3BUTHS B KOHTEKCTe wae Jro-
oronst (Duboule, 1994, 2007; Tschopp, Duboule, 2011) no3BomnsieT B KakoW-TO
Mepe MOHATH Pa3INYHYI0 HAallPaBIEHHOCTH IBOJIOLMOHHBIX TPAeKTOPHI B pa3-
HBIX TAKCOHOMHUYECKUX TPYMIax >KUBOTHBIX.

3AKJIFOYEHUE

Urak, otcyTcTBHE naxe ogHoro Hox-reHa reHa, QyHKIIMOHHUPOBAHHUE KO-
TOPOro HEOOXOAMMO sl MOpQoreHe3a KaKoi-miubo J4acTu Teina KUBOTHOTO, a
Takke (usnyeckas U Tomojoruueckas nepecrpoirika Hox-kmactepa MoxeT mo-
POXAaTh «MOHCTPOBY» (HampuMep, YCOHOTHX PakooOpa3HbIX, TUIIEHHBIX a00-
MHHAJIBHOTO OT/eJIa Teja) MO0 pauKaIbHO U3MEHUTH IBOJIOIMOHHYIO TPaeK-
TOPHIO, CO3/1aBasi HOBBIM IJIaH CTPOECHUS opraHu3Ma. HoBBII MI1aH CTpOEHUs €
BTOPUYHBIM HaJOXEHHWEM PaJHallbHOW CHMMETPHUHU Ha aHIECTPAIbHYIO Onia-
TEPaJIbHYI0 CHMMETPHUIO BO3HUK Y UIVIOKOKHX U B MEHBIIEH CTENEHU — Y TOJO-
BOHOTMIX MOJUIFOCKOB. ¥ MOPCKOTO €Xa HapyIleHa IPOCTPaHCTBEHHAs JIOKaJH-
3alys T€HOB aHTEPHOPHOM Ipymiibl, Hox/-Hox3, kak mpaBuio, 1eTepMUHUPYIO-
X MOpQOreHe3 TOJIOBHON YacTH TeJla, TOr/la KaK y TOJIOBOHOTHX MOJITIOCKOB
yTpadeH OAWH W3 TEHOB dTOW aHTEPUOPHOU TpyHIIbl, reH Hox2. He uckiroueno,
YTO aHTEPHOPHBIE T€HBI HE TOJIBKO PEryaupyroT (hopMooOpa3oBaHue MepeIHeH,
T'OJIOBHOM YacTH Tella, HO MHUIUUPYIOT (OPMUPOBaHKE OUIIATEPATBHO-CHMME-
TPUYHOTO IJIaHA CTPOCHHUS, U B TE€X CIy4asiX, KOT/ia BBITIOJIHEHHE 3Tol (pyHAa-
MeHTaJbHOH aus Bilateria ¢pyHKIIMM cTaHOBUTCS HEBO3MOXKHBIM, MPOUCXOIUT
B KaKOi-TO Mepe BO3BpaT K «0-OmiarepaibHOI» paauajbHOW CHMMETPHH.
[IpencraBuTeNsIM rOJIOBOHOTHUX MOJUTIOCKOB, B OTIUYHE OT OOOJIOYHHKOB U He-
MaToJl, YIalIOCh «Pa3pyOHTh y3ei» KOPPEJSINiA, CBI3aHHBIX CO CTPYKTYpPOH
Hox-kmacrepa, u «pa3pyOuTs» cam kiactep 0e3 KpyIMHBIX SBOJTIOLHOHHBIX I10-
TEpb U J1aXkKe C SBHBIMHU BOJIOIMOHHBIMH TPUOOPETEHUSIMU.

Pa3Ho0OpasHbie HBONIONMOHHBIE MPEOOPAa30BaHUsI TEHOTHIIA M (EeHOTHIIA
MHOTOKJIETOYHBIX JKHBOTHBIX HEPEJKO PACCMAaTPUBAIIUCH KaK «ITPHPOIHBIE IKC-
TIEPUMEHTEDY M JakKe «IIPUPOIHAs TeHeTHdeckas wHxeHepus» (Mcaesa, 2015;
Isaeva, 2016). [loMrMO KaHOHMYECKUX MYTallHii T€HOB, KOIUPYIOIIHUX OCIIKH, a
TaK>Ke JyTUIMKAIUHA OTACIBHBIX TEHOB M BCETO TE€HOMA, B SBOJIIOLIUN HEM30EKHO
MPOUCXOAMIN MHOTOOOpa3HbIe TCHOMHBIE MIEPECTPONKH, YCIOKHSITUCH TCHHBIC
PeryJsTOpHbIE CETH U MEXaHU3MBI PEryJIAINH, BOBJIEKAIONINE «TEMHYIO MaTe-
puto» Hekoaupyromux nocienosareasHocteil JIHK. DBomonnonHbie TpaekTo-
pHUU 3aBHCEIN U OT PEAKHX, CIIy4alHBIX COOBITHI. OnpeneneHHbld IBOIION-
OHHBIH BKJIaJl BHOCUJ TOPU30HTAJIBbHBIN NIepeHoc reHoB. Hanpumep, KitoueByto
POJb B ONpEIEIICHHH CBOCOOPa3HON IBOIIOLIMOHHON TPAEKTOPUU 000JIOYHHUKOB
MOT UTpaTh TOPU3OHTAIBHBIA MEPEHOC OAHOIO MJIM JABYX I'€HOB, KOAUPYIOLUIUX
CHHTA3Y LEJUTHJIO3bI, TPENOJOKUTEIBHO OT aKTHHOOAKTepHUii (CM. BhImIe). O0-
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pa3oBaHKE COCPIKAIICH LEIUTIONI03Y TYHUKHU C 3al[UTHOW 1 OTIOPHOU (PYHKIIUEH
CHH3HJIO JaBIICHHE €CTECTBEHHOTO 0TOOpa, HO TIPU 3TOM, BOZMOXHO, CBITPAJIO
POJIb «3BOTIOMMOHHON JIOBYTITKHY, CIOCOOCTBYIOIIEH PErpeCCHBHON IBOJIOITUH
(mo00HO TOMY, KaK MPENMYIIEeCTBa Mapa3uTU3Ma CIIOCOOCTBYIOT MOP(hOPYHK-
[UOHAJILHOM JIerpalallii OpraHu3Ma IapasuTa).

Buonoruueckoe pasnooOpaszue Hen30€KHO MPOSIBISIETCS HA BCEX YPOBHAX
opranm3alnuvu U BCEX 3Tallax 3BOJJIONUHU KUBOTHOI'O MHpa, U IMIOTOMY CBCIACHUEC
IBOJIOIMOHHBIX cTpareruii Bilateria u, Tem Oonee, Metazoa K HEMHOTHM yTIpO-
IIEHHBIM BapUaHTaM BT I BOZMOXKHO.
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Proposed role of the genomic-morphogenetic correlations
in the bilaterian evolution

V.V. Isaeva

Revealing genomic correlates of morphological complexity and differences in the
body plan of Metazoa, comparative genomics help to link genomic characteristics with
evolutionary trajectories in the animal world. A correlation between rearrangements
of Hox-cluster organization and Hox-genes expression, and the organism morphology
makes it possible to trace the emergence of macroevolutionary innovations as transfor-
mations of morphogenesis and the body plan of Bilateria depending on the Hox-code
pattern. The correlation node which includes certain topological organization of the
cluster Hox genes, the type of early embryogenesis, cellular resources of development,
and thereby defining alternative evolutionary trajectories of different bilaterian taxa is
considered. Biological diversity inevitably emerges at all of the organization levels and
all stages of evolution in animal kingdom, and it is impossible to reduce evolutionary
strategies in Bilateria and, especially, in all Metazoa to a few simplified versions.
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9BOJJIOINUOHHBIE TEHJAEHIIUN
B NCITOJIb30BAHUU 'EHOB HOX-KJIACTEPA:
HUTI'PAIOT JIM OBIHIME I'EHBI 110 OBILIIUM TTPABUJIAM?

M.A. KyaakoBa
St. Petersburg State University
nereisvi@gmail.com

[Ipencrasiaenne o Hox-renax u ux padore copMHupoBaIoOCs IpH U3yUe-
HHH KJIaCCUYCCKUX MOJACIBHBIX )XKUBOTHBIX, TPUHAIJICKAINUX K JIUHUAM
Ecdysozoa (Drosophila, Tribolium, Caenorhabditis) u Deuterostomia
(MbITB, KypHIa, Xenopus u Danio). T1o3xe Kpyr 00bEKTOB OBLIT paciiv-
peH 3a cueT Spiralia (MOJITIOCKH, TOTUXETHI, OpaXHOMOABI, KOJIOBPATKH)
H Ka)K}IBIﬁ roa mpoAoKACT MNOMOJHATHCA XHUBOTHBIMU C HEMPOCTBIM
(I)I/IJ'[OFCHCTI/I‘ICCKI/IM TIOJIOKEHUEM NI UHTCPECHBIMU ITpOrpaMMaMu pas-
BuTHs. Hakxonuiioch JOCTAaTOYHO JAaHHBIX, 4TOOBI Ha OCHOBAHUH CcXono-
CTBa U pa3n1/1tmf/'1 B CTPATCTUAX HCIIOJb30BaHUA HOX-FCHOB, IIOUCKATh
AQHLIECTPAJIbHBIC, T.€. HEU3MEHHbIE XAPAKTEPUCTUKHU Yy IpEeACcTaBUTEIEH
pa3sHBIX TAKCOHOB M CHEJIaTh OYEPEAHYIO IONBITKY PEKOHCTPYUPOBATh
UrBilateria — o6miero npeika OuinarepaabHbIX )KUBOTHBIX.

AHIIECTPAJIbHBII PEIIEPTYAP HOX-TEHOB

B renomax coBpeMEHHBIX OMJIaTEpaNbHbIX JKUBOTHBIX, IPUHAIICKALINX K
PasHBIM SBOJIOLMOHHBIM BETBSIM, IPUCYTCTBYIOT OOIIME PEryIsTOPHBIC ICHBI
13 HECKOJIBKUX JECATKOB KOHCEPBATHBHBIX I'€HHBIX cemeilcTB. HekoTopsle u3
HHUX UMEIOT OYCHB JpEeBHIOI dBOmoInoHHyto uctopuio (TALE, FOX), a nHeko-
TOpBIE, 110 3BOJIIOLIUOHHBIM MEPKaM, BOSHUKIIM COBCEM HEIIaBHO. JTO I'€HbI U3
kimacca PRD u ANTP. Ecth ocHOBaHMS AyMaTh, YTO CTPYKTYpHas M GyHKIIHO-
HaJbHAs KCIIAHCUS ATHX I€HOB TECHO CBSI3aHA C BOSHUKHOBCHHEM OMJIaTepaib-
HBIX )KMBOTHBIX (Bilateria) u ux Mmopdonornyeckum pazHooOpasuem.

I'enst u3 knacca ANTP (Hox-renst, ParaHox-rensl, EHG- n NK-rensr) Haii-
JI€HBI TOJBKO y MHOTOKJIETOYHBIX JKMBOTHBIX. [eHOM Monosiga brevicollis —
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PGl PGZ PG3 PG4 PGS PGO/8 PGY/14

— o e = -+ — - o e e — o
Branchiostoma flovidae Hoxl Hox2 Hox3 Hox4 Hox5 Hox6 Hox7 Hox8 Hox9 - Hoxl5

-— — — - - -— — - - -— —>
— - g F

Patinopecten vessoensis Hox1 Hox2 Hox3 Hox4 Hox5 Lox5S Hox7 Lox4 Lox2 Post2  Postl
.\ — — — — - — — —
Tribalinm castanem Lab Pb Lfen Did Secr Ftz Antp Ubx Abd-A Abd-B

Puc. 1. Komnnements: Hox-reHoB, npuHa jiexamiue XUBOTHBIM U3 TPEX IBOJIIOIMOHHBIX
BetBeil EuBilateria: Deuterostomia (manuetnuk Branchiostoma floridae), Spiralia (rpe6erok
Patinopecten yessoensis) u Ecdysozoa (xyx Tribolium castaneum). OpTonoru nepBbix msitu Hox-
reHoB (PG1-5) pacio3HaroTCcs B TEHOMAax y BCEX TPEX JKUBOTHBIX, HIOCKOJBKY YK€ IPHUCYTCTBO-
BaJIM B reHOoMe X oburero npeaka. Hox-rensl PG6/8 u PG9/14 npouuiu sTam He3aBUCUMOI ITy-
IUIMKALMK U IUBEPreHIuy. X MOTOMKH B FeHOMax coBpeMeHHbIX Protostomia u Deuterostomia
HE SIBIISIIOTCS MPSIMBIME opTosioramu. CTpenkamMu 0003HaYCHA TPAHCKPHUITIIUOHHASI OPHEH TAIIHSI
reHoB B kiactepax (rmo: de Rosa et al., 1999; Hueber et al., 2013; Wang et al., 2017).

OTHOKJIETOYHOT'0, Hambosee ONM3KOro K Mpeaky Metazoa, CBOOOIEH OT ITHX
reroB (King et al., 2008). OgHako yxe y Ty0Ok oOHapy>KMBaeTCsl MOIHOIICH-
Hblii Habop NK-renos, conocraBumblii ¢ NK-reHaMu HaceKOMBIX U HO3BOHOY-
ubix (Larroux et al., 2007). ParaHox-renst — Gsx u Cad, HaliieHbl B TeHOMax
Trichoplax (Placozoa) u cTexnsiHHO# TYyOKH Sycon, cooTBeTcTBeHHO (Mendivil
Ramos etal., 2012; Fortunato et al., 2014). CtpykTypHas u GyHKIITHOHATHHAS 9BO-
nrorust Hox-TeHoB, MponcxonuBIIas Ha ypoBHe Hu3muX Metazoa (Ctenophora,
Placozoa, Spongia), ocraercst moka 3aragkoir. OcoOy HHTPUTY 3/1eCh CO3TaeT
OTKpbITHE Tpu3pauHbixX kiaactepoB (Ghost-clusters) B reHoMax Tpuxomiakca u
ryoku (Mendivil Ramos et al., 2012; Fortunato et al., 2014; Ferrier, 2016). Henb3st
HCKJTIOYNTh, YTO HOX-TeHBI YK€ TMPUCYTCTBOBAJIH B PA3HBIX JTUHUSX HHU3IIUX
Metazoa, HO OBLITH TUMHHHPOBAHBI B TEX BETBSIX, KOTOPBIC JTOKUIIH JIO COBpE-
MEHHOCTH WJIH, 110 KpaliHeW Mepe, UCCIIe/IOBaHbl HA CETOAHSIITHUM JIEHb.
Orakpunruueckas asza B 3BONONIH HOX-T€HOB KOHTPACTUPYET C IEPUOIOM
WX HarJsiIHOW CTPYKTypHOH 3kcnaHcuu y Cnidaria m ocobenno y EuBilateria
(ucTHHHO-OMIaTepaibHbIC )KUBOTHBIE, K KOTOPBIM OTHOCSTCSI IIEPBHYHOPOTHIC
(Protostomia) u BropuunopoTthie (Deuterostomia)). Ha puc. 1 mpencraBiieHb
KOMIIJIeMeHThl Hox-TeHOB, MprHAIJIeKAIIUX OWaTepaJbHBIM JKUBOTHBIM W3

23



TpeX IBOJIFOIIMOHHBIX BeTBel: Deuterostomia (JlaHueTHUK), Spiralia (rpedemiok)
u Ecdysozoa (tpubonmywm). [lepBbie msath HoX-reHOB XOpOIIO pacrmo3HalOTCs B
TeHOMaX COBpEeMEHHBIX Protostomia m Deuterostomia u UX MPUHAIIEKHOCTD K
KOHKPETHOW MapaJIoTHYECKON TPYIe MOXXHO TPAaKTOBATh BIIOJHE OHO3HAY-
HeIM o0pazom (PG1-5). Hox-rensl neHTpanbHOW IpyMIbl, KOTOPbIE MPEACTaB-
nenbl y aunenup Lox5, Hox7, Lox4 u Lox2, He UMEIOT OJJHO3HAYHBIX OPTOJIOTOB
cpenu UeHTpalbHbIX Hox-reHoB mo3BoHOUHBIX (Hox6, Hox7, Hox8) n uneHu-
cronorux (Antp, Ubx, abd-A) (de Rosa et al., 1999; Hueber et al., 2013; Frobius
et al., 2008). a5 Toro 9T00BI pa3o0paThCcs B 3aITyTAHHBIX (PUIOTCHETHUCCKIX
OTHOIICHUSIX BHYTPH ATOW T'PYIIIBI IMOCIEA0BATEIBHOCTEH, TOHAJOOMIICS TIOA-
POOHBIN aHANU3 KIIOUYEBBIX aMMHOKHCIOTHBIX MOTHBOB BHE U B IIpelesiax ro-
meoqomeHoB (Hueber et al., 2013), KOTOpPBIH BBISIBUII, YTO Y MOCIIEAHET0 00IIETO
npeaKka NepBUYHOPOTHIX KUBOTHBIX OBLIO, IO MEHBIICH Mepe, JABa LEHTPallb-
Hbix Hox-rena — Antp/Hox7-nonoOubIil n abd-A-nonoOusrii. Ilepsas mocnemno-
BaTeIHHOCTh HanOoJiee KOHCEpBATHBHA M ObLIa yHACJIEAOBAaHA OT IOCIEAHETO
o0IIIero mpeaKa MePBHYHOPOTHIX U BTOPUYHOPOTHIX KUBOTHBIX (P/D-mpemox)
(Hueber et al., 2013). Antp/Hox7-noqoOHbBIN TeH MyTeM HE3aBUCHUMOM Ty TIIHKa-
LMY J1aJl HA4aJio TeHaM fiz U Antp y YIeHUCTOHOTUX, U Lox5 u Hox7 y aHHenu.I.
Bropoii nentpanbublil TeH — abd-A-110100HBIH, MOSBUIICS HE3aJ0JITO A0 pa3fe-
JIEHUsI TIEPBUYHOPOTHIX KUBOTHBIX Ha Ecdysozoa u Spiralia. 3ToT mpenkoBbIit
reH man Hadano abd-A dneHuCTOHOTHX M Lox4 m Lox2 amHenuna. MHTEpecHO,
YTO KIIFOYEBOU JIJIS Pa3BUTHUS M IBOJIOIUN HACEKOMBIX reH Ubx, TIOSBHIICS OT-
HOCHUTEJIBHO MO3AHO, B JIMHUU YJIEHUCTOHOTHX, BEPOSITHO, MyTEM Iy ITHKAIHH
npeakoBoi nocnenoBarenbHocTH abd-A (Hueber et al., 2013). OOuIHOCTE MEXK Y
Hox-6enkamu U3 HEHTPaIBHOM TPYIIIBI MPOCISKUBACTCS Y MEPBUIHOPOTHIX H
BTOPUYHOPOTHIX KHUBOTHBIX Ha YPOBHE €TMHCTBEHHOW MOCIEOBATEIFHOCTH —
Antp/Hox7. DTo 03Ha4aeT, 9TO y WX OOMIEro IMpeaKa ObUT OIWH IEHTPaTbHBINA
Hox-ren — Antp/Hox7, KOTOPBIN AYTIIMLIUPOBAJICS U JTUBEPrUpOBaj criequduy-
HBIM ISl K&KJI0W DBONIONMOHHON JTuHUH 00pa3oM. [loctepropHbie Hox-rensr
Deuterostomia (Hox9-14), Ecdysozoa (Abd-B, egl-5) n Spiralia (Post2, Postl),
TaK )K€ KaK W IEeHTpajbHbIe, HE SBIAIOTCS OPTOJIOTaMU JPYT IS ApyTa, a 3Ha-
9UT, OepyT Hadall0 OT MPEIKOBOHM TOCIEI0BAaTEIFHOCTH, KOTOpas HE3aBHCH-
MBIM 00pa30oM IyIUTHIIMPOBANIACh M IHUBEPrUPOBalia B TPEX Pa3HBIX JIMHHUSIX
EuBilateria (de Rosa et al., 1999).

Urax, MunnmanbHblil Habop Hox-reHos, koTopeiMm pacnonaran P/D-npenoxk,
yKe cofiepkal rmsTh nepBbix reHoB (PG1-5), onun cepenunnbiii reH (Antp/Hox7)
W, TI0 MEHbIIeH Mepe, oguH noctepruopHbid reH (PG 9/14). DTo moTHOIIEHHBIH
HaboOp (PaKTOPOB, KOTOPHIH, €CIU MOJAOUTH K BOMPOCy (HhopMabHO, TTPEBOCXO-
JUT 10 001IIeMy rcity TeHoB Hox-pernieptyap Hemaronsl C. elegans, KOMTOBPATKH
Brachionus manjavacas n Bcex nnockux depseit (de Rosa et al., 1999; Frobius,
Funch, 2017; Barucca et al., 2016). Hackoyibko CII0XHBIM MOT' OBITh TaKOH Tpe-
nok? MoskeM JTi MBI CYAUTH 00 ypOBHE OpraHU3allMM MpeaKka OuiaTepabHBIX
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xuBoTHbIX (UrBilateria), ucxojs u3 oOUIHOCTH penepTyapa peryisTOPHBIX I'e-
HOB, 0COOEHHO TaKWX BaXKHBIX JIJIs MOpdoreHesa, kak rensl Hox-knmacrepa? Ha
npuMepe ryOOoK XOPOIIO BUIHO, YTO PEKOHCTPYHPOBATH TIJIaH UX OpPraHU3aIinu
0 HaOOpy PETYISATOPHBIX T€HOB — 3aTPYAHUTENBHO. B pesymnpraTe Takon pe-
KOHCTPYKITMH TOTy4YaloTcs Kya 0osee CII0)KHO OPraHH30BaHHBIC KUBOTHBIE, C
Me30[epManbHbIMU TKaHsMU (Bra, NK-rensl), HepBHOU (Sox-reHbl, Pax-rensr)
u nuieBapuTenbHoit cuctemoit (Cdx) (Larroux et al., 2007; Leininger et al.,
2014, Fortunato et al., 2014). Bo3MoxHO, I'yOKH HE CaMblil yJIauHbIH IIpUMeEp,
ITOCKOJIBKY OHH MOTJIH yHpocTuThes BTopuuHo (Fortunato et al., 2015). dpy-
roii mpumep — rpeOHeBUK Mnemiopsis leidyi. OCHOBHBIE TeHBI-y4aCTHUKU Wnt-
CUTHAJIMHTa PUCYTCTBYIOT B FT€HOME I'PeOHEBUKA, HO B paHHEM AMOpUOTreHe3e
UX paboTa BHIIVISIAUT PaccOriacoBaHHOM BO BPEMEHH M MpocTpaHcTBE. [ eHBI
Wnt, Fzd, b-cat u Tsf He TpaHCKPHOUPYIOTCS B IpelesiaXx OIHOW TepPUTOPHUH,
o KpaiiHel mepe, Ha 3Tare GOPMUPOBAHUS MIEPBUYHON ocH Tera Mnemiopsis
(Pang et al., 2010). IIpucyTcTBHE KOMIIOHEHTOB KOHCEPBATHBHBIX CHTHAJIBHBIX
IyTed B TeHOME He TapaHTHpyeT paboTy ATUX IMyTel U HUYero He coolmaeT 0o
ux QyHKUMH, 10 KpaliHel Mepe, y HU3MMX Metazoa.

Urak, peKOHCTPYKIIHS aHllecTpajibHOro Habopa Hox-reHoB He momoraer pe-
KOHCTPYHPOBaTh IUIaH opranu3anuu P/D-npeaka, TOCKOIbKY HEU3BECTHO, YeM
ObLTH 3aHATH 3TH TeHbl. OOIIe TeHSHIINN B UCTIONb30BaHNM Hox-KkimacTtepa
COBpEMEHHBIMH OMJIaTepabHBIMU )KUBOTHBIMH MOTJIH OBl TPOSICHUTH 3TOT BO-
npoc. JIOorH4HO MpeAnonoKuTh, 4T0 Hanbosee KoHCepBaTHBHBIC pyHKIIMH Hox-
KJIACTePa, T. €. COXPAHSIOUINECs Y OONBLUIMHCTBA )KUBOTHBIX U3 PAa3HBIX HBOJIO-
LIUOHHBIX JINHUU, OBLITU MPUCYIIU UX OOILIEMY MPEKY.

KJIACTEPHOCTbD

CTpyKTypHBI KOHCEpBaTH3M HoX-KiTacTepoB HANMpsIMyIO CBSI3aH C BBITION-
HsieMO# (pyHKIHEH, KoTopas He MOXeT ObITh pealin30BaHa APYTHUM CIIOCOOOM
WJIM JIMMHUHHpOBaHa oT0opoM. CornacHo Kiaccu(puKauum, KOTOPYIO Mpeaio-
xun enn eOyns (Denis Duboule), Hox-knactepsr Bilateria MoskHO pa3ienuTsb
Ha yeTbipe rpymmsl (Duboule, 2007). B nepryto rpymnimy nonagarwT opeanu3o-
sannvle (organized) kaacmepwbl, NOJOOHBIE KJIaCTEpaM IO3BOHOYHBIX. JTO He-
oompme (~100 Kb) memocTHBIE KJIacTephl, BCe T€HBI KOTOPBIX UMEIOT OAHY H
Ty K€ TPaHCKPHUIILIUOHHYIO OpHeHTaruio. Mexnay Hox-reHamu B kiactepax
MO3BOHOYHBIX HET NOCTOPOHHUX MOCIIEI0BATEIILHOCTEH — MOBTOPOB, I'€HOB T10-
MaBIIMX B MpPEAesbl KiacTepa Ipy TPAHCHO3UIUH, a Takke Hox-reHos, ytpa-
tuBimux Hox-dyHkiuto. Jeszopeanusosannvie (disorganized) kaacmepwvt mooice
IIEJIOCTHBIC, HO OHU OobIiero pasmepa (450 Kb unu Gonee), omHOHATIpaBIICH-
HOCTHh TPAHCKPUITIIHOHHBIX €AMHUI] B HUX HE TIOAIEP)KUBAETCS, OHU MOTYT CO-
JepKaTh BHYTPEHHHE MEPECTPONKH (MHBEPCHHU, KaK Y MOPCKOTO €Xa) U JIaxke
MOCTOPOHHUE TeHbl. Pazopeanusvie (split) kiacmepsvl OTINYAKOTCS OT JIe30pra-
HU30BaHHBIX HAJIMYHEM 3HAYUTEIBHOTO Pa3pbiBa MEXKAY y4acTKaMU KiacTepa.
Tak, y Drosophila paccrosiaue mexxiy ANT-C u BX-C cocrasisier 9,5 Mb, B To
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BpeMms Kak pasmep nenoro Hox A knacrepa mbiun 105 Kb (Duboule, 2007). Ha-
KOHEll, amoMu3uposauHvle (atomized) kiacmepwvl pacrnagaloTcs Ha OTIENbHbIC
TeHBI, PACIIONIOKEHHBIE B PA3HBIX JIOKYCaX, HEPEAKO Ha Pa3HBIX XPOMOCOMax,
kak y anneHaukynsipun Oikopleura (Seo et al., 2004).

Jenn JleOynb cnuenan MpeAroyioKeHUe, 4YTO CTPYKTypa MPEIKOBOTO Klia-
ctepa Bilateria Oputa 65M3Ka K Je30praHU30BaHHON. B 3TOM ciydae B NMHHM
MO3BOHOYHBIX MTPOM30IILJIa KOHCOJIMIAIMS KilacTepa 3a cYeT MOSBJICHUS TPUH-
[UTTHATBHO HOBBIX KOHTPOJHPYIOUIUX AJIEMEHTOB, KOTOPbIE 00ECIeunIu IIIo-
OanpHYIO perynsmnuio TpaHckpuniuu Hox-renos. [lomoOHOTO poma nmeMeHTH
ormcanbl B HoxD-knactepax terpamnon (Spitz et al., 2003; Gonzalez et al., 2007)
W OHU HYXHBI JIJI KOOPAWHUPOBAHHON TPAHCKPUIILIMHU LENBIX TCHHBIX KOM-
MJIEKCOB B 3a4aTKax KOHEYHOCTeH. HampoTus, mepexon K peryisiuu 3a cueT
WHIUBUAYATbHBIX, TEHOCTIEHU(PUYHBIX CiS-MOAYJEH U ocnaldieHue perymisTop-
HOT'O KOHTPOJIS 32 CHeT 0000IIEeCTBICHHBIX YHXaHCEPOB, IIPUBOJUT K perakca-
nnn Hox-KaTepoB v, B KOHEYHOM CUETE, K X aTOMHU3AIIHH.

B HacTosmmit MOMEHT XOpPOIIIO M3BECTHBI MPEACTABHTENN W3 BCEX TPEX
BerBel EuBilateria, xotopsie nMeroT nenoctHsii Hox-kmactep. 3to momyxop-
JIOBBIE, JTAHIICTHUK U 1103BoHOUHbIe (Deuterostomia), sxyk Tribolium u menoBast
nuena Apis (Ecdysozoa), u momntocku Lottia gigantea v Patinopecten yessoensis
(Lophotrochozoa) (Freeman et al., 2012; Garcia-Fernandez, Holland, 1994;
Pascual-Anaya et al., 2013; Shippy et al., 2008; Dearden et al., 2006; Simakov
et al., 2013; Wang et al., 2017). ATOMU3UpOBaHHBIC KJIACTEPbI TaKXe OIuca-
HBI Y BTOpHUHOPOTHIX (Oikopleura) n mepBUYHOPOTHIX KUBOTHBIX (OCBMUHOT
O. bimaculoides v Tuxoxonka H. dujardini) (Seo et al., 2004; Alberti et al., 2015;
Smith et al., 2016).

B cBeTe HOBBIX TaHHBIX MOZAEIH MMPEAKOBOTO KJIacTepa Hy KAaeTCs B KOpPEK-
THpOBKe. Bo-TiepBEIX, 0Ka3aJI0Ch, YTO OpUEHTAIMS TPAHCKPUTIITUOHHBIX SIHHHUII
B 1eN0CTHBIX Kiactepax Ecdysozoa (Apis w Tribolium) ctporo ynopsaodeHa.
Kpowme Toro, nokazano, uro Hox-knacrep Tribolium He conep UT MOCTOPOHHUX
MOCJIe0BaTENLHOCTEH, 1 ero HeMalblii pa3mep (~700 Kb) oOycnoBieH IIuHHbBI-
MU HHTpOHaMH, a He oBTopamu (Shippy et al., 2008). Hox-reHsl B IeITOCTHBIX
KJacTepax MoOJUTIockoB Lottia gigantea (Gastropoda) u Patinopecten yessoensis
(Bivalvia) (Simakov et al., 2013; Wang et al., 2017) opueHTHpOBaHBI OTHOHA-
MPaBJICHHO, 32 UCKJIIOUCHUEM IOCTEPHUOPHBIX TeHOoB (Post2 u Postl y Lottia un
Postl y Patinopecten). Y nonuxetsl Capitella teleta u 6paxuononsl Terebratalia
transversa Hox-kmactepbl pa3opBaHbl, HO Bce HOX-reHbl UMEIOT OJMHAKOBYIO
TpaHCKpUTIIIMOHHYIO opueHTanuio (Frobius et al., 2008; Schiemann et al., 2017).
HeszaBucuMoe BbIpaBHMBaHWE TPAHCKPHUIIIIMOHHOM opueHTaruu Hox-reHoB B
Tpex BeTBsix Bilateria MeHee BepOsATHBIN Mporiecc, YeM HaclieJIoBaHNE OJTHOHA-
MPaBJICHHO TPAHCKPUOMPYIOLIErOCs IPEAKOBOTO KacTepa, ¢ Mociey e ero
JC3UHTErPaLieii B OTJACIBHBIX SBOMIOUOHHBIX TUHUSX.

Bo-BrophiX, 0bUIO TOKa3aHO, uTO HoX-KiacTepbl OECUENIOCTHBIX PBIO
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(Cyclostomes) UMEIOT 3HAUUTEIBHO OOJNBIIUK pa3Mep, YeM KIacTepbl MBIIIH
win Danio (Mehta et al., 2013; Pascual-Anaya et al., 2018). 5o 3HauuT, 4ro
KOHCOITUIAIIHSI KJIACTEPOB IMPOU30IILIA TOIHKO B IMHUU YETIOCTHOPOTHIX TI03BO-
HOYHBIX. HOX-KJIacTephl BceX UCCIeOBaHHBIX Protostomia Takxke mpeBOCXOAST
pasMepaMu KJIacTepbl YETIOCTHOPOTBIX, U MOXHO MPEIIOI0KHUTh, YTO MPE-
koBbeIi knactep EuBilateria 611 Oosbium. OHAKO B LEJIOM aHIECTPANIbHBIC
XapakTepucTuku Hox-KkiacTepoB BeposiTHee HalTH B JUHUM Deuterostomia,
nockolbKy obmuii npenok Chordata m Ambulacraria cpopmupoBaicst panslie,
gem nipenok Ecdysozoa u Lophotrochozoa (Erwin et al., 2011). Hox-kiractepbl
nanuetHuka (450 Kb), mopckoii 3Be3nsr Acanthaster planci (420 Kb) u nomny-
XopaoBbIX Saccoglossus kowalevskii u Ptychodera flava (550 Kb u 452 Kb, co-
OTBETCTBEHHO) OOJIbIIE, YeM KIIacTephl YEITIOCTHOPOTHIX, HO MEHbIIE, YeM KJila-
ctepsl HaceKoMbIX (1,37 Mb y Apis mellifera) (Garcia-Fernandez, Holland, 1994;
Baughman et al., 2014; Freeman et al., 2012; Dearden et al., 2006).

Wrak, mpeakoBsIit KjaacTep MOT OBITH cpemaHero pa3zmepa (~ 400-500 Kb), Be-
POSITHO, OH ObLIT CBOOOJICH OT MOCTOPOHHUX TOCIIEIOBATEIBHOCTEH U €ro MeHbI
HMMEJI OAMHAKOBYIO TPAHCKPUIIIIMOHHYIO OPUEHTALIUIO.

KOJIMHEAPHOCTb

Mopdonoruveckas pa3HHIa MEXIy OTACIAMH TeJla BJIONb IEpeaHe3a/-
HEl OCH y TIO3BOHOYHBIX, WICHHCTOHOTUX M IMOJIUXET — Pe3yJbTaT KOJIUHeap-
HoM TpaHckpuniuu Hox-renoB. KoianHeapHOCTh TPAHCKPUIIIIUUA — 3TO JIUHEH-
HOE COOTBETCTBUE MEXY MO3UIMEH reHa B KjacTepe M MECTOM/BpeMeHeM/
WHTEHCUBHOCTBIO ero TpaHckpunuuu. Ceiiyac yke MOHSITHO, YTO KOHTPOJb
HaJ MPOCTPAHCTBEHHOW KOJIMHEAPHOCThI0 HOX-TpaHCKpUIIIIMKM HE CBOAUTCI K
KakoMy-TO €IMHOMY MexaHu3Mmy. KonnHeapHas TpaHckpurnus Hox-reHoB y
coBpeMeHHBIX Bilateria yctanaBmmBaeTcs 3a cueT padOTHI T€HOCTICITU(PUIHBIX
CIS-pEeryJSITOPHBIX MOJYJIeH, 0000IIECTBICHHBIX SHXAHCEPOB, TIOOATBHBIX pe-
TYJISTOPHBIX 35ieMeHToB, Hekoaupytomux PHK (miRNAs u LncRNAs) u xpocc-
perynsiuuu Ha ypoBHe caMmux Hox-6enkoB (Deschamps, 2007; limura, Pourquié,
2007; Maeda, Karch, 2009; Yekta et al., 2008; Durston et al., 2010; De Kumar,
Krumlauf, 2016). Takoe 00raTcTBO MEXaHHM3MOB HE [O3BOJISICT BBIJICIUThH aH-
IIeCTPAIbHOE COCTOSTHHUE PeryJIsInu. Bo3MokHO, yke Ha ypoBHe P/D-mpenka
CYIIECTBOBAJIO HECKOJIIBKO CIIOCOOOB YCTAHOBUTH KOJIMHEAPHOCTh, U OHU pabo-
TaJ¥ B Pa3HbIX TKaHSIX W/WIM HA Pa3HBIX dTanax pa3BuTHs. B aTom 0630pe MbI
He OyJieM cpaBHUBATh CAMH MEXaHU3MBI, HO TIOTOBOPUM O Hanbosee oOmux 3a-
KOHOMEPHOCTSIX KOJIMHEAPHOU SKCIIPECCUU B Pa3BUTHH U IBOJIIOLINH.

JLtst koMnIakTHBIX Hox-KiacTepoB MO3BOHOYHBIX OTMEUEHBI BCE TUITBI KOJIH-
HEapHOCTH — MPOCTPAHCTBCHHAS, BPEMEHHAsI M KOJIMYeCTBeHHAas. BaxkHo, 4To
y MO3BOHOYHBIX KHUBOTHBIX MPOCTPAHCTBCHHAS KOTUHEAPHOCTh TPAHCKPHUITIHH
ycTaHaBiIuBaeTcs Onarogapsi HOCieAoBaTeabHON akTuBauuu Hox-reHoB B mpe-
COMUTHOH Me30iepMe, KJIETKH KOTOPO MUTPUPYIOT CKBO3b MEPBUYHYIO TTOJIO-
CKY B IIPSIMOM COOTBETCTBUH ¢ HAOOpoM Hox-0e1KkoB, KOTOpBIC B HUX paboTaroT
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(Iimura, Pourquié, 2007). [IpocTpancTBeHHasi KOTUHEAPHOCTH 3a4aeTCsl B OTOU
CHCTEeMe 4Yepe3 TEMIOPaJIbHYI0. DTO eINHCTBEHHAsA U3BECTHAs MOJEIb, B KOTO-
pOIi IEOCTHOCTH KJIacTepa, TEMIOpaIbHasi KOMMHEAPHOCTh U MMPOCTPAHCTBEH-
Has yIopsiI04eHHOCTh HoX-TpaHCKpUNIuy GYHKIITMOHAIBHO CBSI3aHBI BOSTUHO
IUTsl peanu3anuy OCHOBHOHM (pyHKIIMM Hox-Kkitactepa — paHHEH pernoHain3amnu
MepeIHe3aIHEN OCH Tena.

Mesx 1y 11eTOCTHOCTBIO KJIacTepa M TeMIOpaIbHON KOJMHEApPHOCTHIO CyIIe-
CTBYET 3aBUCHUMOCTH. B cilyuae, ecnu Kiactep pa3opBaH MM aTOMHU3UPOBaH,
TeMIopajibHas KOJTHHEapHOCTh ucuesaeT (Seo et al., 2004). 13 saToro mpasuia
€CTh eIMHCTBEHHOE MCKItoYeHHne — y nonuxeTsl Capitella pa3opBaHHBIN Kia-
CTep COXpaHseT TeMIopaibHyI0 KonuHeapHocTh (Frobius et al., 2008). C npyroii
CTOPOHBI, LIEJIOCTHBIH KJIACTEP HE FrapaHTUPYET TEMIIOPATBbHYIO KOJTHHEAPHOCTh
TPAHCKPUIIIMH, YTO XOPOILIO BUJHO Ha IpuMepe nepBUuYHOpOThIX (Tribolium,
Scallop) n BTopuuHOpoTHIX (Saccoglossus) (Shippy et al., 2008; Wang et al.,
2017; Aronowicz, Lowe, 2006; Freeman et al., 2012).

HenaBHo Obla clienmana MmiIoqOTBOPHAS TOIBITKA IMEPEOCMBICIUTH 3TO SIB-
nenue (Wang et al., 2017). CortacHO HOBO# TUTIOTE3€, Y OSCIIO3BOHOYHBIX JKH-
BOTHBIX KJacTep JENHTCS Ha HEOONbIIUE CMEXHbIC rpymbl HoX-reHoB, Kax-
Jasi U3 KOTOPBIX IEMOHCTPHPYET COOCTBEHHYIO TEMITOPATbHYO KOTUHEAPHOCTh
(subcluster-level temporal colinearity (STC)), ¢ muaupyrommumu reaamu (leading
genes), pacroNoKeHHBIMHU 3’ TI0O OTHOIIEHWIO K OCTaJbHBIM T'e€HaM CyOKiacTe-
pa. LlemocTHOCTH KilacTepa Mpu 3TOM He cyllecTBeHHa. Ha mpumepe Hepew-
HBIX MOJUXET U MOJUIIOCKOB OKa3aHO, YTO PaHHss TPAaHCKPUILUS JTUAUPYIO-
[IMX TEHOB JIETEKTUPYETCS B IIUPOKHUX MPOCTPAHCTBEHHBIX JIOMEHAX 3MOpUOHA
W TepeKpbIBaeT BCIo nepenHe3annior ock (Kulakova et al., 2007; Wang et al.,
2017). BaxxHo, 9TO TUANPYIOIINE TCHBI CYOKJIACTEPOB MMPUHAICKAT K Tapaio-
rudeckuM rpynmam PGl, PG4, PG6/8 u PG9/14, u 3TO X0pomIo yKIaasIBaeTcs
B IIpeicTaBiIeHne 00 aHIecTpaibHOM Habope Hox-reHoB Ha yposue UrBilateria.
Cyo0knactepsl chopmupoBanuck y P/D-npenka 3a cueT Toro, uto HoBble Hox-
rensl (PGS, moromku PG6/8 u PG9/14) BO3HUKIIM MyTeM IYIJIUKAIMK TPE/I-
koBbIX reHoB UrBilateria 1 BMecTe ¢ HUMU TMOTAN MO/ OOLTUH PETYISATOPHBIH
KOHTPOJb. Y MO3BOHOYHBIX TEMIIOpaIbHAs KOJMHEAPHOCTh PACIIPOCTPAHSIETCS
Ha Bce TeHbl Hox-kiacrepa (whole-cluster temporal colinearity (WTC)) (Wang
et al., 2017) u nosiBuIack BTopuyHO. He MCKITI0YEHO, YTO HMEHHO yTpaTra BHY-
TPUKIIACTEPHBIX KOHTPOJIEPOB JOKAJIBHON KOJIMHEAPHOCTH MO3BOJIMIIA YEIIOCT-
HOPOTBHIM TIO3BOHOYHBIM KOHCOJIHJIUPOBATH Ki1acTepbl. [lepexonHblii aTarm 3Toro
mporiecca BUJCH Y OSCUCIIOCTHRIX PBIO, YbH KJIACTEPHI OOJBINNE, HO JUIST HUX
taxoke xapakrepHa WTC (Pascual-Anaya et al., 2018).

I'nnoresza STC xopomio 00bsICHAET «COO0M» JINHEHHON TeMIOpanbHON KOIH-
HeapHocTH HoxX-TpaHckpuniuu y caMbIx pa3Hbix Bilateria, kak ¢ nenbIMu, Tak 1
¢ pa3zopBanHbIMU KiacTepamu (Wang et al., 2017). Kpome Toro, oHa cBsi3bIBaeT
ocobeHHOCTH (YHKIIMOHUpOBaHMS Hox-kilacTepa ¢ 3BONIONHEH €ro CTPYKTY-
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pbl. OTKPBITBIM OCTAETCsl BOMPOC O MPUYUHAX, [0 KOTOPBIM KJIACTEPHl BCE JKe
COXPAHSIOT 1IEJOCTHOCTh BHE JTMHUU MO3BOHOYHBIX. He sicHo Taxxke, mouemy B
TeX CIIydasx, KOTJa KJIacTephl pa30pBaHbl, MECTa Pa3pbIBOB OOBITHO MPOJIETAIOT
HE TI0 TpaHHIaM cyOkiacTepoB. CaMu aBTOPBI OTMEUAIOT, YTO TEMIIOpaJIbHAS
KoJInHeapHOCTh y nonuxetsl Capitella 6onpiie noxoxa Ha WTC, yem Ha STC
(Wang et al., 2017). BeposiTHO, 00111251 KapTHHA CIIOXKHEE, YEM CIEAYET U3 dTOrO
00001eHus. Y TT03BOHOUHBIX KOJTMHEAPHOCTh, B TOM YHCJIEe TEMIIOpabHasI, pe-
aJM3yeTCs 3a CYeT aJIFTePHATHBHBIX MEXaHU3MOB B IIPOU3BOJIHBIX ME30JICPMbI H
aktonepmsl (Durston, Zhu, 2015). Dxcpeccust Hox-reHOB MpUHITUTTHAIBHO pa3-
JINYAEeTCs Y FOBEHWIIBHBIX MOJINXET U UX CETMEHTHPOBAHHBIX JIMUUHOK (Frobius
et al., 2008; Kulakova et al., 2007; Bakalenko et al., 2013). [TosBuauce 311 Mexa-
HU3MBI B Pa3HBIX ABOJIONHMOHHBIX JUHHUSIX HE3aBUCHMO HJIM ObUIH yHAcCIeq0Ba-
HBI OT OOIIIEro MpeKa, oka He SICHO.

Wrak, mpocTpaHCTBEHHAs M TeMIIOpaTbHAsl KOJIMHEApHOCTh B pabore Hox-
KJIacTepa yke cyliecTBoBaiIH Ha ypoBHe P/D-nipenka, HO eTany 1 MEXaHU3MBI
ATOTO MPEAKOBOIO COCTOSHUS OCTAIOTCSA B TeHU. [IpsiMas cB3b MeXIy (u3M-
YECKOM CLETNICHHOCTBIO T'€HOB, BPEMEHEM MX aKTHBALIMK U MPOCTPAHCTBEHHOM
KOJINHEAPHOCTBIO SKCIIPECCUU OTMEUYEHA TOJIBKO Y MO3BOHOYHBIX TPH (POPMHUPO-
BaHHUM OCEBOM Me30[epMbl. JTa CUTYyaIlHs, C BHICOKOI BEPOATHOCTHIO, BTOPUY-
Ha. Co3/aercs BeyaTieHue, 9TO MPEAKOBBII KiIacTep Colepskall peryasaTOpHbIe
AJIEMEHTHI, cl1a00 KOHCOJIUAMPYIOUINE €r0 B €IWHYI0 BEKTOPHYIO cucTeMy. B
JIMHUH TI0O3BOHOYHBIX 3TOT YPOBEHBb PETYISIIIUU MOT IOCTENIEHHO MPHOOPECTH
JOMUHUpYIOIIEe 3HaUeHUe, TOTAa Kak y ocTanbHbIX Bilateria on Obu1 yTpauen
WJTY TUBEPTUPOBAJ, YCTYTUB MEPBEHCTBO JPYTHM MEXaHU3MaM KOHTPOJIS.

[O3MLIM B PET'YJIITOPHOU MEPAPXUN

I'ennas perymsaropnas cetb (GRN; Gene Regulatory Network) — pasBeT-
BIICHHBIH, MEpApXUYECKH OPraHW30BaHHBIM aJTOPUTM, 10 KOTOPOMY pealu-
3yeTca MopdoreHeTnyeckas nporpamma. Cynpba sMOpHOHa «3amucaHa» B Cis-
PETYISTOPHBIX caiiTaXx BaXXHBIX JAJI Pa3BUTHUSI TCHOB M JU(QepeHIIranibHas
pabora 3TOro peryJsTOPHOr0 reHOMa 3aBHCUT OT OCJIKOBBIX ()aKTOPOB TPaHC-
kpunun (TFs) n snurenetTnveckoro Oskrpayna. Jlokaneuerii penepryap TFs
OTIpeIeisAeT, KaKue U3 Cis-CaiTOB OyayT 3a1eCTBOBAHEI, KAaK¥e T€HBI OYIyT ak-
TUBHPOBAHBI B CIIETYIONTUH MOMEHT BPEMEHH U, B KOHEYHOM CUETE, KAKUE TUIIBI
I PepeHIIMPOBOK MPOU30HAYT B JaHHOM ITpocTpaHcTBeHHOM noMeHe (Erwin,
Davidson, 2009).

Pa3BuTHe HauMHaeTcs ¢ BBICOKOYPOBHEBBIX PETYISTOPOB, KOTOPHIE pac-
TIpeneNieHbl B AiIle WM 3UTOTe aHu30TpornHO. JTo MatepuHckne nPHK ¢akro-
poB TpaHcKpunuuu, camu TFs, muranabsl 1 MECCEHKEPbl CUTHAJIBHBIX MyTEH
(Dorsal, Bicoid, Caudal, Wnt-murasaser u peuentopsl, b-katernasl, BMP, FGF,
Dpp, Otx u T. 1.). OHU OCYIIECTBIIAIOT IEPBUYHYIO PA3METKY TeJIa, T. €. yCTaHaB-
JMBAIOT KOOPAMHATHBIE OCH OyIyIIero SMOpHUOHa, 1 MHUIIMUPYIOT paboTy reHOB
CIIEAYIOIIETO MepapXHUEcKoro sipyca — reHOB-pecuonaruzamopos (Gap-genes,
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twist, snail, ParaHox, Hox, NK, u T. 11.). DTu reHbl (MX O€JKH) MOApa3IeisioT
SMOpPHOH Ha MPOCTPAHCTBEHHBIC JOMEHBI B TPAHUIIAX TIEPBHYHON Pa3METKH.
Hox-rens! OmiaTepajibHbIX *UBOTHBIX OCYILECTBIISIIOT PETHOHATIM3ALUI0
NepeAHE3aIHEH OCH Ha 3Talle TaCTPYJISIIUK. YHOPSI0YCHHAs 0CEBast IKCIIPECCHS
Hox-reHoB npuBOIUT K MOSBICHHUIO TUCKPETHBIX MPOCTPAHCTBEHHBIX JJOMECHOB
B TeJie SMOpPHOHA, KOTOPBIE Pa3IMYalOTCsl HAOOpaMu TeHOB-MUIICHEH, TOJKOH-
TponbHBIX Hox-0enkam. [IpuHIMnUaNbpHO, 4TO CPEAr ITUX MUIICHEH HAXOISTCS
rersl TFs, paboTatomue B y3/1ax peryiasTOpHBIX KOHTYPOB KOHKpeTHBIX GRN,
HEOOXOAUMBIX A1 (OPMHUPOBAHUS AAHHOW yacTH 3apoabima. Kak npasuiio, B
Kax10M TakoM cy0-koHType (GRN sub-circuit) ot 3 mo 8 TFs u onun ocymect-
BIISIIOT cneyugpuxayuro 3adatka (Erwin, Davidson, 2009; Peter, Davidson, 2011).
GRN cJ10’)XHO YCTPOEHHOTO 3a4aTKa COCTOUT U3 HECKOJIBKUX PEryIsTOPHBIX
SIPYCOB, KOTOPBIE TIOCJIEIOBATEIBHO PETHOHATU3YIOT KJIETOUHYIO TEPPUTOPHIO
Ha OTJEJIbHBIC JIOMEHBI, & 3aTeM 3TH JIOMEeHbI crienuuiupyror. TakuMm crioco-
00M, K IpUMeEpy, IIEPBUYHOE I10JIe KOHEUHOCTU TETPaIof] Moxpa3eiseTcs Ha
CTHJIONIOAUH, 3UTONOJUI 1 aBTONOANHN, B KaXXI0M M3 KOTOPBIX CHOBA IPOUCXO-
JUT peruoHaIn3anms u cnenuukanus. ABTOMOINHN MOApa3eisieTcs Ha Teppu-
TOPHIO TISICTH M MAJIbIEB, a TEPPUTOPHUS Ka)KIOr0 Nayblia Ha TEPPUTOPHIO THC-
TaJIbHOW, CpeJHEH U pokcuMalibHoU (hananru. Kax bl u3 najasles crenudu-
nupyeTcs 01arogapsi yHUKajaIbHON KOMOMHALMY CUTHAIBHBIX MOJIEKYJI M TPAHC-
kpunuuoHHBIX (paxTopos. [locnenanit ypoeHbs GRN — ouppepenyuposounvie
bamapeu 2enog (differentiation gene batteries; DGB). Dto Tkanecnenuduyunsle
reHbl (HampuMmep, TeHbl OTBETCTBEHHBIC 3a CHHTE3 KEpaTHHA B JMHICPMUCE
HOT'TEBOT'O JIOXKa), O] OOIIUM PETyJIsTOPHBIM KOHTPOJIEM HeOONbIIoro Habopa
TpaHCKpUNIHOHHBIX (pakTopoB (Peter, Davidson, 2011).
B mpocrtoit GRN, koTopast ympaBiseT pa3BUTHEM JTHYHHOYHOTO CKeJleTa
y IUTyTE€yca MOPCKOTO €Ka, KOOPAMHATHBIC W perHoHanu3ymouye reus (Wat,
Pmar, SoxBl1) otaenensl Bcero oqMHUM-IBYMs sipycamMH I'€HOB-CIEIU(PHUKATO-
poB (Alex1, Tbr — erg, hex, dri, foxB) oT TkaHecnenMPUUHBIX CTPYKTYPHBIX
reHoB (kaarepuH, pukonun u T. a.) (Oliveri et al., 2003; Peter, Davidson, 2009).
Ocob6ennocth HOX-TeHOB B TOM, YTO OHU pabOTAIOT y MO3BOHOYHBIX, HJie-
HUCTOHOTHX H, IO-BUINMOMY, TaK)XK€ y IOJIUXET Cpa3y Ha HECKOJIIBKHX ypPOB-
Hssx GRNs (Peter, Davidson, 2011). Ha nepBom ypoBae Bech knactep Hox-reHos
paboTaeT Kak MOJEKYJSPHBIH BEKTOpP ISl PETHOHANM3ALMH IepeaHe3aaHel
ocu. Ha cnenytomem ypoBHe otaenbHble Hox-reHbl 1 uX KoMOMHamuu padboTa-
IOT KaK Mepekiodaresn (switches) peryinsTopHbIX cy0-KOHTYpOB (sub-circuit),
KOHTPOJIUPYIOMIHX (POPMUPOBAHUE KOHKPETHBIX 3a4aTKOB (CETMEHTOB, YacTeil
Tesa, BHYTPEHHUX OPraHOB, MMAarnHaJbHBIX JUCKOB U T. 1.). IMEeHHO B Kaue-
cTBe nepekiroyarenaeid Hox-renbl n3ydeHsl JTydlie BCero, IOCKOIbKY TOMEO3HUC-
HbIe TpaHCPOpPMALUU — 3TO cOOH B BBIOOpE MPOrpaMMBbl CIEHUPUKALIUN MEXK-
Iy CEpUIHO-TOMOJIOTHYHBIMU CTPYKTYpamu, Hampumep, cermeHntamu. Kpome
Toro, Hox-reHbl BOBJICUEHBI B TOHKUH KOHTPOJIb Mpoliecca TUGPepeHIIMPOBKH,
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MOZAYJUPYS. YPOBEHb TPAHCKPHUIIIMK COTEH pa3lnyHbIX reHoB. berox Ubx y
Drosophila He TONBKO TepeKiIouacT MOP(OreHeTHYECKYIO MPOrpaMMy KpbI-
Jla Ha IPOTPaMMy TabTephl MyTeM PEeNpecCHr HECKOIBKUX KIIOYEBHIX TEHOB.
Oxka3anock, 9TO OH KOHTPOJHMPYET B 3a4aTKe TalbTEPhl MOYTH THICSIY MUIIIE-
HeH, cpefr KOTOPBIX I'eHbl METa0OJINYECKUX U CHTHAIBHBIX IyTEW, TeHbI IU-
TOCKeJIeTa M KJICTOYHOM aAre3nu, CTPYKTYPHbIE KYTUKYJISIPHbIE TeHBI U T'€HBI,
oTBeuarwlue 3a poct u nponudepanuio (Pavlopoulos, Akam, 2011). TpyaHo
MPEICTaBUTh MOP(POTCHETHIECKYIO TIPOrpamMmy, 00/eNieHHy0 BiusiHuemM Hox-
perynsaTopoB. Llukiionudeckuit 0XBaT MHUIICHEH TOBOPHUT O TOM, uT0 Hox-6enkun
OYEHb JIETKO UX HAXOJIIT.

K coxanenuto, odbuHocts apxutekTypsl GRNs y monmenbHbIX Protostomia
u Deuterosotomia He MO3BOJISIET C YBEPEHHOCTHIO TOBOPUTH 00 YPOBHE OpraHu-
3amuK UX o0IIero npenka. B yacTHOCTH moTomy, 4To HOX-reHbI JISrKO MEHSFOT
MO3UIIMIO B PETYJISTOPHON MEPapXUH U JIETKO BOBJICKAIOTCS B KOONIMH. B -
HUW YJICHUCTOHOTUX MPOUCXOIMIIH TIOCIEA0BATEeIbHbIE AYTINKAIIMHA W TIpEeBpa-
menus reHa Hox3 B zen, a 3arteM B bicoid — KOOPIWHATHBINA T€H, paOOTAIOIIHI
Ha OoJiee BEICOKOM YPOBHE PErYJISITOPHON HepapXuu, yeM ocTajbHble Hox-reHbl
(Stauber et al., 2002). Hanpotus, noctepropHblii Hox-reH crnupaibHbIX )KUBOT-
HBIX Post] oka3aJicsi B CaMOM HHU3Y PETyJISITOPHON MepapXuu U 3aHsT crienudu-
KaIiel KJIETOK B IMETHHKOHOCHBIX MeIKax y monuxeT u opaxuomnon (Kulakova
etal., 2002; Schiemann et al., 2017). Oty dyHKnuro Post! mproOpent, mo MeHbIIen
Mepe, Ha ypoBHe rociieiHero oomiero npeaka Annelida u Brachiopoda. ITockomns-
Ky HeT HHKakod mH}popmanuu o ero Hox-momoOHOI dKcpeccun y COBpeMeH-
Hbeix Lophotrochozoa, ocTaercst HesicHbIM, Oblia T Y 3TOT0 reHa kakas-to Hox-
nogoOHas pyHkus. KapTHHA OCIOXKHSETCSI TEM, YTO MEHSThH TIO3UIHIO B PEry-
JISITOPHOM HepapXuu MOT'YT HE TOJIbKO 0TAeNIbHbIe Hox-reHbl, Ho 1 Hox-kiacTepsl
nenukoM. B crmyvae anmennukynspuu Oikopleura n nemaronst C. elegans 31o
KOppeIUpyeT ¢ TMHEHHOH crienuduKanueil KIETOK, YIPOIIEHUEM apXUTEKTY PbI
GRNSs 1 BbIlajieHneM HEbIX PeryIsTOpHbIX sipycoB (Seo et al., 2004; Cowing,
Kenyon, 1996; Peter, Davidson, 2011). Jlunelinas cneuupukanusi KIeTOK B M-
OpuoreHese He TpeOyeT perrnoHanu3yoomend pynknnn Hox-kinacrepa.

CamMple 3axBaTHIBAIONIME OJBOJIONMOHHBIE TpeoOpasoBanmss B Hox-
3aBucuMbIX GRNs omucanbl y JKHUBOTHBIX U3 SBOJIOUUOHHOW BETBU
Lophotrochozoa. N3BecTHO, 4TO HepeuaHbie nmonuxeTsl Alitta (Nereis) virens n
Platynereis dumerilii ncions3ytot reasl Hox-knacrepa muisi peruoHaIn3anuu
TeNa CerMEHTHUPOBAHHOW JTMYMHKU Ha YPOBHE SKTOJCPMANBHBIX W Me30Aep-
MaJIbHBIX MPOU3BOJHBIX, & TAKXKE JUISI KOOPIUHUPOBAHHOTO ITOCTIAPBAIBLHOTO
pocta u pereneparun (Kulakova et al., 2007; Bakalenko et al., 2013; Novikova
et al., 2013; Kulakova et al., 2017). HanipoTuB, nusiBKM UCTIONB3yIOT HOX-reHBI B
MO3IHEM IMOpPUOTeHEe3€e, MOYTH UCKIIOUUTENIBHO IS ClieU(pUKaui HEPBHBIX
raurueB (Martindale, Shankland, 1997). Otan Hox-3aBucumoii panaeit peruo-
HAJTM3AIMH TTOJTHOCTHIO BBINAI U3 UX OHTOreHe3a. CBA3YIONIUM 3BEHOM MEKIY
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STUMU KpaHHUMU COCTOSTHUSIMH SIBJISICTCSI CTPATETU s, KOTOPYIO HCIOIb3YeT IM0-
nuxeta Capitella capitata (Frobius et al., 2008). Dta monuxeTa mpu MOMOIIH
Hox-reHoB permoHaiav3yeT TeJ0 CI0XKHOW, MHOIOCEIMEHTHOW JIMYMHKH, a Y
FOBEHHJIBHOTO YepBs coXpaHsieT HoX-TpaHCKPUTIHIO TONBKO B HEPBHOW CUCTE-
Me. YIMBUTEIHHO, HO BXXHEHIINI 3Tam B IOCTPOCHUH TeJa OuiaTepalibHOTO
KUBOTHOTO MOXET O€CCIIEIHO MCYE3HYTh BMECTE C PEeAyKIHWeH JTHYNHOYHOM
cranuu. Emie Ooniee mMUpOKUit CIEKTP BapHalluii B UCHOIb30BaHUU HOX-TeHOB
JIeMOHCTpUpytoT MoJutockH. Y Gastropoda u Cephalopoda (moarum Conchifera)
reasl Hox-kimactepa KOONTHPOBaHBI B MOP(OTEHETHUYECKHE MPOTPaAaMMBbI BCEX
CTPYKTY], KOTOPBIE OIPEICIISIIOT OOJIUK 3TOTO MOATUIIA. DTH MOJUTFOCKHA OTKa-
3aJIMCh OT YIOPSA0YEHHON OCEBOM pernoHaIn3auy Teia 3a cuet Hox-BekTopa,
HO COXpaHWJIX Mo3uIio Hox-reHoB Ha BeicokuX ypoBHsIX GRNs. DTo mo3Bonu-
70 UM cPOPMHUPOBATH COBEPILIEHHO HOBBIE CTPYKTYPBI: MAHTHUIO, BEIIYM, PaKO-
BHHY, 3Be3[19aThle (CTEJUISIPHBIE) TAaHTINH, CU(POH, BEHUUK HIyTasern, Mmetabpa-
XHUaJbHBIE My3bIPbKH, OyKKaIbHBIA BeHUHK u (porodop (Hinman et al., 2003;
Lee et al., 2003; Samadi, Steiner, 2010). KomnreaprocTs s3kcnipeccnn Hox-reHoB
coxpansierca y Gastropoda n Cephalopoda nckmountenbHO Ha ypOBHE HEPB-
HOM cucteMsbl. [IpumeyaTenbHo, 4To HOX-TreHbl HE IKCIIPECCUPYIOTCS, UIIU JKC-
MPECCUPYIOTCS HA OYCHb HU3KOM yPOBHE, B Me3ojepme n3ydeHHbix Conchifera.
Hamporus, y mommtocka Acanthochitona crinita (Polyplacophora u3 moxruma
Aculifera) omrcana aMmOproHaTbHAS KOJMHEApHAS TpaHCKpUTIITUs Hox-reHoB BO
Bcex 3apoasimeBbix auctkax (Fritsch et al., 2015). YV Opaxuonoa panusis Konu-
HeapHas dkcripeccrusi HoXx-reHoB oTMedeHa TOJIbKO mpu (JOPMUPOBAHUU ME30-
JICPMBI, TOT/Ia KaK SKTOJIepMaIbHas SKCIIPECCHs CBsi3aHa ¢ MOP(HOreHE30M PaKo-
BHUHBI U MIETHHKOHOCHBIX MemTKOB (Schiemann et al., 2017).

BeposiTHO, paHHSS oceBas pervMoHANHM3AlMs Ha YPOBHE OSKTOAEpMAib-
HBIX U ME30JISpPMAaJIbHBIX MMPOU3BOJHBIX YK€ CYIEeCTBOBaja y OOIIEro Mmpenka
Lophotrochozoa, nockoiabky Mbl BuguM ee y 6azanbabix Annelida u Aculifera.
Bbun iu 06t npeok Protostomia moxoxx Ha npejika Lophotrochozoa, moka He-
MOHATHO. YIIEHUCTOHOTHE, THXOXOKH U OHMXO(OPBI UCTIONB3YIOT HOX-TeHbI 115t
0CEBOW pernoHalin3alu, HO HEeMaTobl H30palii coOBceM JIpyro myTh. Kpome
TOTO, TIOKa HeT maHHbIX 0 Hox-rerax Scalidophora (Priapulida u Kinorhyncha),
KOTOpBIE OTAENUIUCH OT 0o0miero ctBosa Ecdisozoa paHbIlie OcTalbHBIX JIMHS-
IOIUX JKHBOTHBIX M MOTJIM COXPAaHHUTh aHIECTPAJIbHBIC YepThl MOP(HOTreHETH-
yeckux nporpamMm. Kak HU cTpaHHO, HO peKOHCTpyKuHus mnpenkoBoil GRN B
JAHHOM CJIy4ae OCJOKHSIETCS He TOJIbKO OTCYTCTBHEM JIAHHBIX IO KIIFOYEBBIM
TaKCOHAM, HO U MOSIBJICHUEM COBEPIICHHO HEOXKHMIAHHBIX HOBBIX JaHHBIX. OKa-
3aJ10Ch, 9T0 KosoBpatkH (Rotifera) n metnnkouemtoctHbie (Chaetognatha) oopa-
3y1oT oburyro knany Gnathifera, cecrpunckyto no otTHomenuto k Platytrochozoa
(Platyhelminthes u Lophotrochozoa) (Frobius, Funch, 2017). [xs xomoBpaTok,
TaK e Kak JJIsi HeMaTO/ U THXOXOJOK, CBOHCTBEHHA 3yTeNUs — MMOCTOSHCTBO
KJIETOYHOTO cocTaBa. WX pas3BHTHE IpeanoiaracT paHHIOW celnu(ruKammnio
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KJIETOYHBIX JIMHUM U TpocTyt0 GRN. Hox-reHsl sKCIpeccupyroTes y aMOpuo-
HoB Rotifera ToJIbKO B pa3BUBAIOIIUXCS TAHTIIHSX HEPBHOM CHCTEMBI, C HE BITOJI-
HE CTpOTro#, HO yrajaslBaeMoil oceBoi ymopsgodeHHocThIo (Frobius, Funch,
2017). BaxHo, uto Hox-reHsI mpogomxaroT padotars B nuddepeHITnpOBaHHBIX
TaHIJIMAX B3POCIBIX )KUBOTHBIX U 3TOT (DAaKT HEIb3s1 HEOOLECHNUBATh. DYyHKIIHS,
KOTOPYIO BBITIOTHSIOT HOX-reHbl B TepMUHATBHO-TU(PPEPESHIMPOBAHHBIX HEPB-
HBIX KJIeTKax Rotifera Hem3BecTHa, HO OHa CBsi3aHA C TIONJCPKAHHEM CaMOTro
HmxHero ypoBas GRN, Ha koTOpoMm paboTaroT quddepeHIIIPOBOYHbIC [CHHbBIE
6arapen (DGB). Hmwxuuii spyc GRN Ko0BpaToK MOXKET COXpaHUTh HAUaTHHBIHN
3Tal MHTEPKaJIApHOI sBomonnu Hox-renos, xorga mexxay Hox-Oenkamu u nx
TKaHeceUn(UIHBIMI MULICHSIMH €Ile HE TOSIBUINCH TeHBI-TIOCPEAHHUKH.

Urax, GRNSs, B KOTOpBIX y4acTBYIOT HoX-reHbl coBpeMeHHBIX Protostomia
u Deuterostomia, HMEIOT caMyI0 pa3HOOOPa3HYI0 apXUTEKTYpy. MOXKHO mpen-
JIOKUTD TPH clieHapus ucxogHoro coctosaust GRN:

1. Crnoocnass GRN. B atom ciaydae, P/D-tipenok ucmons3oBan Hox-kmactep
IUTsl paHHEW pernoHaIu3aluy Tejla BAOJIb NepefHe3aaHell ocu. Y Takoro mnpen-
Ka peryistopHas quctanuus mexxay Hox-renamu u DGB yxe Obuta yBennueHa
HeCKOJbKUMHU YypoBHAMU GRN, reHsl KOTOPBIX MOCIEI0BATEIBHO CY)KaJIH I10-
TEHIIMAJl PETYIATOPHBIX COCTOSHUM B MpeJenax TePpPUTOPUM U YTOUHSAIN ee
BHYTPEHHUE TPaHUIIbl. DBOJIOLUOHHO-KOHCEpBaTUBHAs QyHKIMs Hox-reHos —
nuddepeHIPOBKa TYJIOBUITHOW HEPBHOW CHCTeMBbI, Bo3HUKIA y P/D-mpenka
WM Ha MPeIBapsIOLIeM 3BOJIOLMOHHOM 3Tarne. OTOT CLEHAPUH XOpOomo 00b-
SICHSIET CXOACTBO MEX/JY CETMEHTHPOBAHHBIMU KMBOTHBIMU U3 Pa3HBIX TAKCO-
HOB (4JIEHHCTOHOT'HE, TIOJIUXEThI, XOPJIOBbIE) Ha YPOBHE CTpATErnil HCIOIb30Ba-
Husl Hox-reHoB B pa3BUTUU U 3BOJIIOLUUU. JKMBOTHBIE C IPOCTON apXUTEKTY PO
GRN ynpocTunucs BTOpU4YHO, COXPAaHUB HaN00JIe€ KOHCEPBATUBHbIE JIEMEHTHI
MIPEKHEH CIOKHOCTHU (3KCIPECCUIO B HEPBHOW CHCTEME).

2. Ilpocmasa GRN. Ecnu P/D-npenok numen npoctyto GRN, kak y kojoBpa-
TOK, HEMATOJ U TYHHKAT, TUCTAHIMS MEXAY PaHHUMHU 3MOPUOHATIBHBIMH T'e-
Hamu u DGB wucxonno Obuia HeOosbioi. Hox-rensr B Takoii GRN pabotanu
Ha ypoBHe crnenupuranuu U auddepeHInpoBKku. AHUecTpaibHas (QyHKIIHS
Hox-renoB — auddepeHnnpoBKka TYIOBUIIHON HEPBHOW CHUCTEMBI — BO3HHKJIA
y P/D-npenka. B nanbHeiimem, myTeM reTepOXPOHHBIX CABUIOB M HE3aBHCHU-
MO MHTEpPKaJIAPHOH 3BoNoLNH, HOX-TeHbI OBIITN PEKPYTHPOBAHBI B ITPOLIECCHI
paHHero pa3BuTHUsl y nipecTaBuTeneii Tpex BeTseld EuBilateria. B atom cityuae
HEKOTOPBIE U3 COBPEMEHHBIX KMBOTHBIX ¢ mpocToil GRN He ynpocTuinck BTO-
PUYHO, a COXPaHUIIN TPEIKOBBIA yPOBEHB PETyIATOPHON apXUTEKTYPHI.

3. Ilpocmasa + cnoxcnas GRN. HakoHell, BO3MOXKEH CLIEHapUii, B KOTOPOM
P/D-npenok uMesn 0HOBPEMEHHO MpocTyto U cinoxHyo GRNs, 1 ucrnons3oBan
MX Ha pa3HbIX dTanax OHToreHe3a. B 3ToM ciiydae )KMBOTHBIE C HENIPSAMBIM TH-
[IOM pa3BUTHS — HACIEIHUKHU 3TON MPEIKOBOW CHUTYyallH, a BCE OCTaJbHBIE —
BTOPUYHO YTPATUIIU KaKyI0-TO U3 cTaguil. CI0KHOCTD B TOM, YTO COBPEMEHHbIE
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KUBOTHBIE C MAaKCHMAaJIbHO HEMPAMBIM THUIIOM Pa3BUTHUs (UIJIOKOXKHE, MOJINXE-
TbI, HEMEPTHHBI) HE UCTIONBb3YIOT HOX-TeHBbI 111 OCTPOCHUS TEPBUYHBIX JTNYHU-
HOK (Arenas-Mena et al., 2000; Hiebert, Maslakova, 2015). C npyTroii cTOpOHHI,
P/D ancestor MOr UMETh B OHTOI'€HE3€ HE TOJIBKO MEPBUUHYI0, HO U BTOPUUIHYIO
Hox-3aBucumy1o THYMHKY, TOZOOHO COBPEMEHHBIM MOJIMXETAM.

HcknrounTenbHO IUPOKUA pa3dpoc cTpaTeruii mpu ucmoiab3oBaHuu Hox-
KJIacTepa CUJIBHO 3aTpyJHSET BbIOOp cueHapus s npeaxkoBoii GRN. [Nompo-
OyeM OCTOPOYKHO BBIJIEHUTh HaubO0JIee HHTEPECHBIE 3AKOHOMEPHOCTH:

1. Dtan panHel OCEBOH perHmoHATW3AIUN MOXKET HCUE3HYTh (TYHUKATHI,
MUSBKH, HEMATObl), HO YPOBEHb crienupukannu uin auddepeHunpoBOUHbIH
YPOBEHb He TepsieTcs. BeposTHO, HET )KMBOTHBIX, Y KOTOPBIX paHHssI peruoHa-
nuzytomas pyHkius Hox-knactepa coxpaHuiack Obl, a MO3IHAS UCUE3TIa.

2. KonumHeapHOCTh TPAaHCKPHUIIIMM B HEPBHOI CHCTEME COXpaHSETCS Jlaxe
npu aromm3anuu Hox-kiactepa (Cephalopoda), 3HaumTensHON TEepecTpoike
Beeit apxutekTypsl GRN (musiBkn) n sytenuu (Rotifera).

3. 3HauuTeNbHBIE MOJOMKH B CTpyKType Hox-Kiactepa KOppeiaupyroT c
yTpaToll paHHed oceBoil permoHanmm3anuu W ynpoueHueM GRN (TyHuKaTsbl,
MUSIBKU, HEMATOJIBI).

4. Bo3MOKHA paHHSISI HE oceBas perHoHaIN3aIHs YMOPHOHA TIPU TTOMOIIN
Hox-reHoB 1 oHa HEe 3aBUCUT OT LIEJIOCTHOCTH KJ1acTepa (MOJUIIOCKH).

3TH 3aKOHOMEPHOCTH HE TIOMOTal0T OTBETUTH Ha BONIPOC: KaKOH ObLia npex-
koBasg GRN — ci1oxHOM, MpocTol K AByxcocTaBHONW? OHU JIMIIB CJIErKa cMe-
LIAI0T BEPOSITHOCTD B 10JIb3Y clI0’KHOM GRN, MOCKOIBKY MpEIoK anpruopu NMen
LIETBIN KJIAcTep, a MOJIOMKHU B KJacTepe KopperaupyroT ¢ ymporneauem GRNs.
[IyTb, KOTOPBII TOMOXKET PEKOHCTPYHUPOBATH PETYISTOPHYIO apXUTeKTypy P/D-
mpenka, cBs3ad ¢ moapoOHeM u3ydeHneM GRNs coBpemennsix EuBilateria Ha
YPOBHE 001MX Cy0-KOHTYPOB (Sub-circuit), MOIKOHTPOIBHBIX OTHUM H TEM Ke
Hox-renam.
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Evolutionary trends in the use of HOX genes cluster:
whether common genes according to the general rules?

M. A. Kulakova

The concept of Hox genes and vision on their work was formed in the study of
classical model animals belonging to the lines of Ecdysozoa (Drosophila, Tribolium,
Caenorhabditis) and Deuterostomia (mouse, chicken, Xenopus and zebrafish). Later the
repertoire of models was expanded by Spiralia (mollusks, polychaetes, brachiopods,
rotifers) and every year it continues to replenish by animals with an intriguing
phylogenetic position or interesting development programs. Collected data is enough to
search for ancestral genes, basing on similarities and differences in the HOX genes use
strategy, i.e. unaltered characteristics of the different taxa representatives, and to make a
one more try to reconstruct EuBilateria.
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APXUTEKTOHUKA U ITPOMOP®OJIOI'USA METAZOA
KAK OCHOBA PEKOHCTPYKIIMU OHTOI'EHE3A U ®UJIOT'EHE3A
BBIMEPIIIUX TAKCOHOB

C.B. PoxxHoB
Ianeonmonoeuueckuii uncmumym um. A.A. Bopucaxa PAH
rozhnov@paleo.ru

ApPXUTEKTOHMKA M3y4aeT pas3/iejeHue Tejla KUBOTHOTO Ha MOJYJISPHBIE
CTPYKTYpBI, B TOM HJIM MHOW CTENEHH aBTOHOMHBIE B CBOEM OHTOTEHE-
THYECKOM M (DHIJIOTCHETHYECKOM pPa3BUTHH. Te€M CaMbIM OHA ITO3BOJISIET
BBISIBUTH KJIIOUEBbIE MOMEHTBHI B OHTOI'€HE3€ MHOI'MX MCKONAeMBIX TaK-
coHoB. [Ipomopdororusi, u3yyasi CHMMETPUIO B3aUMHOT'O PACIIOJIOKEHUS
MOJYJIIPHBIX CTPYKTYp OpraHH3Ma U €€ IBOJIOIUI0, BMECTE C aHAJIU30M
ApPXUTEKTOHUKH, TI03BOJISIET MPOSICHUTB BOJIIOLIUIO OHTOrEHE3a B peaslb-
HOM T'€0JIOTHYECKOM BPEMEHH M TEM CaMbIM COJIMKAET MaJICOHTOJIOTHIO
n Ouosnoruto passutHs. [IpuMeHeHHE 3TOTO MOAXO0Ja K MIJIOKOXKUM IO-
3BOJIIJIO TIOKa3aTh HAJIMYME TOPCHOHHOIO MpOIEcca B OHTOI€HE3e BCEX
IeJIbMAT030a 1 Y COIIOT CPElIU «KapIio30a», U OTCYTCTBHE ATOrO IIpolecca
y ctriioop. AHanU3 apxXUTEKTOHUKH U TPOMOP(OIIOTHH MaIe030HCKUX
YeThIpeXJyueBbIX KopasioB (Rugosa) BBISBHIJI COOTHOLIEHHE OpasbHO-
abopasbHOH M JJOPCO-BEHTPAJIBHOW OCEH WX JIMYMHKH C OpalbHO-a00-
pajbHOI M TUPEKTUBHON OCSAMM Pa3BUBAIOLIETOCS U3 HUX MOJUNa. DTO
JIOKa3bIBaeT MIEPBUYHOCTH OniarepaibHoll cummerpun Anthozoa, a, BO3-
MOXHO, 1 Bcex Cnidaria 10 OTHOLIEHUIO K UX PaJHaIbHON CHMMETPHH.

Kniouesvle cnosa: Bilateria, symmetry, Echinodermata, Cnidaria, Rugosa,
promorphology, modularity, body plan.

1. BBEAEHUE
ITonumanue MMPOUCXOKACHUA BBICHINX TAKCOHOB MHOT'OKJICTOYHBIX KUBOT-
HBIX SIBJISICTCS BaXXHOW KOMILJICKCHOH 3a/1a4yeii MajeoHTO0T MU, OMOJIOTUH pa3-
BHUTHSA (BKITIOUAOIIEH COOCTBEHHO SMOPHOJIOTHIO), CPABHUTEIIHFHONH aHATOMHUHN U
MOJIEKYJISIPHOIM TeHEeTHKH. Bce mpr3Haku B3pocioro opranu3mMa GopMupyrOTCs
B TeYeHHEe OHTOreHe3a. ClieloBaTelIbHO, BCE IBOJIOIMOHHBIE MMPEe0Opa3OBaHuUs
(beHOTHITA OOYCIIOBIICHBI H3MCHCHHUSIMU B OHTOT'CHETHYECKOM Mporiecce. men-
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HO M03TOMY CPaBHUTEJIbHASI AHATOMHUS B CBOMX UCCIICOBAHUSIX, KAK OTMETHUII B
n3BecTHOM JByxTomMHUKe B.B. bexnemuren (1964), nsydaer He TOIBKO KOHEY-
HYIO B3POCITYIO CTAaNI0, HO W BECh KU3HEHHBIN UK opraHu3mMa. JlJist MHOTHX
BBIMEPIITUX TAKCOHOB TaKOW KOMIUIEKCHBIN MOAXO]] CHIIBHO OTpaHMYeH WJTU BO-
o0111e HeBO3MOKeH. HecMoTpst Ha TO, 4TO TOJBKO MAJIEOHTOJIOTHSI MOXKET MOKa-
3aTh JIOCTOBEPHOCTH (PUIIOTEHETUYECKUX COOBITUH, pacioiarasi uX B PeaJibHOM
I'eOJIOTUYECKOM BPEMEHHU, JIJIsSl YOS IUTEIbHBIX (PUIOICHETUUSCKUX TTOCTPOCHHM
OHa JIOJKHA OMHPATHCS B CBOMX 3aKJIIOYEHHSIX HA BO3MOXKHOCTH CYIIIECTBOBA-
HUS y BEIMEPIITUX TAaKCOHOB TE€X WM MHBIX MOP(OreHETHUECKHUX MPOIIECCOB H
MOCIIEIOBATEIIBHOCTh MX TOSIBIIEHUS B OHTOT'€HE3€, BBISBIIIEMbIX y HBIHE CYIIle-
CTBYIOIIUX KUBOTHBIX.

[TosTOMY MaNcOHTONOTUS TOXKE MBITACTCS MOAYYHUTh JAHHBIC TI0 3BOJFOIHH
OHTOT€HEe3a, UCTIONb3YS ISl €r0 PEKOHCTPYKIIMK BO3PACTHBIE M3MEHEHHUS CKe-
neta u abeppanTHbie popmbl. Ho 3TOT0 SIBHO HEAOCTATOYHO /IS IETAIBHOM pe-
KOHCTPYKIIMH OHTOT€HETHYECKOT0 ITPOIIecca y ICKOTIaeMbIX ()OPM U yBEPEHHOTO
00OCHOBaHMS 3BOJIIOIIMKM OHTOTEHE3a. B mpeonoseHnn mpoTHBOPEUHil MEXIY
BO3MOXXHOCTSIMH HEOHTOJIOTUUYECKUX U MAJICOHTOIOTMUSCKUX UCCIICIOBAHHUI Ha
MTOMOII[b TPUXOJIAT Pa3paboTaHHBIE METOIbI IBOJTIOIUOHHON OHMOJIOTUU PA3BUTHSI
W CpaBHHUTEIBHOW aHATOMUU. J{JIsT TaJICOHTOIOTMYECKUX UCCIIeIOBAHUI OHTOTE-
He3a 0Ka3aJIoCh TUIOIOTBOPHBIM CBSI3aTh BOCJUHO METOJ W3YUYCHHS B3aHMHOTO
PACIIONIOKEHUST YacTe opranmu3Ma, KoTopeiil bexiremumes (1964) nHa3Banm apxu-
TEKTOHWKOMW, W JaHHBIC O KJIFOUEBBIX MOMEHTaX OHTOI'€HETHYECKOTO Pa3BHUTHS,
MPENCTaBICHUSI O KOTOPHIX U3BECTHHI emie co BpeMeH Kapia bapa. KitoueBbie
MPOIIECCHl OHTOTEHE3a TECHO CBSI3aHBI C MMOHSATHEM 00 Y3JI0BBIX MOMEHTAX Pa3BHU-
T, Kak ux Has3biBas JI.B. Benoycor (2005), uin pUIOTUIIMYECKUX CTAAUSIX Pa3-
ButHs (Sander, 1983; 0630p Galls, Sinervo, 2003). O6a 3T TOHATHS 0003HAYAIOT
TaKyI0 KOHCEPBAaTUBHYIO CTAIUIO Pa3BUTHS, KOT/Ia BCE WICHBI OTHOTO THIIA UITH
JIPYTOro BBICIIETO TAaKCOHA OYEHb CXOIHBI MEKIY co0o0il. HekoTopsie u3 y3io-
BBIX MOMEHTOB WHJIMBHYaJIbHOTO PA3BUTHSI OTBEUAIOT XapPaKTCPUCTUKE ILJIaHA
CTPOEHHS TOTO MJIM MHOT'O MCKOIAeMoro TakcoHa. B 3Tom cimydae mosBiseTcs
BO3MOXKHOCTh OXapaKTEPHU30BaTh YPOBEHb OPraHU3allud U (HUIOT€HETHUECKYTO
MIPUHAIIEKHOCTH TOTO TAKCOHA.

be3 mpoxokeHus KIIFOYEeBBIX CTaIUi pa3BUTHS HEBO3MOXKEH JaTbHEHIIIHI
HOpPMAaJIbHBI OHTOTCHE3, TaK KaK OHW B 3HAYUTEIIBHOW CTCIICHU OMPEICIISIOT
IJIaH CTPOCHUSI B3POCJIOr0 KMBOTHOrO. Hanuuwe WM OTCYTCTBUE Y3JIOBBIX
M KIJTFOUEBBIX IMPOILECCOB B OHTOTEHE3¢ BBIMEPIIHMX HMCKOMAEMBIX (HOPM MOKHO
OTIPENIEITUTH TI0 CTPOSHUIO B3POCIBIX POPM. DTOT MOAXO OPraHNIECKH BIINBACT-
Csl B COBPEMEHHYIO SBOJIIOIIMOHHYO OMoJorHio pa3BuTus (evo-devo). HecmoTps
Ha TO, YTO HBOJIOIMOHHAS OMOJIOTHUS Pa3BUTHS TIEPBOHAYAIBHO OblIa Ompeene-
Ha OoJiee y3KO0, KaK PBOJIIOLUS OHTOT€HETUYECKHIX TIPOIIECCOB M UX MEXaHH3MOB,
(bakTHUECKM OHA PACIIMPHUIIACH JIO YPOBHS KOMIUICKCHOW HAayKU O MPOUCXONK-
JICHUU W 3BOJFONUN MOPQOIOTHIECKOr0 PazHOOOpasusi, MPexk e BCEro BBICIINX
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TaKCOHOB MHOTOKJIeTOUHBIX opranu3moB (Hall, Olson, 2003). Takum oOpa3om,
JIAHHASI CTAThsI MIOCBSIIIEHA Pa3paboTKe OJHOTO U3 METOIOB IBOIIOIIMOHHON OHO-
JIOTUU Pa3BUTHS, TIO3BOJISIONIETO CBA3ATh APXUTEKTOHUKY, TPOMOP(OIOTHIO 1
KJTFOUEBBIE MOMEHTHI HBOJIOIMN OHTOT€HE3a B €UHYIO CUCTEMY, UYTO JaeT BO3-
MOYKHOCTh O0OOCHOBATb ILJIAaH CTPOSHUS U YPOBEHb OpraHU3allii TAKCOHOB, B TOM
YKcie W BBIMEPIIMX, H TEM CaMBIM 3aJI0)KUTh OCHOBY JUISl PEKOHCTPYKIMH HUX
¢duorenesa. SIapo 3TOro MeToJa COCTaBISIET aHAIIU3 APXUTEKTOHHKH JKHBOT-
HBIX, METOJIMKA KOTOpOro Oblia pa3padorana beknemumiessim (1964), HO q0K-
Ha OBITH JIOTIOTHEHAa COBPEMEHHBIMHU TPEACTABICHUAMU O MOAYISIPHOCTH TIPH-
3HAKOB ¥ (DOPMUPYIOIIUX UX OHTOTCHETHUECKUX ITPOIIECCOB.
2. APXUTEKTOHUKA 1 MOAYJIAPHOCTb

Apxutektonuky B.H. beknemuies (1964) onpenenun kak U3yueHHE B3aUM-
HOT'O PACIIOJIOKEHUST U B3AUMOCBSI3H, ITPEXKIE BCEr0 MOP(POreHETHUECKOM, YacTeit
YKUBOTHOT'O, COCTABJISIFOIUX NeNbIA Opranu3M. Ee riaBHbIM METOJIOM OH Ha3BaJl
IIpoMOPGOJIOTHIO — aHAJIM3 CHMMETPHH oprann3MoB. O0a 3tu TepMuHa bekie-
mueB (1964) 3aumcTBoBan y O. I'ekkens (Haeckel, 1866), mpunaB uM sicHBIH 1
KOHKPETHBIN CMbICI. TepMUH apXUTEKTOHHKA TPOUCXOJUT OT COSIUHEHHUS ABYX
CJIOB JIPEBHETPEUYECKOr0 sI3bIKa: APyl (archi) — rmaBHbIM U TeKTOV (tektos) — cTpo-
WTh, BO3BOJIUTH, YTO B MPSIMOM TMEPEBOJIC 03HAYACT «TIABHOE YCTPOCHUE» (MITH
OCHOBHOE CTPOCHHE), a IIPOMOPHOIIOTHS IIPOUCXOIUT OT OT Jp.-Tped. Tpo (pro) —
nieper, 10, Lopen — «popmay 1 Ldy0G — «CIIOBO, yUESHHUEY.

Brigenenue yacreld opraHu3Ma MpoU3BOUTCS HE MTPOU3BOJIBHO, @ HA OCHO-
BaHUU MX HEKOTOpOW Mop(oreHeTnyeckoil 000co0IeHHOCTH, TO €cTh Ha 00-
NaJIaHuu MOAYJISIPHBIMU CBOHCTBaMHU. JIeliCTBUTENBHO, TEIO MHOTOKJIETOUHBIX
’)KMBOTHBIX COCTOUT U3 B3aUMOCBA3aHHbIX YacTEN, B TOM UM MHOW CTETIEHHU aB-
TOMHBIX B CBO€M OHTOT€HETHYECKOM Pa3BUTHH. DTH YaCTH MPUHSITO HA3bIBAThH
MOJYJISIMH, a TIpotiecchl uX (opMmupoBaHus — monyisipasiMu (Rozhnov, 2015).
BrisiBieHue yacTei )KUBOTHOTO C MOAYJISIPHBIMH CBOMCTBaMU — OCHOBA M3yue-
HUS apXUTEKTOHHUKH.

Takum 00pa3oM, apxXUTEKTOHUKA M3ydyaeT pa3jeiCHUE OpraHM3Ma Ha CO-
CTABJISIIOIINE €r0 MOAYIIH, a IPOMOP(OJIOTHS aHAITM3UPYET CAMMETPHIO UX B3a-
MMHOTO PacOJI0KEHHUS.

3. [TIPOMOP®OJIOI' A1 KAK UCCIIEJJOBAHUE
CTAHOBJIEHU S CUMMETPUN OPTAHU3MA

CummMmeTpus Teja )KMBOTHBIX BEChbMa pa3HooOpa3Ha U IpeAcTaBieHa Ouia-
TepabHOH (CHMMETpHUE OTpaskeHus), paauaibHOI (TOBOPOTHOIT), METaMEPHOI
(TpaHCIAIIMOHHON) W 9aCcTO WX COYETAaHHWEM B PA3HBIX MOIHU(UKAIUAX, BKIIO-
Yas ¥ CIIApaJbHYI0 cHMMeTprio. Ho KaXIblii U3 9TUX THIOB CUMMETPHH MO-
XKeT (POPMUPOBATHCSA Pa3HBIMHU MyTsMU. [lo3TOMy 3a7a4a TpoMOpQOTIOTHN HE
TOJIBKO BBISIBUTH CHMMETPHIO B3aHMHOT'O PACIIOIOKEHHS YacTel Opranu3Ma, HO
W TOKa3aTh My TH ee GOpMUPOBAHUS B OHTOI'eHE3e U (QHIIOTEHEe3e, U YXKE Ha ITOMH
OCHOBE CPaBHHMBATh CHMMETPHIO Pa3HBIX TPy oprann3MoB. CpaBHEHHE Ty TeH
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(hopMHUPOBaHMS CHMMETPUHU Y )KUBOTHBIX Pa3HBIX TPYII TPeOyeT N3ydeHUs UX
OHTOTEHE3a, YTO IO TIOHSATHBIM IPHYNHAM BEChMa 3aTPYIHEHO JIJIsl ICKOIIAeMBIX
¢dopm. Tem He MeHee, HEKOTOPBIE BO3MOKHOCTH 151 3TOT0 €CTh U Y IIAJIEOHTOJIO-
ruu (0030p cMm. Mcaea u nip., 2013). Hanbomnee BaskHBIE N3 HUX TECHO CBS3aHBI C
aHAJIN30M aPXUTEKTOHUKH.
4. APXUTEKTOHUKA METAZOA KAK OTPAXXKEHUE
KJIFOYEBBIX MOMEHTOB OHTOI'EHE3A

CtpoeHune B3pOCIOro >KMBOTHOTO, €r0 ()eHOTHI, €CTh PE3yJbTaT €ro OH-
torere3a. Hanbomnee BaxHbIe 4epThl (PEHOTUIIA COCTABIISIIOT IJIAHBI CTPOCHMUS
KUBOTHOT'O Ha TOM HJIM HTHOM TaKCOHOMHYECKOM YPOBHE. DTH apXeTHIIMUECKHUE
4epThl 00YCIOBIEHBI MOAYJSPHBIMH OHTOI'C€HETUYECKHUMH MPOLIECCAMH, SIBIISI-
IOLIMeCs] KJIIOYEBBIMHU TIpY (hopMupoBaHUM TUTaHa cTpoeHus. Hanbomee sipko u
OTYETIMBO 3TU YEPThl U POPMUPYEMbIE UMH IJIAHBI CTPOCHHSI BBIPAYKCHBI Ha
YPOBHE THIIOB FJIM TaKCOHOB OoJiee BeICOKOTo paHra (Valentine, 2004), Tak kak
nxX GopMHUpPOBAHHE B OHTOTEHE3E MPEACTABIICT COO0H (DAKTHUECKHU «Pa3METKY»
Mopdosoruu tena OyAayuero B3pocioro >kMBOTHOr0. Ho mposiBiIsitOTCSI OHU U Ha
YPOBHE BBICIINX TAKCOHOB MEHEE BBICOKOTO PAHTa, BIJIOTh 10 YPOBHS CEMEICTB
(PoxxnoB, 2010). Ha nmnanbl cTpoeHHS TAKCOHOB YPOBHS OTPSIIOB U CEMEHNCTB 00-
palaloT MEHbIIIE BHUMAHHUS, TAK KAK COBOKYITHOCTh WX IPU3HAKOB (hOPMHUPYET-
Cs1 OOBIUHO YIK€ IIPH OPTaHOI'CHE3€ U [I03TOMY 0oJiee pa3pO3HEHHA U MEHEE YeT-
KO BbIpakeHa. [Ipy TakoM moznxoze B OHOM OpraHU3Me BbIAEISETCS HECKOJIBKO
MIJIAHOB CTPOCHHU S, OTPAXKAIOUIUX UEPAPXUUECKYIO CTPYKTYpY TakcoHa. [loaro-
MYy IUTaH CTPOEHHS IPUCYIL HE TOJIBKO THUIIAM )KUBOTHBIX, HO M BCEM OCTaJIbHBIM
BBICIIUM TakcoHaM pasHoro ypoBHs (Poxxnos, 2011). [Ipyrumu cinoBamu, B OH-
TOreHEe3€ KaXKJIOro )KMBOTHOTO (hopMuUpyeTcs uepapxus IIaHOB CTPOCHUS, KO-
TOpasi B HJeajle COOTBETCTBYET HEPAPXHUUECKON TAKCOHOMHMUECKOI CUCTEME T10-
JIOKEHUS B HEH uccieyeMoro >KkuBoTHoro. IIpu gpopmupoBaHuy ruiaH CTpOSHUS
TakcoHa OoJiee HU3KOIO paHra Kak B MHAMBHIYaIbHOM, TaK U B HCTOPUUYECKOM
Pa3BUTHH HE 3aMeUIaeT TUIaH CTPOCHUS BBICILIETO TAKCOHA, & HAKJIAJbIBACTCS Ha
Hero. COOTBETCTBEHHO, Y KITIOUEBBIX OHTOMCHETHYECKHUX MPOLIECCOB HabII01a-
eTCsl ONpeIeNICHHAS ITOCIIeI0BATEIIEHOCTD B X MOSIBIICHHUH, XOTS K HEPEIKO CMa-
3aHHAs B XOJ€ IBOJIOLMHM OHTOIE€HE3a M3-3a Pa3IN4YHOIO POAA I'eTEPOXPOHUH.
Tem He MeHee, OHAa B TOM MJIM MHOH CTENEHH OTPa)KaeT MOCIEeI0BATEIbHOCTD
MOSIBJICHUS MTPOU3BOAHBIX (PEHOTUIMYECKUX MPU3HAKOB B (PUIIOTEHE3E M TEM
caMbIM CO3/1a€T MEPAPXHUIO MPU3HAKOB, O0YCIOBICHHYIO UX TTPOHCXOKICHHEM.
3TO MO3BOISET PEKOHCTPYHMPOBATH KIFOUYEBbIE MOMEHTHI OHTOI'€HETHYECKOTO
Pa3BUTHS MCKOMAEMBIX BBIMEPIIUX BBICIIUX TAKCOHOB, aHAIM3UPYS UX apXH-
TEKTOHHKY Ha OCHOBE CPaBHEHHUS C OHTOTE€HE30M POJCTBEHHBIX COBPEMEHHBIX
(opM. DTOT METOI BBISIBICHHUS KJIIOUEBBIX MOMEHTOB OHTOIEHE3a Y MCKoIae-
MBIX TaKCOHOB XOPOILIO JIOMOJHSETCS U3yYEHUEM BO3PACTHOH M3MEHUYHMBOCTH
Y aHAJIU30M a0eppaHTHBIX (opM.
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4.1. BozpacTHas ©3BMEHYUBOCTH CIYKHUT JJI PEKOHCTPYKIIUU
TMIO3IHETO OHTOTEeHEe3a

C noMoIIIBbI0 9TOr0 METO/IA YAAETCSl BOCCTAHOBHTH TPEUMYLIECTBEHHO MOCIIE/I-
HUE OHTOT€HETUYECKHE CTAIH PA3BUTH S, 3aKITFOUAIONINECs B U3BMEHEHUH ITPOTIOP-
U TeJa ¥ MO3BOJISIOIIIE OOBIYHO BBISIBUTH POJICTBEHHBIC CBs3H BHIOB (Rozhnov,
Mirantsev, 2014). Ho B HEKOTOPBIX CIIy4asX YAAeTCsl BBISIBUTH IOCIEOBATEIb-
HOCTH ()OPMHUPOBAHUS 3JIEMEHTOB CKeJIeTa, TO3BOJISIONIYIO CBSI3aTh MEXKY COOOMH
TAKCOHBI HA YPOBHE POIOB, CEMEUCTB U Aa)e OTpAIoB. KiaccmueckuM XOporo
pa3paboTaHHBIM PHUMEPOM TOTO MOTYT CIIYKHTh aMMOHUTHI (PyxeHnes, 1960;
Leonova, 2017) u MHOTHE IpyTHE paOOTHI, Wit OproxoHorue Mosutiocku (Parkhaev,
2017). 3BecTHBI MOm0oOHBIC HCcIenoBaHus 1 Ha KpuHomaesx. FO.A. Aperar (1970)
[Ipozesas TOHKYI0 padoTy 10 H3yUCHHUIO MOSBIICHUS PaJuaibHbIX TAOIHUEK y TU-
MOKPUHUAHBIX KPUHOMJIEH U3 IEpMCKUX oTiokeHul [Ipuypanss, a CeBactomyno
y MOPCKHX TOMOKPHHUAHBIX KpuHOUeH (Sevastopulo, Lane, 1988).

Wzyvast ”HAUBUAYATBHYIO U3MEHYHBOCTh TeKU Cranocrinus praestans ot
CaMoOro MaJICHBKOT'O JK3eMILISIpa, BHICOTOM 1.4 MM 0 HOPMAaJIbHOTO, BBICOTOU
3.8 MM, Aperar (1970) metanbHO 3aprCOBAJ U OIMKCAT OCHOBHEIC CTaIUN H3ME-
HEHMSI B CTPOCHUHU TeKU. M3 ero onucanuii 1 pUCyHKOB MOKHO CAEJIaTh CIEAy-
IOLIHE BBIBOBI 00 OHTOT€HE3€ ITOr0 BUJA, BaXKHBIC 17151 IOHUMaHUs OHTOTeHe3a
HCKOMAeMbIX KPUHOHUICH B LICJIOM:

1) Ha camoil paHHeW W3y4YeHHOW cTaauu WHOpadazaibHBIE, 0a3ajbHbBIC
1 OpaJIbHBIC TAOTMIKH 00Pa3yIOT MOTHOCTHIO 3aKPBITYIO Kancyny (puc. 1,a, 6).
Hanuuune cBoga IIIOTHO COEAMHEHHBIX OpajIbHBIX TA0IMUYEK IOATBEPIKAACT, UTO
3a4aTKH PyK, KaK ¥ y COBPEMEHHBIX KpUHOUAEH, (POPMUPYIOTCS B 3aKPBITOH Be-
cTHOYJISPHOM MOIOCTH, CBOJI KOTOPOW MPUKPHIT INIOTHO COYICHEHHBIMH Opaib-
HeiMu Tabamakamu (Rozhnov, 2017a, b).

2) IIpocTpaHCTBEHHOE COOTHOIIEHUE OPaJIbHOIO BEHYHKA, C OJIHOM CTOpO-
HBI, ¢ 0a3anbHBIM B WH(pada3aIbHBIM, C IPYTOH, HA PAaHHUX CTATUSIX OTIIHU-
4aeTcsl OT UX PAaCIONIOKEHHUs y B3pOCIIOro OpraHnsmMa Ha 36 rpasycoB, Tak Kak
0a3any cHauaja pacroiaraloTcs Moj LIBOM MEXAY OpalHsIMHU, T. €. paaualibHO
(puc. 1).

3) 'maponopa nosBisieTcs Ha paHHEH CTaIuu IPUMEPHO B LIEHTPE OpaIbHON
TaOJIMYKH, KOTOPast y B3POCIIbIX IK3eMILISIpOB 0003HauaeTcs kak CD (puc. 1,6)

4)AHasbHOE OTBEPCTHE MOSABIAETCSI HEMHOI'O PAHbIIE I APOIIOPHI IO IIIBOM
Mexay opanbHbiME TaOnmmakamMu BC u CD, To ectb B pannyce C (puc. 1,0).

5) Ha cnenytormeii ctaguu (puc. 1,6) Ha nmpaBom riede 6a3ansHor CD mosB-
nsieTcst paguanbHas Tadnnuka C HEMOCPEACTBEHHO MO IITBOM MEXIY OPaJIbHBI-
mu Tabnuukamu DC u CD. AHaJIbHOE OTBEPCTHE ITPU 3TOM HEMHOT'O CMEIIAETCsI
10 YaCOBOM CTpEIIKe.

6) IlocienoBaTenbHO MOSIBIISIIOTCS OCTAJIbHBIEC PaJualbHbIC TAOJNYKHU: CHA-
yana D, 3arem B, mocne nee E, u nocneaueit mosiBisiiacek paananpHas A, Pa3su-
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Puc. 1. Bo3pacTHas M3MEHUYMBOCTH TEKHU T'MIIOKPUHUIHOW MOpckod nunuu Cranocrinus
praestans, TI03BOJISIOMAsT PEKOHCTPYHPOBATh OHTOICHETHUSCKUE CTAANH ee pa3BUTHS. [loka-
3aHa Teka cOOKy (aHanpHBIA MHTEeppanuyc CD). PagnanbHbie TaOMMYKU 3a4epHEHBI, aHATBHOE
OTBEpCTHE — MITPUXOBKA. ['Maporiopa rnokasana 4yepHoi Toukoi Ha opaibHoi CD (mmo: Apennr,
1970, c n3MEHEHUSIMH).

THe (PaceTOK Ha HUX IPOUCXOIMIIO B TOM XKe MOCIIEI0BATSIIBHOCTH (pHC. 1,2-3).

7) Papuanu nosiBISITUCH CHaYajla Ha MPaBOM IUIeYe COOTBETCTBYIOMUX Oa-
3aJiei, HO 4eTKO IO/ LIBOM MEX/1y OpajIbHbIMHU TaOJIMUKaMHU, TO €CTh Cpasy TaMm,
e U3 BeCTUOYIISIPHOM MOJIOCTH, CYASl 10 COBPEMEHHBIM MOPCKHUM JIMJIUSIM, BbI-
XOIAT HApY XKy 3auaTKu amOyJaKpalbHbIX KaHasoB. [lo Mepe mosiBieHus paana-
neil 1 00beJUHEHNSI X B BEHUHK, Oa3abHble TAOJMYKHU pa3pacTaluch IpeumMy-
IIECTBEHHO MPaBOX CTOPOHOH 1 Oa3albHBI BEHYHK BMECTe C HHPpada3aibHbIM
TTOBOpAYMBAJICS 10 YaCOBOM CTpeinke Ha 36 rpamycoB. B pesynsraTe 6azamm y
B3POCIIBIX 3K3EMIUIAPOB CTAJIN YEPEIOBATHCA C paiuaibHbBIMU, 3aHUMAasl UHTEP-
paauanbHOE MoNoxkeHue (puc. 1).

Takum 00pa3oM, U3ydeHHE BO3PACTHON H3MEHUYMBOCTH Y TIAJICO30HCKUX TH-
MOKPUHU TOATBEPXKJIACT APEBHOCTh M (yHJaMEHTAIbHOE 3HAUCHHE JIJISI KPH-
HOUJICH B IIEJIOM HEKOTOPBIX KIIFOYEBHIX MOMEHTOB OHTOT€HE3a, M3BECTHBIX Y
COBPEMEHHBIX MOPCKUX Jniuil. B nepByto ouepenp 310 Kacaercs: GopMHUpoOBa-
HUS OpaJbHBIX TAOJUYEK, MOJHOCTBHIO MPUKPBIBAIOLUINX CBOJ BECTHOYIyMa, H
(hopMHUpOBaHMS 3a4aTKOB PYK B 3aKpbITOH BecTHOYIsipHOM monoctu. He menee
Ba)KHO IMOSIBIICHHUE MEPUIIPOKTa B paamnyce C U ero cMeIieHHe B TeYCHUE OHTO-
reHe3a B OIMH HHTEPPaInyC C TUAPONIOPON. DTO IIOMOTaET MPABUIIBHO UICHTH-
(GUIMPOBATh TIOCKOCTH CHMMETPHH OWJIaTepalibHOM JIMYWHKH M TIeHTapajIu-
anpHOM B3pocoi kpuaouaen (Rozhnov, 2017,b).

Jpyroit npuMep peKOHCTPYKLMHOHTOI'CHE3a CBSA3aH C N3yUEHHUEM BO3pacT-
HOW M3MeHuYMBOCTH yamedek Homocrinus, netansHo npoBeaeHHBIM CeBacTo-
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nyso u Jleiinom (Sevastopulo, Lane, 1988). OHO mM03BOIHIIO IOATBEPIUTH TIPO-
HCXOKJIEHUE MU30KPUHUJI OT TOMOKPHHUIHBIX KpuHouaei (Poxwuos, 1981) u
COCTaBUTh CXEMY NPeoO0pa30BaHUsl appPaHKUPOBKU T'OMOKPUHHUIHON YalIeUKH
B MM30KPUHUJIHYIO B pe3yinbTare rnegomopdosa (Rozhnov, 2007).

4.2. AGeppanTHble GOPMBI SBISIOTCS MapKepaMu
OHTOT€HETHYECKHUX COOBITHIH

Uzydenune abeppaHTHBIX (OpM, BBISBISIEMBIX Ha Pa3HBIX TaKCOHOMHYE-
CKMX YPOBHSIX, OT BHYTPUBUJIOBOW N3MEHYMBOCTH JIO0 YPOBHS CEMEICTB U Jaxe
BEIIIIE, Ja€T BO3MOXXHOCTH BBISIBUTH HAJIMUHNE KJIIFOUEBBIX MOMEHTOB B Oo0JIee riry-
O0okom oHTOTeHe3e. Hampumep, ananms abeppaiuii HCKpUBIEHUS TEKU U CTEOIS
Ha pa3HbIX TAKCOHOMHYECKUX YPOBHSIX, OT MHIMBUAYAJIbHOH U3MEHUUBOCTH
KPUIITOKPUHUIHBIX U PUMUIOLUCTUIHBIX J0KPUHOUIEN, 1O MHOTMX TAKCOHOB
MapaKpUHOUIEN 1 HaJICEMENCTBa KaJIbIIEOKPUHALIEH CPeu KPUHOUIEH ToKa3al
HaJlM4ue B OHTOTEHe3e BCEX MEeTbMATO30HMHBIX UTIOKOKHX TOPCHOHHOTO IPO-
necca. CaMo CyIecTBOBaHME TaKUX abeppaluii ¢ ICKPUBIEHHOH TEKOH XOpOIIIo
00BSACHSIETCS ITeTOMOPPHOH 3a/IePIKKOU HITH TTIepepa3BUTHEM TOPCHOHHOTO TIPO-
uecca (Rozhnov, 2012).

4.3. AHanu3 apXUTEKTOHUKH MO3BOJISIET BBIABUTH U CTPYKTYPUPOBATH
KJTIOYEBbIE COOBITUSI OHTOTE€HE3a KUBOTHBIX
Ha BBICOKOM TaKCOHOMHUYECKOM YPOBHE

AHaJIM3 apXUTEKTOHUKU TAKCOHOB MCKOIMAEMbBIX KUBOTHBIX, KAK H HU3y4e-
Hue adeppaHTHIX (OPM, TIO3BOJISET PEKOHCTPYHUPOBATH UX KITFOUEBBIC OHTOTEHE-
TUYECKUE COOBITHUS, UCTIONIB3YS JaHHBIC 10 OHTOTeHE3y HauOO0JIee POJICTBEHHBIX
COBPEMEHHBIX MPEACTaBUTENICH. DTOT MOAXO UCIOJIB30BAJICS, HAIPUMED, TPU
aHaJM3e CTPOCHMS HCKOIIAEMBbIX MEIbMAaTO30HHbIX HTII0K0KUX (Crinozoa+ Blas-
tozoa) W OIpeelICHUH YPOBHS OpPraHU3aIl[ii Pa3HbIX KIACCOB KapHO30MHBIX
UTJIOKOKUX, OOBEIUHSIONINX MpPEJCTaBUTENeH Oe3 paauaibHOW CHMMETPHH
(PoxHoB, 2017b). C 3T0# 1enpi0 OBLTH 0003HAYEHBI MIECTh KITIOYEBBIX TPOIIEC-
COB B OHTOI'€HE3€ COBPEMEHHBIX MOPCKHUX JIUJIUH, XOPOIIIO OTPAKEHHBIX B CTPO-
CHUU B3pOCIbIX (GOpM U (POPMUPYIONINX HEPAPXUIO TIJIAHOB CTPOCHHUS OT YPOB-
Hs KJlacca KpUHOU/IEH 1 BbIlie. B pe3yibrare ObLIO MOKa3aHO, YTO B OHTOTEHE3E
BCEX MENbMATO30MHBIX MTIIOKOXKHMX CYIIECTBOBAIIM ACHMMETPHYHOE PA3BUTHE
IIEJIOMOB, TMPOIIECC TOPCHH M MOAKOBOOOPA3HOE pa3pacTaHHUEe CPETHETO JIEBOTO
TUJpONEIsl BOKPYT nuiieBona. Cpeau Kapro30WHBIX HIIIOKOXKHUX TOIAKOBOO-
OpasHoro paspacTaHusi THIPOLEIs He OBbIJIO, a IPOIecC TOPCUU B OHTOI'CHE3E
OBLJI TOJILKO Y COJIIOT U, BO3MOXKHO, Y IUHKT (PoxHOB, 2017b, 2018). V cTuinodop
XOTS U He OBIJIO TOPCHOHHOTO Mpoliecca, HO TIepelHe3aHsIsI OCh Y HEKOTOPBIX
KOPHYT M Y BCEX MHUTpAT Kak Obl ciBauBaeTcs (pHc. 2): 1O MOJIOKESHUIO PTa U
aHyca y Hee ObLIO OJIHO HalpaBJieHHe (HCXOIHOE), a o hopMe Teia ¥ HalpaBJie-
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moving direction

Puc. 2. [lepennesannsis ock KOpHYTHOU ctunodopsr Phyllocystis u HaripaBiICHNAE TBUKECHUS.

HUIO ABWKEHUS — TpoTuBonoioxHoe (Rozhnov, Parsley, 2016).

Hpyras BaxxHast mpobiemMa U3ydeHNUs apXUTEKTOHUKH WTIIOKOKHUX 3aKJIO-
4aeTcs B MIPOUCXOXKJICHUU UX OnjaTepalbHOW aCHMMETPHH, pACCMOTPEHHUE KO-
TOPOIi CBSI3aHO C MPOUCXOXKACHUEM OmiaTepalbHOi cuMMeTpun y Bilateria u
COOTHOIIICHUEM IEPeIHE3aHEH 1 IOPCO-BEHTPAJILHON Ocel KHUAapuil 1 Ouia-
TEpUL.

5. BUJITATEPAJIBHOCTb 'EOMETPUYECKA A
N MOPOOI'EHETUYECKA S

BunarepasibHasi CHMMETpHSI BO3HUKAET MPH MOSBICHUU TEeperHe3aqHeld u
JOPCO-BEHTpaIbHON oceil Tena. [Tocine 3Toro MoXHO pa3iauyaTh MPaBylo U Jie-
BYIO CTOPOHBI Tesia. BOZBHUKHOBEHHE STUX OCeH y OMIIaTepuil peryaupyercs u
KOHTPOIUPYETCS CHENUATbHBIMU TeHAMH Ha CTaJIHMH «pa3MeTKu» Tena. [loaro-
My B OMOJIOTHMY Pa3BUTHS TOBOPST O TIEpeAHE3aTHEM U O TOP30-BEHTPAIHHOM
IpaJiIieHTe COOTBETCTBYIOMMX MopdoreHoB. Ho perynsimus coriacoBaHHOTO
Pa3BUTHUS MPABOM U JIEBOM CTOPOHBI OCYIIECTBIISICTCSI HHAYE U BOSHUKAET IOCIIE
ABTOHOMH3ALIMU TPaBbIX U JICBBIX MOP(OreHETUYECKUX MPOIECCOB U TOSBIIC-
HUS AeTalu3alii B CTPOCHUHU OMiIaTepalibHBIX CTPYKTYp Ha MpaBOH H JIEBOM
CTOpOHAX, HAPUMED, ITPH MOSIBIICHUH 324aTKOB MAPHBIX KOHEUHOCTEH, TPYyTruX
MMapHBIX 0COOCHHOCTEH TIPaBOH U JICBOM CTOPOH TeJia, MAPHBIX IIEJIOMOB, TIapHO-
T'0 PACIIOJIOKEHUS YaCTe HEPBHOM CUCTEMBI.

Ho 1o nosiBiieHust napHbeIX 0cOOEHHOCTEH Tenla mpasasi ¥ JIeBasi CTOPOHA, BbI-
JeTIsIsICh TEOMETPHUYECKH, He UMEIOT aBTOHOMHOCTH B CBOEM Pa3BUTHH U HE pe-

TYJIUPYECTCd, Cyas 110 U3BECTHBIM MEXaHU3MaM, CIICIIMaJIbHbIMHU MOpq)OFeHaMI/I.
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To ecTh nepeaHUil KOHEL] TeJla, YHACIEAOBAaHHbIN OT SAUIEKJIETKH, CIYKUT Op-
raHU3aTOPOM/UCTOYHUKOM TOTOKAa MOP(OreHOB, OMpPEACIISIFOIIMX MOpdoreHes
HepeAHEe3aIHEH OCH BO BCeM opraHusMme. pyruMH CJI0BaMH, F€OMETPUUYECKH
nMes IPaByIo U JICBYIO CTOPOHY, TAKOW OpraHM3M HE MMEET aBTOHOMHBIX OuIa-
TepaJbHBIX MOPPOreHETHUECKUX pa3inuuuil. [loaToMy Takyro cTaiuio ¢ TOUKH
3peHust NpoMopOJIOruK MOKHO Ha3BaTh MPOOHIATEPATHHOM.

Ha Gonee mo3nHeil cragqun MOTYT MOSIBISTHCS pa3jinyuus IpaBOd U JIEBOM
CTOpOH, 00YyCJIOBJIEHHbIE BOSHUKHOBEHNEM KaKOM-THOO CHCTEMBI OpraHOB, Ha-
IIpUMep, KOHEUHOCTEH MK 11e7I0MOB. [IpaBble U JI€Bble CTPYKTYPBI pa3aInyuaroTCs
I10 MOJIOXKEHHIO, HO X BHYTPEHHSSI CTPYKTYpa HICHTUYHA, TAK KaK OHU SIBJISIOT-
sl 3epKaJIbHO-CUMMETPUYHBIMH, U Pa3BUBAIOTCSI aBTOHOMHO, HO COTJIaCOBAaHHO
BO BpEMEHHU U B IpocTpaHcTBe. Ha 3Toil cTagum opraHusM sIBIsieTCS yXkKe I0-
HacTosIeMy OMyaTepaibHbIM, TaK KaK Y HETro MOsBIsETCs OMIaTepaibHOCTh B
MIPOTEKaHUH MONYJISIPHBIX MOp(oreHeTH4Ieckux mnpoueccos. [losBrnenne paznu-
Y1 B MOpP(OreHes3e NpaBbIX U JIEBbIX CTPYKTYP IPUBOJUT K ACUMMETPHH B3pOC-
JIOrO OpraHu3Ma M K 3HaHTHOMOP(H3MY, HAIPUMEP, K MOSBJICHUIO PaBO3aKPY-
YEHHBIX U JIEBO3aKPYUYEHHBIX PAKOBHH y TacTPOIoj. Y UITIOKOKUX pa3iIudus B
Pa3BUTHH MPABBIX U JIEBBIX 1IEJIOMOB IPUBEIH K ellle OoJiee CyImecTBEeHHBIM M0~
CIICIICTBHSIM — MOSIBIICHUIO TATHIIY4eBor cuMMeTpun (Rozhnov, 2014a).

5.1. bunarepanbHasi aCHMMETPUS UTTIOKOXKUX:
HeJIopa3BUTAas WU HApYIICHHAs! OUIaTePaIbHOCTh?

Urnokoxxue Ha OAHON M3 paHHHMX CTaJWl OHTOICHE3a Pa3BUBAIOTCS Owmia-
TepalbHO-aCUMMETPUYHO, TaK KaK UX IMpaBble U JIEBbIE IIEIOMBI PAacTyT He-
OJIJMHAKOBO. DTO O3HAYAET, YTO PAa3BUTHE MPaBOW U JIEBOW CTOPOHBI JIMUMHKU
Ha 3TOM CTaJuu PEryJMpPyeTCs pas3iuyarolMMHCS B 3HAUUTEIBHOW cTemne-
HU aBTOHOMHBIMH MOAYJISIDHBIMHM CHCTEMaMH. Y MHOTHX APYTHUX OuUJlaTepuil
CTPYKTYPBI IPABOH U JIEBOH CTOPOH TeJla Pa3BUBAIOTCS OJMHAKOBBIM 00pa3oM.
CrenoBaTenbHO, TOMKEH OBITh CIICHATbHBIA MOP(OTreHeTUYECKUI MEXaHU3M,
OCYULIECTBIISIOUIUN MPOCTPAHCTBEHHOE CXOJCTBO M CHHXPOHHOCTH Pa3BUTHUS
OunarepanbHbIX cTPYKTYp. [IpobiaeMa mporcxXokICH S 3TOr0 MEXaHH3Ma CHH-
XPOHU3AINH B SBOJIOLNH OMJIATepUil IO CUX MTOP OCTAeTCs HesICHOH. Bo3mMoxkHO,
MIPOHUCXOIHIIO TOCTENEHHOE YCUJIEHHE MPOCTPAHCTBEHHON CX0XKECTH U OJIHO-
BPEMEHHOCTH OMJIaTepatbHbIX MOP(OreHeTUYECKUX MPoLEeccoB. B aToMm ciiyuae
ACHMMETPHS LIEJIOMOB y UTJIOKOKMX MOTJIa OBITh HE TOBEACHHOH 10 KOHIA CUM-
MeTpH3alKel mpouecca X pa3BuTus. B HacTosiee BpeMsi akTHBHO paspada-
TBIBAETCS MPEATONIoKEeHNEe 00 yHACIeT0BaHHOCTH OUIaTePaIbHOM CUMMETPHH
ounarepuii oT obmiero npeaka ¢ kauaapusmu (0630p Ball et al., 2011). o, ko-
HEYHO, HE CHUMAET BOIIPOC O IMPOMUCXOKICHUH MeXaHnu3Ma (GopMHUpPOBaHUs Ou-
JaTepanbHOW CUMMETPUH, a JIMIIb EPEBOJUT €ro Ha Oojiee paHHIOIO CTYICHb.
Ho B aTOM ciydae acuMMETpHs pa3BUTHA LIEIOMOB y UITIOKOXKUX BTOPUYHAS,
TO €CTh SIBJISIETCS. HAPYILEHHON CUMMETpUEH. YCUIIEHUE aCUMMETPUYHOIO pas-
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BUTHS 1IEJIOMOB CTaJIO Y OOJIbIIICH YaCTH UTJIOKOKUX OCHOBOH /it (hopMupoBa-
HUS pajuaibHON (IIATUITYYEeBOH) CHMMETPUHU B Pe3yJIbTaTe MOAKOBOOOPa3HOTO
CepUabHOrO pa3pacTaHMs JIEBOIO THIPOLEN BOKPYT NuiLeBoaa. BeposiTHo, y
Kuupapuii nosiBineHue paguanbHOW CHMMETPHUH OBLIO CBSI3aHO C YCHJIGHHEM H
pasBuTHEM OMJIATEPaIbHON CUMMETPUHU, YEMY UMEIOTCSI MOJICKYJISIPHO-T€HETH-
Yyeckue, MOp(OJIOrMueCKre 1 MaJICOHTOJIOIMUECKUE JOKa3aTeIbCTRA.

5.2. PaguanbHas cummeTpust Kuunapuii
OCHOBaHa Ha UCXOJIHON OWIIaTepalbHOW CUMMETPUHU

Herae cymecTBytone KHUAAPUH WMEIOT MHOTO CHEIHaJIN3UPOBAHHBIX
4epT, KOTOpPhIE 3aTPYTHSIOT BBISABICHUE XapaKTEPUCTHK MX MPEIKOBBIX (HOpM.
Tem HEe MeHee, cpefl HUX B HaHOOJIBIICH CTENEHN OTPaKAIT aHIECTPATIbHOE
ctpoenue npenacrasutenu Anthozoa (Ball et al., 2011). Eciiu mo HemaBHero Bpe-
MeHH OblTa TOBCEMECTHO MPUHSITA el 00 UCXOTHOW paniualbHONH CHMMETPHHU
KOPAJIJIOB M KHUAAPHUH B IIEJIOM, TO TETIEPh CTaJIU OOoJIbIlIee 3HaUCHUE TTPH/1aBaTh
XOPOIIO BRIPAKEHHOH OMIaTepalibHOW CHMMETPHHU Y COBPEMEHHBIX MIECTHTY-
YEeBBIX W IMAJICO30MCKUX YETHIPEXITyUEBBIX KOPAJIIOB (PYro3) B pacloOKCHHH
CenT 1 Me3eHTepHeB. [laHHble 00 IKCIPECCHH TEHOB Y COBPEMEHHBIX T'€KCaKO-
paIOB MOKa3bIBAIOT, YTO B JOPMHUPOBAHNH MX TIEpEIHE3aHEN OCH YUaCTBYIOT
Hox-rensl, a BAOJIb AUPEKTUBHOU OCH, MPOXOASAIIEH Yyepe3 MIOCKOCTh CUMMeE-
TPHH, ACUMMETPUIHO KCTIpeccupyroTcs reasl Dpp/BMP4, yuactByiomue y Ou-
naTtepuil B o0pazoBaHui 1opco-BeHTpaiabHoi ocu (Finnerty, 2003). OTo cBuze-
TEJIBCTBYIOT O BEPOSATHOM COOTBETCTBHUHU HX OpajbHO-a0OpaNbHON OCH Iepe/-
He3aJIHel ocu Ouiatepui, a AMPEKTUBHOW OCH KOPAJIJIOB — JIOPCO-BEHTPAIBHOM
ocu Oomitatepuii (003o0p Ball et al., 2011).

N3yuenne apXMTEKTOHMKH HCKOIAEMBIX MaJ€030MCKUX Pyro3 W 0coOeH-
HOCTEH WX pOCTa MOKa3bIBAIOT BO3ZMOKHOCTH Takoro cooTBeTcTBHUsA (Rozhnov,
2014b). OTo HccnemoBaHue BERISBIIIO I 0OOCHOBAJIO COOTBETCTBHE OCEH TUINH-
KU U B3POCJIOTO TOJHUIA YEeTHIPEXJIYUYEBBIX KOpaJIoB. JIMumHKA ocenmana Ha
IPYHT W NPHUKPEIJISIach K TBEpIOMY OOBEKTY Ha AHE BEHTPAJIbHOW CTOPOHOM
(puc. 3). OpanbHast yaCTh Pa3BUBAIOIIETOCS MOJIUIMA U3rHOAIach BBEPX B JI0p-
CO-BEHTPAJIbHOH IIOCKOCTH OBIBINEH JIMIWMHKH, U B 3TOH K€ TIIOCKOCTH B TIO-
nurie (OpMUPOBANHCH IBE CEMNTHI: TJIaBHAsI C OBIBIIEH BEHTPAJIbHONH CTOPOHBI
Y TPOTHUBOIIOJIOKHAS C JOPCAIBHONW CTOpOHKL [loaTOMy pacrionoxkeHue riaB-
HOW CENThI HA BBIITYKJIOH CTOPOHE POTOBUIHO U30THYTOT'O KOPAJIINTAa COOTBET-
CTBYET BEHTPAJIbHOU CTOPOHE JIMYUHKH, & PACIHOJIOKEHHUE MPOTUBOMOIOKHOU
CeINTHl Ha BOTHYTOW CTOPOHE MapKUpPyeT OBIBIIYIO JIOPCAJIBHYIO CTOPOHY JIH-
guaKA (2014b). Takum oOpa3oM, y MoiHIa pa3BUBAINCE 00€ OCH, BO3HUKIITHE
y JIMYUHKU — OpaJIbHO-a0opalibHasl U J0PCO-BEHTpaIbHAS, KOTOPYIO y KOpaJ-
JIOB MIPUHSTO Ha3bIBaTh TUPEKTUBHOU. JlanbHeliee 3aI0)KeHUe CeNT 1Mo Mepe
pocTa KOpaJuIMTa MPOMCXOAMIIO OWIaTepajbHO CUMMETPUYHO OTHOCUTEIIHHO
JUPEKTHBHOW OCH TIOJIMIA, CPOPMHPOBAHHONW Ha OCHOBE JIOPCO-BEHTPAJIBHOM
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Puc. 3. CooTHomeHne oceil JINYMHKHN YeThIpexyrydeBoro kopamia Bothrophyllum u pas-
BUBAIOLIETOCS M3 HEe MOJMIA: ¢ — CBOOOJHOIUIABAONIAs UIAHYJIAa M COOTHOIICHUE OpalibHO-
abopasbHOW M JOpCO-BEeHTPaNbHON ocu. HampaBienune ABM)KEHUS IUIAHYJIBI IPOTUBOIOI0KHO
OpaJILHOMY TIOJIIOCY (ITOKa3aHO CTPENKol ¢ OyKBOM m); 6 — Hayaso Pa3BUTHUS MOJIHUIIA TTOCIIE OCe-
JaHWS TUIAHYJIBl U MOSBIICHNE MEepBOH Mapsl cenT, kapauHanpHoil (cardinal) (C) u mpoTuBomo-
noxHoi (counter) (K) B 1opco-BeHTpanbHOM MIOCKOCTH OCEBILICH TNUMHKY; 8, 2 — JaTbHEH NN
POCT cKeJeTa IoJinna U OucepualibHOe 3aJI0KeHHe TTocIeyomux cent. O — opaJbHBIN TOITIOC,
Abo — abopanpHBIH MONFOC, d — TOpcaIbHAsI COPOHA, V — BEHTPaJbHAs CTOPOHA.

oc THYUHKHA. COOTBETCTBEHHO, 3TO TPEIIONAraeT NepBUYHOCTD OHIaTepaib-
HOW CUMMETPHH KHUJAAPUU U €€ OPraHU3yIOIYIO POJib B POPMHUPOBAHUM Yy HUX
BTOPUYHOM pauaibHON CHMMETPHH. DTO MOATBEPKAAIOT U JaHHBIE 110 IMOpU-
OHAJILHOM MHIYKIUH y coBpeMeHHbIX akTuHui (Kraus et al., 2016).

5.3. IBa myTH opMHUPOBaHUS paaHaIbHON CHMMETPHUU:
Echinodermata versus Anthozoa

CpaBHeHre GOpMUPOBAaHUS CHMMETPHH Y UTIIOKOKHUX U aHT030a, OTPaKako-
IIET0 €€ CTAHOBJICHHE y TPEJCTaBUTENCH 000MX TAKCOHOB, BBISBIISIET HHTEPEC-
HOE M MapaJoKCaJbHOE CXOMICTBO. PagnanbHas CHMMETPHUS UTTOKOKUX (OJHOTO
13 OCHOBHBIX TaKCOHOB BTOPUYHOPOTHIX OMjaTepuii) BOZHUKAET MMyTEM achM-
METpH3AIlUH UCXOTHO OMJIaTepaIbHOrO apXeTuIa, a y Kuumapuii, cecTpuHCKOM
TPYIIIBI OMIaTepHii, CANTABIINUXCS PaHEee UCXOMIHO PaJHaIbHO-CHMMETPHIHBI-
MH JKWBOTHBIMH, pajguaibHas CUMMETpHsl (hopMUpYyeTCs WHave, CyJs Mo pas-
BUTHIO AHT030a, HO, BO3MOXXHO, TAK)Ke ITyTeM MPeo0pa30oBaHus U YCOBEPIIICH-
CTBOBaHHUS OMIIATepaIbHON CHMMETPHH.

6. SAKJIFOYEHUE

N3yueHne apXUTEKTOHUKHU MPEACTaBUTEIEH HMCKOMaeMbIX TakCOHOB Meta-

Z0a JaeT BO3MOXKHOCTH BBISSBUTh MHOTHE KJTFOYEBbIE MOMEHTHI UX OHTOTCHE3a,
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Ba)KHBIE JIJIS1 BBISICHEHU S IPOUCXOKIEHU I TAKCOHA U ITYTEH ero 3BOJTIOLUN. ITO
MTO3BOJIAET ONPENETUTh HEPAPXUUECKYIO CTPYKTYPY IJIAHOB CTPOCHHUS KUBOT-
HOro, OTpakarolyr (opmupoBaHus TakcoHa. IIpomopdomnorus, nzydas cum-
METPHIO B3aUMHOI'O PACIIONOKEHHUSI MOAYJISIPHBIX YacTe opraHu3Ma 1 ee 3BO-
JIIOLUIO, HAXOJUT COBMECTHBIN S3bIK C OMOJIOTHEH pa3BUTHS, HCIONb3Ys 00IIHe
TEPMUHBI U MOHATHS. B pe3yibrare mposicHAETCS SBOJIIONMS OHTOIEHEe3a MHO-
I'UX TPYIII )KHBOTHBIX B PealibHOM I'€0JIOTMYECKOM BPEMEHH, YTO CIIOCOOCTBYET
emie OOJNbIIEMy COMMIKEHUIO OMOJIOTHH Pa3BUTHS M MAJICOHTOJIOTHH B paMKax
ABOTIOIMOHHON Omostornu pa3Butus (EvoDevo).
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Architectonics and promorphology of Metazoa as the basis
for the reconstruction of ontogeny and phylogeny
of the extinct taxa

S.V. Rozhnov

Architectonics is the study of the division of the animal body into modular structures
that are to some extent autonomous in their ontogeny and phylogeny. Thereby it allows
key points in the ontogeny of many fossil taxa to be identified. Thus, it allows revealing
the key moments in many fossil taxa ontogeny. Promorphology, by studying symmetry
of mutual arrangement of organism modular structures and its evolution, together with
architectonics analysis allows to make clear the ontogeny evolution in a real geological
time, thus connecting paleontology and developmental biology in a closer way.
Application of this approach to echinoderms allowed to demonstrate the presence of
torsion process in the ontogeny of all the pelmatozoans and solutans among «Carpozoa,
and the absence of this process among stylophorans. The analysis of architectonics
and Promorphology of Rugosa corals has revealed the correspondence of oral-aboral
and dorsal-ventral axis of their larva with oral-aboral and directive axis of the polyp,
developing from them. This proves the primacy of Anthozoa bilateral symmetry, and,
probably, all the Cnidaria in relation to their radial symmetry.

Key words: Bilateria, symmetry, Echinodermata, Cnidaria, Rugosa, promorphology,
modularity, body plan
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PETPOI'PAJHA S 3BOJIIOIU A BJIACTOIIOPA:
OT MOP®OTI'EHE3A K OHTOI'EHE3Y

B.I. Yepnanues, E.I'. KopBun-IlaB/joBckas
Buonoeuuecxuii paxynomem MI'Y um. M.B. Jlomonocosa
vgcherdantsev@yandex.ru

OBomtous 6JIaCTONOPa pacCMaTPUBAETCS KaK MOJIEIBHBINA TPHUMEpP 3BO-
JTIONUHU MeXaHu3Ma MopdoreHesa, OCHOBAaHHOTO Ha THUIIOJIBHOM B3aHMO-
[[eﬁCTBHH CTOKOB U HCTOYHUKOB CBO60Z[H0171 TMOBEPXHOCTHU SMUTECIINATb-
Horo 1uiacrta. biacrornop Bo3HHKaeT Kak 0co0ast TOUKa BEKTOPHOTO MOJIS
JBIDKEHUST c(eprudecKkoll MOBEPXHOCTH, UMEIOMAsi HYJIEBYI0 CKOPOCTh
MIJIAHAPHOT'O JIBUKECHUS M OKPYXKCHHAsh TOPOMJAIBHON ITOBEPXHOCTHIO
(«xpaeBsiM Topom», KT). O6macts KT — 06macTs MakCHMaIBHOTO TIEpe-
najga CKOpPOCTH IUIAHAPHOTO IBIJKEHUS M, KaK CIEACTBHE, 00JacTh MakK-
CHUMaJIbHOI M3MEHUYMBOCTH NpOIecca TacTPyIalUU. DBOIIOLUS TacTpy-
JSIUY HAUYWHAETCS C COKpalleHus O1acTornopa u MpoaoiKaeTcs MyTeM
00pa3oBaHMs HOBBIX, OOJIee paHHUX CTaJNH €ro pa3BUTHS 3a CUET POCTa
ero auameTpa (pempoepaduas 360ni0yust). BO3SMOXKHBI BCEro TpU THIA
YCTOMYMBOIO pacIpeAesieHNus] CTOKOB U MCTOYHUKOB noBepxHocTu KT,
Ka)K}IBIﬁ 13 KOTOPBIX pCATU3YETCA B OBOJIIOIUH. 3TO, BO-TI€PBBIX, KYHU-
JaTepanbHas» racrpynsuus Lophotrochozoa ¢ UCTOYHHKOM M CTOKOM
MOBEPXHOCTH Ha MpOTUBOMOJNOXKHBIX nomocax KT u aByms Ounare-
paJbHO CUMMETPHYHBIMH MTOTOKAaMH OT HCTOYHHKA K CTOKY. BO-BTOpBIX,
9TO «OmyaTepanbHas» racTpynsnus Ecdysozoa ¢ nBymsi OuiarepaibHO
CUMMETPHYHBIMHA HCTOYHUKAMH U JBYMsI CTOKaMHU ITOBEPXHOCTH Ha MPO-
TUBOIOJIOKHBIX MOJNIOCax Omacrornopa. B-TpeTbux, 3TO «paauaabHas»
racTpynsiuust Deuterostomia M XOPIOBBIX: OJUH U3 IOJIIOCOB OKPYXK-
Hoctu KT siBisieTcss CTOKOM IOBEPXHOCTH, MOCTYMAIOIIEH U3 ABYX HC-
TOYHUKOB — ¢ mpuierawomeil k ctoky KT Hapy»HOI MOBEpXHOCTH U C
MIPOTUBOIOIOKHOTO Moitoca okpyxHocTH KT. B sBomronnn 6macronopa
XOPZAOBBIX OT JIAHIIETHUKA K AMHHUOTaM YAAETCsI MPOCIENNTh MOCTENEH-
HOC 3aMCUICHHUE TaCTPYIAIUOHHBIX }IBI/I)KCHI/Iﬁ npearacTpyaIaIOHHBIMU
KJIETOYHBIMH ITOTOKAMHU 32 CYeT (PUKCAI[MM FeTePOXPOHU, HAMEYEHHBIX
B HOPMaJIbHOH M3MEHUYNBOCTH Mopdorenesa. [IockoiIbKy U3MEHYHBOCTh
CTPYKTYp COKpamiaeTcs Mo Mepe UX (POpMHUPOBAHHS, B IBOJIOIHUH HC-
MOJTB3YETCs] U3MEHYMBOCTH OOJIee paHHHUX CTAUI X Pa3BUTHSL.

Knrouesvie crnosa: perporpannas 3Boironus, Mopdorenes, oiactomnop, ra-
CTPYJISALHS
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BBEJEHUE

M.A. llumkun (1984) BriepBbie, MO-BUAMMOMY, 0OpaTHII BHUMaHHE Ha MTPO-
THBOpEUNe, JIe)Kallee B OCHOBE COBPEMEHHBIX IIPECTaBICHHH 00 YBOIOINH OH-
TOTeHe3a, B YaCTHOCTH, KoHIen i ¢pummopruoreneza A.H. Ceseprosa (1939).
C OJHOW CTOPOHBI, YTBEPKIAETCS, YTO IBOIIOLUS (DEHOTHIIA HEBO3MOXKHA 0e3
M3MEHEHUs ero oHTtoreneza. C apyroil CTOPOHBI, OCHOBHBIM MOIYCOM 3BOJIIO-
uun cuutaroTces anabonuu (Ceepios, 1939), korna y CTpyKTYphl, Ha KOTOPOi
OCTaHABJIMBAJIOCH Pa3BUTHUE IIPEIKOB, MOSBJISETCSA HOBAsI CTaAMs Pa3BUTHUS, U3-
MEHSOMIAs 3Ty CTPYKTYpy. HoBast ctanus mosBnsieTcs Kak deus ex machina, 6e3
WM3MEHEHUs MPEAIISCTBYIONINX 110 BPEMEHH CTaJIMi, TaK 4TO, CTPOrO TOBOPS,
SBOJIIOIIMH OHTOTEHE3a 3/1ech HeT. Eciiu jke OHTOreHe3 U3MEHSETCs, TO JIoTHYe-
CKH HEen30€KEeH BBIBOJI, UTO €r0 M3MEHEHHUE PAaCIPOCTPAHICTCS OT OoJiee Mo3/-
HUX CTaJU{ pa3BUTHS K OoJiee paHHUM CTaIusIM. B 3TOM W 3akiroyaeTcs ujiest
peTpOrpagHoOil 380a0YULU OHMO2EeHe3a: TIPEATIONAaraeTcs, YTO N3MEHEHUs Ooee
pPaHHUX CTaJWil OHTOT€HE3a, HE SIBISIONIHECS SMOPHOHATEHBIMY HITA JIMIHHOY-
HBIMHU aJlanTalUsIMHU, MPOUCXOASAT Ha 00Jee nO30HUX CTATUAX €ro ABOJFOIHH
(IOumkwus, 1984; Cherdantsev, 2014).

OMIHUPUYECKUM JIOBOJIOM B TMOJIb3Y MMEHHO TAKOT'O HAIPABJICHUS JBOJIIO-
LUK SIBJISICTCS] IMHAMHUKA HOPMAJIbHOM MHIMBHUIYaJbHOW W3MEHYHUBOCTH MOP-
(orenesa. U3sMeHYHMBOCTH (hOPMUPYIOMKUXCS CTPYKTYP MaKCHUMaJlbHA B HadaJe
W cokpariaeTcs B mporecce ux ¢hopmuposanus (Uepmanues, 2003; Scobeyeva,
2006; Cherdantsev, Scobeyeva, 2012). HeBepHo ObI7I0 OBI CUMTATh, YTO ITaA W3-
MEHYUBOCThH BOOOIIE HE MMEET BOJIFOIIMOHHOI'O 3HAUCHUS, MTOCKOIbKY WHIHU-
BUJlyaJbHBIC BapUaIlUU OOBIYHO MPEIBOCXUINAIOT BO3HUKHOBEHUE CTOWKHUX
TaKCOHOMHUYECKHUX pa3JInuuii, HE3aBUCHMO OT MX BKJIAJ[a B IPUCIIOCOOJICHHOCTh
(Cherdantsev et al., 1996).

Takoli yTh SBOIIONMK XOPOIIIO M3BECTEH (HEMOOIEHUBAETCS TOJIBKO €ro
a0CONIOTHAsT YHUBEPCAIBHOCTH) U YACTO TOJKYETCS KaK 3MOpHOajanTamnus
moclenyomei «panvonanu3anueii passutus» (Llmanerayzen, 1969; Arendt,
Niibler-Jung, 1999). Yyckaercs U3 BUIa TO, YTO OHTOTCHE3 M3MEHSIETCA B Ha-
MpaBJCHUH, MPEIONPEACICHHOM MEXaHM3MOM MOpQoreHesa, a 3HaYMT, MaTe-
pHajoM JJIsl BOIIOIUN OHTOTEHe3a SBIISETCS N3MEHYNBOCTH, BRITEKAIOMIAs U3
caMoro 3Toro MexaHusma. M3MeHYHnBOCTh MOp(OTeHe3a OKa3bIBAETCSl aHAJO-
TOM JIapBUHOBCKOM HEOIIPE/ICICHHON W3MEHYMBOCTH, HO pa3HUIA B TOM, UYTO
IBOJIIOIIMOHHAS (PUKCALIMSI €€ BAPUAHTOB BO3MOXKHA JaXKe MPHU X CEJICKTUBHOM
uertpanbrocTu (Cherdantsev et al., 1996; Cherdantsev, 2014).

Crnenyrolui npuMep HarJISIIHO MOKa3bIBACT, KAK M3MEHUYMBOCTD, 00s3aH-
Hasi CBOMM IIPOMCXOK/ICHNEM HCKIIFOUUTEIFHO MEXaHu3My Mop(doreHesa, cos-
nmaet ontorene3 (Cherdantsev, Korvin-Pavlovskaya, 2016). ¥V 3aponbiiieii Bbro-
Ha (Missgurnus fossilis L.), kak n y npyrux koctuctoix poido (Urnarsesa, 1979;
Bruce, 2016), panuanpHasi cuMMETpUs OJIaCTOACPMBI BIIEPBBIC HAPYIIAETCS C
HA4aJIOM 3MHOO0JIUU: B OJJTHOM M3 CEKTOPOB OJIaCTOACPMBI TICPUMETP €€ OKPYIK-
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Puc. 1. Bnactonepma 3apoabliieil BbloHa B IIpoliecce mepexona oT
obpazosanus 3K (mepudepuueckast 061acTh 6IaCTOAEPMBI) K 00pa3oBa-
Huto 311, Crpenku — pagnajibHble KICTOUHbIE TOTOKH, HAIIPABJICHHBIC B
o6uacth 3K, MyHKTHUPHBIE CTPEJIKU — TAHTCHIIHAIBHBIC TOTOKH BHYTPH
3K, koHBepreHnus KoTopsIx BeaetT k oopaszosannio 3111 I, IT u III — cek-
Topbl 00pa3oBanus 3111 (yrioBoe paccTosHHE OT «KAHOHMYECKOIT 30HBD»
OIpeeIIsUTH ¢ TOYHOCTBIO 10 90°) ¢ wacTtoToit 74% (1), 8% (11) u 8% (I1).

HOCTH COKpAIllaeTcs, ¥ K €e TPaHulle CTATHUBAIOTCS KJIETKH, 00pas3ys 3a4aToK
3apoapieBoro konbla (3K). ITo mepe toro xak 3K pacnpoctpansiercs BIOIb
OKPY>KHOCTH OJIaCTOIEPMBI U 3aMBIKAeTCs, HA MECTE TIEPBOHAYAIBHOTO 3a4aTKa
3K obpa3zyeTtcs 3apozasimenslii muTokK (3LL[) — 3auaTok 0CceBBIX CTPYKTYp U ro-
MOJIOT JIOpCcaibHOM T'yObI O1acTomopa ampuduii. Takoit mopsmok pa3BuTHUA (T. €.,
OHTOT'€HE3) €CTECTBEHHO BBITEKAeT M3 Pa3IMYMi B IUIAHAPHON (B IIOCKOCTH
KJICTOYHOTO TLJIACTA) ITOJIBHYKHOCTH KJIETOK, 00YCIIOBIIEHHBIX T€OMETpPUEH dIH-
Oonuu. JBuKeHHe BIOJIb MEPUAMAHOB OJacTOnepMbl (LEHTPOOEKHBIE TTOTOKH
KJIETOK) OI'paHUUYMBAETCS Y Kpasl €€ OKPYXKHOCTH, a JBUYKEHHE KJIETOK BJOJIb
KpaeBOl 30HBI — B 30HE KOHBEPIeHIIMH TIAHAPHBIX TTOTOKOB.

To, ato 3K u 31| BO3HUKAIOT B 00JIACTH ITEPECEUCHUS IICHTPOOCIKHBIX MTOTO-
KOB ¥ TIOTOKOB, UyIINX BIOJb KPAaeBOH 30HBI, IPEICTABISAETCS €CTECTBEHHBIM
(4TOOBI HE cKa3aTh TPUBUAJIBHBIM) CIICACTBUEM I'eOMETpUH JIBUkeHus. OqHako,
Kak MO0Ka3aHO Ha pucC. 1, IOMUMO «KaHOHMYECKOTO» BapHaHTa pa3Butus (/), B
COCTaB HOPMaJbHOM U3MEHUYHUBOCTHU CO CTATUCTUYECKU JIOCTOBEPHOM YaCTOTOMU
BxoaaT 3akiuanka 3111 mamporus mecta 3akmanku 3K (//), u Ha pacctossHuH B 90°
oT MecTa 3toi 3aknanku (//7) (Cherdantsev, Korvin-Pavlovskaya, 2016).

Jns mopdorenesa He BaKHO, KAKUM U3 OIHUCAHHBIX crIOco00B OyneT ¢op-
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mupoBathest 3. BaxkHO TONBKO, YTO €ro BOSHMKHOBEHHE HEM30EKHO H3-3a
HEYCTOMYMBOCTH MPOCTPAHCTBEHHO OJTHOPOIHON KPUBHU3HBI U (MIIM) TPOCTPaH-
CTBEHHO OJHOPOIHOTO pactpenenenus kineTok 3K. ['oBops kpaTko (moxpobHEe
Cherdantseva, Cherdantsev, 2006; Cherdantsev, 2014), Bce ael0 B COYCTaHUH
LEHTPOOSKHBIX KJIETOYHBIX IMOTOKOB, PACTATHBAIOIINX OJIACTOEPMY, C MUHU-
MH3aIUe OTHOLICHUS NepuMeTpa Oyactonepmsl K ee momanau (puc. 1). Ilo-
JIOXKUTCJIbHAA O6paTHa$1 CBs3b MCXKY CUJIaMH PACTAXKCHHUA U COKPAIICHUS HE
MO3BOJISIET YBEITUYHMBATD TLIONIAIb OJIaCTOJCPMBI, COXPaHsIS IMPOCTPAHCTBEHHO
OJTHOPOAHYIO (POPMY ee TPaHUIIBl U pABHOMEPHOE pacipe/iesieHHe KJIETOK BJIONb
ee okpyx)HocTh. B mpomecce amubonmu OactonepmMa MOKET HAaXOIUThCS THO0
B PEKMME OCHMJUISILUMA, Yepenysi ONHOPOAHYIO U HEOJHOPOIHYI0 (hopMy, T100
B pexxuMe TUPPEPSHIIMPOBKH, BBIIEISS YETKO OYCPUYCHHYIO 00JIACTh KOHJICH-
caluu KJIeTok — 3auaTok 311 — co BcemMu onMcaHHBIME BapHaHTAMHU MECTa BO3-
HUKHOBCHHSA 3TOI'0 3a4aTKa U HEMMOCPECACTBEHHBIX ITPUYHNH €0 BOSHUKHOBCHU .

«Hexanonuueckue» BapuaHThl /1 v /1] BO3HUKAIOT PU T€TEPOXPOHUHU, KOT 1A
TEMITbl KOHBEPTEHIIMH OTCTAIOT OT TEMIIOB Pa3BUTHS IIEHTPOOEKHBIX KIIETOU-
HBIX IOTOKOB. M3-3a 3T0oro Temmsl hopmupoBanus 311 oTCTarOT OT TEMITOB A1TH-
00J1MU, HO HE HACTOJIBKO, YTOOBI KOH IeHcaus kieTok 3K BooOIe 0TCyTCTBO-
BaJsia. B Tabiuiiax HopManbHOTO pa3Butus zebrafish (Brachidanio rerio) npuso-
nutes Toibko BapuanT / (Kimmel et al., 1995), XoTs Mmexann3M 300NN TaKOH
JKe, KaK Y BbIOHA U JIPYTUX KOCTUCTHIX PHIO. [lero He B M3MEHEHUH MeXaHu3Ma
Mopdorenesa, a B ToM, uto y zebrafish nossnenue 3L npensapsiercs nudde-
pennupoBkoii mianapHoi kpuBu3Hbl 3K (Cherdantseva, Cherdantsev, 2006): Ha
OJTHOM U3 TIOJIFOCOB OJIaCTOIEPMbI KpUBU3HA YMEHBIIIAETCS, & 3HAUUT, 110 3aKOHY
Jlarnaca, pacTeT HaTsKEHUE IPAHUIIBI pa3ziesna OJIacTOAEPMBI C KEITKOM.

[IponcxoauT TO, YTO MOKHO Ha3BaTh «(PUKCAIUN TETEPOXPOHHUI», KOTAA
OJIMH "3 MOP(OTCHETUYECKHX IPOIECCOB OTCTAET, BBHIHYXKIAs OCTaJIbHBIC
MPOIIECCHI JIOKUIATHCA ero Havana i 3aBepiienus (Cherdantsev, Grigorie-
va, 2016). PocT HaTs)eHHS OKPY>KHOCTH 0JacTOAEpMBI Ha OTHOM U3 €€ y4acT-
KOB CTAaHOBHUTCA TEMII ITUMUTUPYIOIIUM 3BCHOM 3HI/I6OHI/II/I, (l)aKTI/I‘-ICCKI/I XKe —
HOBOM (BcTaBOwHOM) ctamueil pazsutus 3lI. Takas cTtagus ecTh U y BbIOHA,
HO TOJILKO B BapuaHTe /, a y zebrafish, n3-3a KOHBEPTeHIINH EHTPOOCKHBIX
ITOTOKOB, HAIIPABJICHHBIX B CTOPOHY ydacTka 3K ¢ MakCHMMaJbHBIM HaTsIXkKe-
HHEM T'PaHUIBI 0JaCTONEPMbI, OHA CTAHOBUTCS 0053aTEIIBHOMN, HCKITIOYAIOMICH
OCTaJIbHBIC BAPUAHTLI pa3BUTHA.

[Tpu TakoMm mpeoOpa3oBaHUK PAa3BUBAIOIIASCS CUCTEMa OTAAJSAETCS OT TO-
pora camoopranuzanuu, koraa 3, mpu ManbIX CIydalHBIX BapHalHsIX, MO-
JKET MOSBUTHCS B Pa3HBIX CEKTOpax OnactonepmMsl. PaccTostHIEe OT 3TOTO TIOpora
CIIY’KHT KPUTEPUEM, TIO3BOJISIONIUM CYyTUTh O CAMOM HAJTUYHH IBOJIOIUN OHTO-
reHe3a, Tak Kak pedb UJCST O 3aMCEUICHUH CIyYalHBIX (DIIFOKTYyaInii 3aBHCUMO-
CTBIO Pa3BUTHS OT €r0 UCTOPUU. DBOJIONUS Ke, yIAISIIOMAs pa3BUBAIONIYIOCS
CHCTEMY OT IOpOora CaMOOPTaHM3alllU U CO3/1atolIasi OHTOTeHe3 (T. €., HCTOPHUIO
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pPa3BUTHS), SIBISAETCS, 110 OMPEAEIICHUI0, PETPOrpaHON 3BOITIOIUEH.

PetporpasgHocTs CHUMaeT BOIPOC O TPOUCXOKACHUH U3MEHUNBOCTH Ty TeH
OHTOT€HE3a, OOBSICHS, IOYEMY IBOJIIONHS UACT «3a70M Harepem». C BoBiede-
HHEM B HBOIIONHIO OoJiee paHHUX CTaAWil Pa3BUTHS B PACIIOPSHIKEHUH OHTOTe-
He3a OKa3bIBAETCS M3MEHUMBOCThH, BOSHUKABIIAS B Hauajle (POPMUPOBAHUS M-
OpHOHAJIBHBIX CTPYKTYp M €llle He ycreBiias yracHyTb. OmucaHHasi BKpaTie
sBosronMs 3akyaaku 31 naet npeacraBieHue O CIIEHapUH BCe peTporpaaHoil
9BOJIIONIMH OHTOT€HE3a, B YACTHOCTH, IBOJIONMH OiacTonopa Metazoa Kak mpe-
BpAIIeHHs] TIOCTaBISIEMON MOP(OTeHe30M HEONpeeIeHHOH W3MEHUYHNBOCTH B
OTIpeIeTICHHBIN MOPSOK CTAIUH HOPMAJIBHOTO Pa3BUTHSI.

BO3HNKHOBEHUE BJIACTOITIOPA
HA OCHOBE JIMITIOJILHOI'O B3AUMOJIEMCTBU I MICTOYHUKOB
1 CTOKOB CBOBOJIHOI [TOBEPXHOCTU

C Tex mop, Kak Oblja JOKa3aHa HECOCTOSTENBHOCTh TUNOTE3BI [ eKKens o
OnacTyle v racTpyJie Kak MpeIKOBhIX B3POCIBIX (JopMax, CAeNaBITUXCS CTaINS-
MH OHTOT€HEe3a COBpeMeHHBIX Metazoa (3axBarkuH, 1949; bexnemures, 1964),
MPUYMHBI BOSHUKHOBEHHS 0JIaCTONOPA OCTaBajIOCh UCKATh B TEOMETPUH U Me-
xaHUKe Mop(doreHesa KiIeToYHbIX nuTeauatbHbix miactos (OI1). K perrenuro
3agauu 6mvke Beero nmoponutd [IpecHos u Ucaesa (Presnov et al., 2010; Isaeva et
al., 2012), npeamnosioxxus, uto chepraeckuii 11 MOKET UMETh TOMOJIOTHIO «Che-
PBI C IBIPOTY, T/Ie ABIPON — TOMTOJIOTHYECKUM aHAIOTOM OJIacTONopa — SBIISETCS
OJIMH W3 T€OMETPUUYECKUX TIOTIOCOB cepbl. BriepBbie ObLIO TaHO OIpe/eeHne
Onacronopa, He 3aBUCsIILee OT BEIOOpA CUCTEMBI MPOCTPAHCTBEHHBIX KOOPAUHAT
(B yaCTHOCTH, OT aHMMAJIbHO-BET€TaTHBHOM MOJISIPHOCTH SIHIA) U OT OHTOT'€He-
3a. OHO, KOHEYHO, HE PEIajio BOMpPOca, MOYEMY U B KAKOM CMBICIIE BO3HHUKAET
IBIpa, HO BIIEPBEIE TOCTABHUIIO 3TOT BOIIPOC.

OnuTenu3anus KISTOK, Beaylias K o0pa3zoBaHuto 3aMkHyToro Oll, Bkitogaer
B ce0sl 1BE MOJbI ABMKEHUS KJICTOUHON TOBEPXHOCTH — ABHKEHUE B TJIOCKOCTH
CBOOOIHBIX (amMKalbHOW M OazaibHON) moBepxHocTell DIl (mnanapHas mMoxa), u
JIBUPKEHHUE B IJIOCKOCTH KOHTAKTHBIX 30H KJIETOK (paauasibHas Moja). [Inmanapuas
MOJIa OTKJIOHSIET KOHTAKTHBIE 30HBI KJIETOK OT HOPMaJIbHOM OPHEHTAINH, a PaJiu-
aJbHAs HOPMaJIM3YeT OPHEHTAINIO KOHTAKTHBIX 30H, U3MEHsIS (DOpMY (KPHBH3HY)
DIl (Cherdantsev, 2006). I3 aToro ciemyeT, 4TO ABHIKEHHE KJIETOK 3aMKHYTOTO
OIl nomxHO yIOBIETBOPATH TeopeMe bpayspa, mokasbpIBarollieil, 4To MpHU OTO-
Opa’keHHUH OJTHOHM 3aMKHYTOHU MOBEPXHOCTH Ha APYTYIO BCETAa HaleTCsl TOUKa C
HYJICBOH TIAaHAPHOW KOMIIOHEHTOH JBr>KeHus1. [Tockonbky B hopmupoBanmu Jl1
JOJDKHA yYacTBOBATH IUTaHApHAS MOJA, 3TO O3HAYAET, YTO KJIETOUHBIH IJIacT B
OKPECTHOCTH ATOI TOYKHU HE MOJKET OBITh TIOJTHOCTEHIO C(DOPMUPOBAH M COCTOUT U3
KJIETOK CO c1a00 BBIpaKEHHOH ammkoOa3aibHoU nonspHocThio (Kpaye, Yepman-
ues, 1999; YUepnanues, 2003). 310 u ecTh HU3HMUESCKHIA aHATIOT «IBIPHI B chepe.

OTHOCHUTENBPHO HEJABHO MOSBHMJIACH BO3MOXKHOCTH HEMOCPEIACTBEHHO Ha-
Onr0aTh M PErucTpUpoOBaTh IHUTOMJIA3MaTHYECKHE TIOTOKH, BO3HUKAIOIINE B
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kietkax DIl mpu nuzameneHuu ux ¢popmel. OKazanoch, YTO HE TOIBKO IUTOILIA3-
Ma, HO M caMa KJIETOYHask MOBEPXHOCTH, (BO BCAKOM cilydae, TIOACTUIIAIONIUH ee
AKTOMHUO3MHOBBIN CII01) IBMKETCS KaK HEC)KMMaeMast KUIKOCTh B ypPaBHEHUHU
bepuynnu-Oiinepa. Ha 35ToM OCHOBaHMHU MOXHO CUMTAaTh, UTO BEKTOP ILJIAHAP-
HOTO JIBM)KEHUSI BCET/a HAIIPABIIEH OT «UCTOYHUKA» K «CTOKY» CBOOOHOM I10-
BepxuHoctu DII (Pouille, Farge, 2008; Behrndt et al., 2012; Brunet et al., 2013; He
et al., 2014; Hernandez-Vega et al., 2017). HanpaBienue u faxke BETUYHHY dTOT'O
BEKTOPa MOYKHO OTPEACTUTH 110 HAITPABIICHHUIO U CTETICHN HAKJIOHA KOHTAKTHBIX
30H KJIETOK OTHOCHUTEIIFHO Hapy KHOI moBepxHOoCcTH DI1. Ecii Bce KOHTaKTHEBIE
30HBI UMEIOT HOPMATBHYIO OPHUEHTAIINIO, TO IIAHAPHOTO TIoToKa HeT (Yepman-
nes, 2003; Cherdantsev, 2006).

Cdepuueckas popma DIl nomkHa OBITH (GOPMON JTUHAMHYECKOTO PaBHO-
BeCHs, B KOTOPOM JUISl KaXI0W OTJAENBHON KJIETKH MCTOYHUKOM TOBEPXHOCTH
SIBIIIETCS] €€ POCT (IK30IIMTO3) Ha allMKaJbHOM KOHIIE, YPaBHOBEIICHHBIN CTO-
KOM TIOBEPXHOCTH Ha 0a3aIbHOM KOHIIE KJIETKH. BEKTOp MBMIKEHUS KIETOIHOM
MMOBEPXHOCTH HAIPABIIEH OT MCTOYHUKA K CTOKY, & BEKTOP JBHKCHHS CaMOM
KJICTKU — HAaBCTPEUY JBUKCHHIO €€ MOBEPXHOCTH. 3HAYHT, AalTUKATbHBIA KOHEI]
KJIETKH B cocTaBe DIl sBIsETCS TOMOJIOrOM TIepeiHero, a 0a3anbHbBIN KOHEl| —
rOMOJIOTOM 3aJIHETO KOHIa JBMXKylleics omaumHounod kieTku (Cherdantsev,
2014). [IpocTeiimieit 1 IBOTIOIMOHHO UCXOTHON (POPMOM SMUTEIHATHFHOTO MOP-
(horenesa oxaspIBaeTCA pEMaparMOHHBI MOp(OreHe3, BO3HUKAIMUNA B H30-
nupoBaHHOM (parmenTe DIl, xorma oH cBopaumBaeTCsl 0a3abHON CTOPOHOMH
BHYTpPb, YTOOBI BOCCTAHOBUTH CPEPUUECKYIO0 POPMY H 32KUBUTH OOHAKHBIIIY-
10csi 6a3anbHYI0 OBEPXHOCTH. [lonokurensHast kpuBnsHa D1 BoccTaHaBnuBa-
eTCs 3a CYET LEHTPOOESKHOTO IBHIKEHUS KIIETOK, 10 TEX TOP, IIOKa POCT IJIOoMIa-
IV aTTMKaJIbHOW M COKpAIIeHNe TUIOMA 1 0a3aIbHOM MMOBEPXHOCTH HE MPUIYT K
JTUHAMUYECKOMY PaBHOBECHIO, B KOTOPOM KOHTAKTHBIE 30HBI KJIIETOK OpPUEHTH-
POBaHBI IO HOPMAJIBHEIM pajiiycaM KpPUBU3HBI HAPYKHOU MOBEPXHOCTH, a cama
MOBEPXHOCTh MPUOIMKAETCs K cheprueckort Gpopme.

Takoe paBHOBecHE B IPUHIUIIC HE MOXKET ObITh YCTOHYMBBIM CTal[MOHAP-
HBIM cOCTOsiHUEM. JIF000e OTKIIOHeHNE KOHTAKTHBIX 30H OT HOPMaJIbHOH OpHEH-
TaIl¥ BBI3BIBACT IUTAHAPHBIN IMOTOK HapyXHOU moBepxHOCTH DI, 1, coriracHo
TeopeMe bpayspa, Bcerma HaWeTCs KJIETKAa C HYJEBBIM IUIAHAPHBIM MTOTOKOM
aNMKaJIbHOM MOBEPXHOCTU. ATIMKAJIBHBIN KOHEIl TAKOW KJIETKH, OCTaBasiCh HMC-
TOYHUKOM TOBEPXHOCTH, HAMPABJISIONIMM €€ JBH)KCHUE B allMKaJIbHYIO CTO-
POHY, CTAaHOBHUTCS OJHOBPEMEHHO CTOKOM HapysKHOW moBepxHoctH JII, nBu-
KYIIUM KJIETKY B oOpaTHOM HampasiieHuu (puc. 2). Kietka memomsipu3yeTcs
Y CTAaHOBHTCS «CEIJIOM» BEKTOPHOTO TIOJISI KJIETOYHOTO JABMIKEHUS — 00JIACTHIO
HEYCTOMYHMBOI'O0 PaBHOBECHS MEXIY TJIaHAPHBIM M PaJHAIbHBIM TTOTOKOM, 3a-
CTaBJISIOIIUM KJIETKY KOJe0aThCsl MEXY TIOISPU30BAHHON (AITUTEIIUAIBHOW) U
JCTIONSIPU30BaHHON («ME3EHXUMAJIBLHOM») (popMOi.
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Puc. 2. Cxema, nosicHs10Iass HEYCTOHYMBOCTH MMOTOKOB MOBEPXHOCTH Cde-
PHUECKOT0 AMUTENHATIBHOIO IJIACTa M HEH30€KHOCTH JCTOISPU3AlU IIIHUTE-
JUAJIBHBIX KJIETOK Ha OJHOM U3 €ro MoyfocoB. HaKOHEUHHKH — HK30IUTO3 alu-
KaJbHOW MOBEPXHOCTHU KJETKH, CTPEJIKU — paJuabHbIi MOTOK KJIETOYHON MO-
BEPXHOCTH, TyHKTUPHBIE CTPEIKHU — INIAHAPHBII NOTOK Hapy KHOU MOBEPXHOCTH
KJICTOYHOTO Iacta. B kBagpaTe — 00JacTh JENONMSPH3ALNUN SIMHTEITHAIBHBIX
KJIETOK, MOTEHIIMaIbHasl 001acTh 3MUTENNO-ME3EeHXHUMAaIBHOr0 mepexona. Mc-
Tounuk: Cherdantsev, 2014.

Cynb0a TakoW KJIETKH 3aBHCUT OT PEaKIMH OKPYXKAIONIUX KIJIETOK, 3aBH-
cslIel, B CBOIO O4Yepellb, OT COOTHOIICHHS! aKTUBHBIX CHJI, BBITCKAIOUIUX W3
JIATIOTFHOT'O B3aWMOJCUCTBHUS CTOKOB W MCTOYHUKOB, C MMACCHBHBIMHU CHJIAMHU
YIIPYTOTO HampsikeHusi moBepxHocTHoro ciost Jll. TeopeTndeckun BO3MOKHBI
Tpu BapuaHTa. [lomyctum, uto ynpyras peaknus Oll Ha «cOpocy snuTenuaib-
HOH MOJSPHOCTU KJIETKH OTCYTCTBYET, a MOPOT JUIOIBHOIO B3aUMOJCHCTBUS
JIOCTATOYHO HHU30K, TaK YTO IJIAHAPHBIN MOTOK B CTOPOHY JCMOJISIPU30BAHHOMN
KJIETKH BO3HHUKAET YK€ TIPH HEOOIBIION CTENEHHU €€ Aemosipusanuu. Jlemomns-
pY30BaHHAs KJIETKA BOCIPHHUMACTCSI OKPYKCHHEM KaK MOBPEKJICHHBIA yda-
ctok Oll, oT KOTOpOro HYKHO M30aBUTHCS, 3aTATUBAS MECTO TOBPEKICHUS C
MTOMOIIBIO TUTAHAPHOT'O MOTOKA. DTO HE YTO MHOE KaK MYJIBTHIIOISIPHAS HMMHU-
rpamusi OAMHOYHBIX KJIETOK OJIACTYJIBI C MHOXKECTBOM TOYEK pa3phiBa W pera-
patuu OI1, MOCTOSHHO MPOUCXO/AIIAsT Y KUIIIEYHOIIOJOCTHBIX U I'yOOK elle J10
Hauvasa ractpyisiaun (Ereskovsky, 2010). [Tpu noBsliieHr# opora JIUOJIBHOTO
B3aWMOJICHCTBHS TIJIAHAPHBIN MOTOK BO3HMKAET B OTBET HAa cOPOC aKTHUBHOTO
HaTSOKEHHUS W POCT KPUBWU3HBI HAPYKHOW TOBEPXHOCTH JCTOJISIPU30BAHHOTO
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yuactka JIl. AHamoroMm penapanuy CTaHOBUTCSI 0OpacTaHHe dTOrO ydacTKa C
MTOMOIIBIO SMUOOJINHY, @ MYJIBTUIIONSIPHASI CMEHSETCsl YHUTIONsIpHO. C mosiBiie-
HueM ke y Ol ynpyroctu yHUNOJISIpHAsE UMMUTPALUsl 3aMEIIAeTCs] MHBaruHa-
LUEH, A1 BOSHUKHOBEHUSI KOTOPOH JOCTaTOYHO yIPYTOro CONPOTUBIICHUS Jie-
MOJISPU30BAHHBIX KJICTOK IJIaHApHOMY MOTOKY. OTpuuarensHas KpususHa Ol1 B
LEHTPE AEeTONIPU30BAHHOIO YUacTKa BO3HUKAET U3-3a MAaCCUBHOH Aedopmaiiu
n3ruda, SHepreTHYecku Oosiee BBITOIHON, YeM CKaTHe, a KoinooBugHas (Gopma
KJIETKH C CY>KEHHUEM €€ alMKaJIbHOTO KOHIIA U WHBEPCUEH anmnKkoOa3aIbHOU 1Mo~
JIIPHOCTH MOXKET BO3HUKATh M3-3a aKTUBHOI'O YCHJICHMS TACCUBHOW nedopma-
unu (Kremnyov et al., 2012).

CoBnajeHre TEPEUNCICHHBIX BapUaHTOB pENapaluoOHHOrO MopQoreHe-
3a OJacTyNbl ¢ OCHOBHBIMH CIIOCOOAMHU TaCTPYJSIIMH HU3MIMX MO3BOHOYHBIX
o4yeBuIHO. K cooOpakeHHsIM 0 OHOJIOTHYECKOW HETOJHONEHHOCTH OJacTyIbl,
JKU3HCHHBIN IIUKJT KOTOPOU HEBO3MOXKEH 0e3 MeTtamopdo3sa (3axBaTkuH, 1949),
J00aBIISETCS eIle OJJHO — O MPUHITNITHATHHON HEYCTOWYUBOCTH 3aMKHYTON He-
noJsipu3oBaHHON oOnactu (chepuueckoro Oll), cocrosimeil U3 MoaspuU30BaH-
HBIX oOnacTedl (AMUTEIMANBHBIX KIETOK). CyIIecTBOBaHHE «IIEPMAaHEHTHOM
OnacTynbDy BO3MOXKHO JIUIIb B CIIy4ae, KOrJa KJIEeTKH JIHILIeHBI INIaHaApHOH MoJ-
BHYKHOCTH, HO 3TO BCErJla 03Ha4aeT HEBO3MOXKHOCTH JIAJIbHEHIIErO pa3BUTHS
(bemoycos, 1987). Jlemmonsipu3anust U yXo1 BHYTPb KJIETOK — 3TO H €CThb JITUTE-
JIMO-ME3CHXUMAaJIbHBIN MEPEX0, NPOUCXOIAIIUI TpH MeTaMop(do3e OIacTybl
B oHTOreHese Metazoa, Oyyun MPSIMBIM CIIECACTBHEM peHapaliioHHOTO 3aMbl-
KaHus OjacToropa.

3AMBIKAHUE BJIACTOIIOPA KAK HAYAJIO EI'O 5BOJIIOLNN

[Iponecc 3ambikaHusi O6IacTONOpa — SAMHCTBEHHBIH MOPQOreHes3, BOCIpo-
N3BOIMMBIM B «Xa0Ce BTOPUYHBIX MOAU(DUKALUI) PA3BUTHS, KAKUM SBIISETCS
racTpymsiusa Hu3mux Metazoa (Kpayc, Mapkos, 2016).

B «monsipHoii» racTpynsnuyu KHUApUH, KOT/1a KJIETKH BeICeNsitoTes 3 Ol
MyTeM WHBAarMHALMU HJIM YHUIIONS PHOM UMMUTpatuu (puc. 3,a), opaibHO-a00-
pajibHas OCh YCTaHABIMBACTCS MOCIE IEPBOTO JICJICHUS IPOOIICHH S, OTIPEIEIIsIs
MECTO BO3HUKHOBEHHUs Onacroropa. [Ipy «HENOJNSIpHOW» TacTPYJISIIUN KHU-
napuii, Korga ApoOJieHHEe CTaHOBUTCSI HEPErYJISIPHBIM, a 01acTonop BO3HHKA-
€T HE M3-3a BBICEJICHUS KIIETOK, a KaK MecTo 3amblkanus Ol B xone snubonun
(puc. 3,0), Bce B TOYHOCTH HA00OPOT — MECTO 3aMbIKAHUS ONPEJEIIsieT, rae Oy-
JET OpaJIbHBIHA TONIOC, HE3aBUCHMO OT aHUMAaJIbHO-BEI€TaTUBHON MOJSPHOCTH
stitia (Kraus, 2006). Eciiu HCXOIUTPH U3 UCTOPHH Pa3BUTHS, TO Ha pUC. 3A mpen-
CTaBJICHO HAYaJo, a Ha PHC. 3,0 — KOHEI[ TacTPYJIAIHH, HO HU MOP(OJIOTHIECKH,
HU B OPraHU3alU1 KJIETOYHBIX TIOTOKOB MEX Iy HUMH HET pa3HHULbL. MecTo, rae
00pasyroTcs KoJOOBHUIHbIE KJICTKH, HJIN K€ MECTO HE3aBEPLICHHON 3MUTEIN3a-
LUU — 3TO OOJIACTH C OIPAaHUYCHHON MJIAHAPHOM MOJIBUKHOCTBIO, TOPMO3SIIUE
snubonuio OI1. B nepBoM ciydae TOMONOTHYECKON «IBIPON» SIBISIOTCS HEMO-
JISIPU30BaHHBIC KJIETKU, KOTOPBIE TTOCIIE 3aMBIKAHHSI OJIACTONOPA OKaXKYTCS IO
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Puc. 3. Biacromop kak 06;1acTh He3aBePIICHHON AMUTENn3annu HapyxHoro DIy ruaponaa
Dynamena pumila (a) n xak 061acTh HHBarMHALMK y akTUHUYM Nematostella vectensis (6). 3Be3-
JIOYKaMU OTMEUCHBI YTONIICHHBIC ()PArMEHTBI OKPYIKAIOIIETO OJIACTONOP KPaeBoOro Topa, pas-
JieIeHHBIE MEPUINOHATBHBIMU CKJIagKkaMu Ha moBepxHocTH DI1. UcTounukn: Kraus, 2006; 2012.

SMUTEIUEM, BO BTOPOM — JIHO TacTPajbHOrO BIISTYNBAHUS.

Boxkpyr GracTonopa, He BaKHO, SIBJISIETCS JIM OH MECTOM WHBaruHaIMH, I
MecToM 3aMbikanust DI, Bcerna oOpa3yeTcst KpaeBasi 30Ha B BHJIE BaJlUKa — Kpa-
eBoit mop (KT). Takoit Banmk Bcerna odpasyeTcst IpH 3aKUBICHUN paHbl B D11
13-332 COYETAHUs ABYX IPOLECCOB — aKTUBHOI'O (AKTOMHO3MHOBOI'0) COKpalle-
HUS NEPUMETPa PaHbl M IJIAHAPHOTO ABMKEHMS KJIEeTOK K ee nentpy (Trepat,
2009). B oboux crmydasix «IbIpa» SBISIETCS MEXaHHUYECKUM TOPMO30M SMHUO0-
JIUU, CBOETO pojia «IPOOKOIi», MPemsITCTBYIONIeH 3aMbIKaHuI0 Onactonopa. O
TOPMOXKEHUH 3MUO0JIMK U30BITOYHBIM JIaTEPalbHBIM JaBJICHHEM, BO3HHKAIO-
LIMM Ha IpaHuLe 0JacTonopa, CBUAETEIbCTBYIOT CXOASIINECS K 9TON I'paHULE
MepuanoHanbHble ckinanku DIl Oru MoryT ObITh MeHee (puc. 3,a) wiu Oomee
(puc. 3,6) rpyOBIMH, CMOTPSI TIO TOMY, SIBIISIETCSI JIM «bIpa B TOPE» 30HOH aKTHB-
HOT'O COKpallleHHs TOBEPXHOCTH, HIIU HET, HO Ha MEXaHU3M 3aMbIKaHUA (COKpa-
IIEHU ) 0JaCTOMOpa 3TO HE BIUSCT.

OTOT MEXaHU3M OYEHb NIPOCT U BBITEKAET U3 PyHIAaMEHTaIbHOIO IIPUHIUIIA
MEXaHHYECKOT0 PABHOBECUS MEX/ly AKTUBHBIM U ITACCUBHBIM JBM)KEHHEM KJle-
Tok (Beloussov, 2012). Cuna akTHBHOT'O COKPAIIEHUS (MIJTH TACCUBHOTO CYKATHS)
Onacronopa oOpaTHO MPOIMOPLHUOHATIBHA €T0 IEPUMETPY, 3acTaBisis KiueTku Ol
nepemMeniaTbcs (AKTHBHO WIJIM MACCHBHO) BBEPX IO T'PAJUCHTY MEXaHHMYECKUX
HaIpsKEHUH, MAaKCUMyM KOToporo HaxomauTcs B oomactu KT. UToObl 3aMKHY T
01acTONop, KIETKU JOJKHBI IBUraThCs B CTOPOHY 0JIaCTOIOPA, HO CKOPOCTH
WX JBWKEHUS JIMMUTUPYETCS CKOPOCTBIO ero cokpamenus. Coxpamienue Gia-
CTONOpPA MOAJIEPKUBACT IPAUEHT HAPSKEHHUH, M TIOTOMY OKa3bIBA€TCSl CaMOM
MEJJICHHOW KOMIIOHEHTOH ero MopdoreHesa, a 3HaUHUT, TEMIT JIMMUATUPY IOLIIM
3BEHOM €r0 JBOJIIOLUU. DTO, C OJHOH CTOPOHBI, OOBSACHSCT IBOJIOIHOHHYIO
YCTOWYMBOCTB ATOTO TpOIlecca, OOIIEero A racTpysiuuu Bcex Metazoa, a ¢
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JOpyTroil — BO3HUKAET BOMPOC, MPEOJOIUMBI JI BOOOIIE MOp(OreHeTHUeCKue
OI'paHUYCHHSI, BBITEKAIOIINE U3 €r0 MEXaHU3Ma M He TI03BOJISIONIHE 01acTONopy
BappUpPOBaTh CBOIO (hopMy Oe3 M3MEeHEeHHUs cBoero mepumeTpa. st racTpyns-
MM HU3IITUX O0eCrO3BOHOYHEIX (Pre-Bilateralia) MexaHW3M 3aMbIKaHHS OJIACTO-
1opa OKa3bIBaeTCs ABOITIOLMOHHON JTOBYLIKON. BbIOpaTbest U3 Hee MOKHO TOJIb-
KO IyTEM YBEIUYCHUS nepumempa O1acmonopd, 4To, paccykaas JOrHUeCcKH,
BO3MOJKHO JIMIIIb ¢ BOSHUKHOBEHUEM HOBOM, OoJice paHHel (a3l Mopdorenesa
OracTormopa, MpenmecTBYIOMENH ero 3aMbIKaHHI0 — BO3MOYKHOCTbD, peau3yio-
masics B racTpyisiuu Bilateralia.

BO3HMKHOBEHUWE OCHOBHBIX THUIIOB TACTPYJISALINU
BILATERALIA TIYTEM ®UKCALIUN BHYTPU-UHJIUBUJIYAJIBHbBIX
PA3JINYNIA

['maBHBIM OTJIMUKEM OJlacTONIOpa HU3IIMX 0eCNO3BOHOUHBIX (Pre-Bilateralia)
CUMTAETCS paguaibHasi CHMMETpHs. JDTO HEBEPHO HE TOJIBKO B MPUHLHUIE (MH-
BapHAHTHOM XapaKTePUCTHKONH MOpP(OTEHETHYECKOTO IMpoIecca MOXKET OBITH
TOJIBKO OpraHW3alldsl er0 M3MEHYMBOCTH) HO M (DAKTUYECKH, MOCKOJIBKY IPH
(hopMupoBaHUU OJIACTOIIOpPA €0 pajralibHAs CUMMETPHS BCET/Ia U PETyJISPHO
HapymIaeTcs u3-3a ciaydailHbIx Bapuauuid Tonmuusl KT, umeromux manyto, HO
BCE K€ MaKpOCKOIMUYECKYI0 aMILTUTYAy. B OTCYyTCTBHE MHBarWHAIIMK YTOJIIIIE-
Hue cextopa KT BozHUKaeT pH 3a7iepKKe AMMHO0INH, OTUETO TIOCKOCTh O1acTo-
ropa IOBOPAYUBAETCS OTHOCHUTEIHHO OPaIbHO-a00paTbHOM OCH B CTOPOHY YTOJI-
IIEHHOTO cekTopa. [locie 3aMpIkaHust O1acTOMOpa MEXK Ty IPOTHBOIIOIONKHBIMH
CTOPOHAMHU ILIAHYJIBI BO3HUKAIOT TAKUE KE PA3TUUMS, KAaK MKy JOPCAITBHOU
W BEHTPAJBHOM CTOPOHAMHU NMPUMHUTHUBHBIX JIMYUHOK Bilateralia, ncuesaromue
MOCJIe TPOPBIBA POTOBOTO OTBEPCTHUSI M BTOPUYHOW SIUTEIN3AIUN SHTOIAECPMBI
(Kpayc, Uepmanmes, 1999). Ecnu xe racTpyssnus HAaUWHACTCS ¢ 00pa30BaHUS
racTpaiibHoro BristurBaHus, To KT HaunHaeT (hopMUPOBATHCS B BHJIE OTIEITBHBIX
(parMeHTOB, U €CIM OAWH M3 HUX pa3BUBAacTCs ObICTpee APYTHX, TO Ha OXHOW
13 MIPOMEKYTOUHBIX CTaJIUH 3aMBbIKaHUs 0JIaCTOMOPa TOJIBKO OJIMH M3 CEKTOPOB
KT mopdonornuecku HempepsIBeH, U caM 0JIacTOIop, IPEXk/Ie YeM 3aMKHYThCS,
oKa3zbIBaeTcs OmnarepanbHo cummeTpudHbIM (Fritzenwanker et al., 2004).

Takast ©3MEHUYNBOCTH MO OTIPEACTICHUIO CEIEKTHBHO HEUTpaIbHA, TOCKOIb-
Ky BHYTPU-UHINBUIYaIbHBIC pa3audus TeMioB ¢opmupoBanns KT cruparorcs
JaJbHEHIINM pa3BUTHEM, HO UMEHHO OHA MPEIBOCXHUIIACT IBOIIOLHIO 01acTO-
nopa y Bilateralia u ciyxut ee matepuainoM. Eciu 3BonoIus HelTpaibHa B
OTHOIIICHUU TIPUCIIOCOOJICHHOCTH, ¥ €CJIH, HECMOTPS Ha 3TO, B UTOTE MOIyYa-
IOTCS YETKO OYepUYCHHBIE U HBOJIOIMOHHO YCTOMYHMBBIE TUIIBI MOpdoreHe3a Ta-
Kue, Kak y Bilateralia, ToO TpUHIUT AUBEPTEHIIMN JOJDKEH PaCPOCTPAHATHCS
HE TOJIbKO Ha WHJWBHUyabHbIC, HO U HAa BHYTPUUHIUBUAYAIbHbIC PAa3TUYMSL.
B ornuune oT JapBUHOBCKOW NHMBEPreHIUH, NEPEXod K CHCTEME KIICTOYHBIX
MOTOKOB, YMEHBINIAIOMIEH KOHKYPEHIIMIO COCEHUX YYacTKOB 3a BOBJICUCHHUE
OKPY KAIONINX KJIETOK B CBOE COOCTBEHHOE ABMKEHHE, IIPOMCXOAUT B IPOIIecce
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Puc. 4. O6pa3oBaHue BeHTPaNIbHOH O0PO3/bI y 3apoablIeii 1po3oduisl (A) U KapTa CKOpo-
cTei (CTpeIKH) IIaHAPHBIX OTOKOB HAPY>KHOH IIOBEPXHOCTH KJIETOYHOTO IJIacTa ¢ napadoiin-
YeCKOH 3aBHCHMOCTBIO CKOpPOCTH moToka B KT oT paccTosiHUS 10 MHBarMHAIMOHHOW OOpPO31IbI
(B). IIpsMoyronbHUKN — 006JaCTH MaKCUMAaJIbHOM JUCIIEPCHH CKOPOCTEH IIaHAPHOTO MOTOKA,
cosnagaromiue ¢ odnacteio KT. Uctounuk: He et al., 2014, ¢ usMeHeHusIMu.

camoro oHtoreHesa. « KOHKypeHTHOE BBITECHEHUE» OJIHUX KJIETOYHBIX MOTOKOB
OPYTMMH UMEET TOT )K€ MAaTeMaTHYeCKHI MEXaHU3M, YTO M BBITECHEHHE IPO-
MEXYTOUYHBIX (JOPM B IapBUHOBCKOW MOAEIM JUBEPreHUMH. Tak, B racTpyJis-
uuu aMm¢puouit nopcanpHasi ryba 61acTonopa BEITECHsIET 00pO31ly racTpaabHOro
BIISTYMBAHUS IOTOMY, UTO JIy4Ille BOBJIEKAET B CBOE JIBUIKCHUE KIJICTKU KPaeBOil
30HBI TacTpyiibl (Scobeyeva, 2006; Cherdantsev, Scobeyeva, 2012). Ilpu 3aMEbI-
kaHnu Omactoropa obmacts KT momxkHa OBITH 00J1ACTHI0O MAKCHMAIBLHOW KOH-
KYPEHIMH KJETOYHBIX HOTOKOB M, KaK CIEICTBHE, 00JaCTbI0O MAaKCHMAJIbHOM
HU3MEHYHUBOCTH (POPMBI 6JIACTONOPA M TEMIOB 3MUOOIHH.

BenTpanbhas 0opo3na 3apoasiiieii Apo30(uiIsl KMEET Ha HOIEPEYHOM Cpe-
3e TaKylo xe Gopmy, Kak racTpajbHOE BIITYNBAHUE [IPH TIOJISIPHOMY BapUaHTe
racTpyJsiliuu Y KHHJAPUH, XOTs yxonsmue ¢ noepxHoctu DIl kneTkn oOpa-
3yIOT HE SHTOAEPMY, a OCEBYIO0 ME30JepMy, KOTOpas y KHUAAPUH BOOOIIE OT-
CYTCTBYET. PEKOHCTpYKIIHSI BEKTOPOB IBUKEHUS KJIeTOuHOH nosepxHocTu (He
et al., 2014) moka3eiBaet, yto KT, Oyay4n MECTOM MaKCHMAaJIbHOTO CKOCa KOH-
TAKTHBIX 30H B CTOPOHY JIBUYKEHHUSI KJIETOK, SIBJISICTCS 001aCThI0 MAKCUMAJIbHO-
o Tiepernaga CKOpOCTH M AaBIICHHSI MIJIaHapHOTo oToKa BHYTpH DI, B cooTBeT-
CTBUU ¢ ypaBHeHUeM bepryimu-Ditnepa. B 3oue KT ckopocTs mranapHoro mo-
TOKAa KJIETOK JJOCTUIaeT MaKCUMyMa, a B 30HE HHBAaruHallUK (30HE TOPMOKCHHUSI
anubonnm) manaet (puc. 4,a, 6).

[loaTBepknast odlee MpaBUiIO, YTO YEM BbIIIE CKOPOCTh M3MEHEHHUS MPH-
3HAKOB, TEM BBbIIIE UX N3MeHUNBOCTH (Yepnanues, 2003), 3ona KT okassiBaeTcs
30HOM MaKCHMAaJIbHOW UCTIEPCUN CKOPOCTEH MIIaHAPHOTO JBHKEHHS KIETOK, a
3HAYHUT — 30HOM MaKCHMaJbHOW BHYTPUUHJIMBHIYAIBHOW KOHKYPEHIIUU KJiie-
TOYHBIX IOTOKOB, HalpaBJICHHBIX K LEHTPY Onacronopa. B mpumepe c Ben-
TpaJibHOH O0pO03/10H M3MEHUMBOCTH Ha IMOINEPEUYHBIX Cpe3ax HEe BUAHO, HO 3TO
MOTOMY, 4YTO 00p03/1a BEITSTUBACTCS BJOJIb OCH, IEPICH IUKYIISIPHON MJIaHAPHO-
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MY JBHKEHHUIO KIJIETOK, © U3MEHUNBOCTH BBIPAXKAETCSl B CTETIICHU €€ BBITSKCHMUSI
(Odell et al., 1981). [Tpu okpyriiom Gnactonope Pre-Bilateralia ona BeipaxkaeTcs
HENOCPEICTBEHHO B M3MEHYHUBOCTH (DOPMBI €T0 OKPYKHOCTH, BaphHPYIOLIEH
BILTIOTH JIO HEOTIPEACTICHHOCTH CBOUX OYepPTaHUN.

[Ipu mpodnx paBHBIX YCIOBHSX, KOTOPHIE JOJDKHBI OBITH PABHBI, €CIIA CUH-
TaTh HBOJIOIMIO CEIEKTUBHO HEHTPaTbHOM, SBOIIOLMOHHBIE H3MEHEHHUSI TOJIXK-
HbI TporcxonuTh B 30He KT kak Hanbosnee yyBCTBUTENBHON K JIFOOBIM Bapua-
UM TE€OMETPUH JIBUKCHUS MOBEPXHOCTHU. DBONIONHSI JIOJKHA CTPEMUTBCS K
CHWXCHHIO BHYTPUUHIUBUIYATHHON KOHKYPEHITUH KIETOYHBIX ITOTOKOB — 3a-
MEIICHUIO KOHKYPEHIIUU CTOKOB (MJIM MCTOYHUKOB) TIOBEPXHOCTH JIPYT C JPY-
oM K KOONEPAaTHBHOMY B3aMMOJCHCTBUIO CTOKOB C HMCTOYHHKAMH. JlomkeH
JCCTBOBATh TaKOH ke anroput™ Au((EpeHIUPOBKH CTOKOB M MCTOYHHKOB,
KaK TIpYM BO3HMKHOBEHUH OJAcTONOpa, HO HAa TOMOJOTMYECKH Ooliee CIOXKHOM
nosepxHoctu KT.

C nosasienuem KT Bo3HHMKaeT cpa3y HACKOJIbKO HOBBIX HAlpaBJICHUN U3-
MEHYUBOCTH, TAK KaK MEX/TY MUTPAIIUEH KIETOK (TOTOKOM ITOBEPXHOCTH) B/IOJIb
okpyxxHoctu KT u u3menenueM (Gopmbl 3TOH OKPYKHOCTH BOZHHKAET HOBAs
crcTeMa MPSIMBIX U OOpaTHBIX CBs3EH C paclIMpeHHEeM BO3MOKHBIX TyTel (op-
M00Opa3oBaHHs. YCTOMUMBBIC BapUAHTBI pacIpeNesieHUs CTOKOB M UCTOYHU-
KOB, COOTBETCTBYIOIIHE CTAIMOHAPHBIM COCTOSTHUS MOTOKOB moBepxHOCTH KT,
MOJKHO TIOJTy YU Th, UICXOAS U3 MOJIENTA aKTUBHBIX 000JI0YEK, TOJPOOHO H3II0KEH-
Holi B 1pyrux padotax (Cherdantsev, Grigorieva, 2012; Cherdantsev, 2014). s
BBIBOJIa BAPUAHTOB racTpysiuuu Bilateralia MOXXHO OTpaHUYHUTHCS MPOCTHIMU
¢du3nueckuMu cOOOpaKeHUSIMH, HE BJaBasiCh B MaTeMaTHYecKue MOAPOOHOCTH.

B npoexninn Ha utockocTh 6actomopa KT mpeacrasiser co0oit cepuro KOH-
LEHTPUYECKUX OKPYKHOCTEH, NBHKYIINXCS, KaK BOJHBI, K TEOMETPHIECKOMY
LEHTpY OslacToropa: Ha nepudepuu — TOIBKO 4TO chOpPMHUPOBABIITHECT OKPYIK-
HOCTH, a OJIMKe K LEHTPY OJacTonopa — OKPY>KHOCTHU C YK€ COKPaTHBILUMCS
paanycoM, TOTOBBIE K YXOIy C MOBEPXHOCTH 3apojbllia BHYTpb. Ecin Obl 1ieH-
TPOCTPEMHUTEIBHBIN MOTOK MOBEPXHOCTH OBLI CTAIIMOHAPHBIM TIOTOKOM, TO 3a-
BUCHMOCTH CKOPOCTH COKPAIICHUSI OKPYKHOCTH OT €€ pajryca Obliia Obl THHEH-
HOW, ¥ TOYKH MTOBEPXHOCTH TIEPEMEIIAIHCh BIOJIb HOPMAIBHBIX PaNyCOB KpH-
BHU3HBI OKPYXHOCTEH. B EHCTBUTEIHHOCTH K€ CKOPOCTh LIEHTPOCTPEMUTEb-
HBIX ITOTOKOB MMEET MapadOoIMUYECKyI0 3aBUCUMOCTh OT paJuyca ABHKYIICHCS
OKpyx)HOCTH (pHC. 4,0), a TO 3HAYUT, YTO IIOTOKH HEU30EIKHO OTKIIOHSIOTCS OT
HOpPMaJIbHOH OpHEHTAuU. BHYTpH clloeB, MPOXOASIIMX Yepe3 30Hy MaKCUMyMa
MepuanoHanbHON KpuBu3HBI KT, marepanbHoe (THIpPOCTaTUYECKOE) /TaBICHHE
pacTeT M3-3a YMEHBIICHHS CKOPOCTH UX HEHTPOCTPEMHUTEIBHOTO ABHUKCHHUS, U
3TO MPOUCXOAUT OAHOBPEMEHHO C YMEHBIIEHHEM UX pannyca. CTalroHapHOe
JBU)KEHUE TOBEPXHOCTH yTPAauMBACT YCTOWYMBOCTH, TAaK KaK POCT JABICHHUS
BHYTPHU CJIOSl B COUETAHUH C POCTOM €ro IMJIaHapHOW KPUBH3HBI 03HAUYAET, YTO
MJIOIIAJIb CJIOSI PAcTeT ObIcTpee MepuMeTpa ero rpaHull. JuHaMuka cpemnHux
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Puc. 5. CxemaTuyeckoe npeacTaBieHne Mopdorenesa HapyxHoi noBepxHoctu KT
B BHJIE CEPUH KOHUEHTPHUYECKHX OKPY’KHOCTEH, COKpaIlIaoIIMX CBOH pajnyc 1o Mepe
LIEHTPOCTPEMUTENHHOTO ABHIKECHNUS KJIETOK K MecTy HHBarnHanuu (INV). Tpaextopun
JBUKEHUS! (CTPENIKM) OTKJIOHAIOTCS OT HOPMaJbHOI OpHEHTALUU M3-3a MOJOKHUTENb-
HOI 00paTHOM CBSA3M MEXKJly YMEHBIICHHEM Pauyca KOHLIEHTPHUECKOTO CJIOS U POCTOM
IJIOTHOCTH PACIIOJIOKEHHS KIIETOK, IIOKa3aHHOM CTEICHBIO 3aTCHEHUs CJIO0s. YTOJIICH-
Has TuHUS BOKpYT INV — BHyTpenHss rpanuna KT. OctanbHble MOSICHEHUS B TEKCTE.

3HAUEHUM JATEPaTbHOrO JABJICHUS U IUIAHAPHOW KPUBU3HBI, OTHECEHHBIX KO
BCEMY CIIOIO, TIEPEXOIUT B aBTOKOJICOATENBHBIN PEXUM C YepeaoBaHHEM -
BEpPreHIINN ¥ KOHBEPIeHIIUU TPAeKTOPUN HEHTPOCTPEMUTEIBHOTO JBUKEHHUS.
PocTt nnanapHON KpHBU3HBI, PA3rpaHUUYMBAIOLIECH KOHUEHTPUUYECKHUE CIIOU I10-
BEPXHOCTH, TO OTCTAcT (AMBEPTCHITNS), TO OMepekaeT (KOHBEPTEHITUSI) POCT
JIATEPaJIbHOTO JABJICHUS] BHYTPU JAHHOIO CJIOSl. YUHUTHIBAs HECTALMOHAPHOCTh
LEHTPOCTPEMHUTENBFHOIO IBUKEHHUSI, €r0 BEKTOPHOE TI0JIE MIPEACTABIISIET OO0
yepeZ0BaHHEe KOHKYPUPYIOIIUX APYT € IPYTOM 30H AUBEPreHIIMN U KOHBEPreH-
LMY JIOKAJBHBIX TIOTOKOB TIOBEPXHOCTH (pHC. 5).

[Tockonbky peusb uaeT 00 aKTUBHON MOBEPXHOCTH, MEHSIOMIEH CBOIO (hop-
MY U HaTSDKEHUE 3a CUET CABUIA PABHOBECHS MEXIY 3HIOLUTO30M U 3K30LU-
TO30M, TOYKU JUBEPreHLMH AOJIKHBI COOTBETCTBOBATH MCTOUHHKAM, & TOYKHU
KOHBEPreHLUH — CTOKaM MOBEPXHOCTHON dHEPTrUU. AKTUBHOCTH MOBEPXHOCTH
He OTMeHseT 3aKkoHa Jlamnaca, corsacHO KOTOpOMY IJIaHAapHAst KpUBH3HA y4acT-
KOB SIBJISICTCS BETMUMHON, 0OpaTHOU BennunHe X HaTsokeHus. [lokazaHHbe HA
PHC. 5 HCKPUBJIEHHBIE B CTOPOHY racTPAJILHOIO BIISTYMBAHUS YUACTKH BHYTPEH-
Helt rpanuibl KT — y4acTKu KOHBEPreHUMH € MOJOXKUTEIBHON CBSI3bIO MEXKY
TEeMIIaMU1 3aMBIKaHUI0 OJacToropa u snubdonuei. Yepeayronuecs ¢ HIMU MEHee
WCKpUBJIICHHBIC (00JIee HATSIHYThIE) YUYACTKH JUBEPTCHIIMH — YYACTKH, TJIe MEXK-
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Iy SMu00NHed W 3aMbIKaHHEeM OJacTonopa BO3HUKAET OTpULIATEeNIbHAS CBS3b.
BosnukaeT Takoe ke HEeCTallMOHAPHOE TI0JIe, KaK TPU 3aMbIKaHUU OacToropa
y KHugapui (cp. puc. 5 u puc. 3a, 6). OgHako, eciau JlaTepajibHOES TaBIICHUE
BHyTpu KT BO3pacraer, TO BO3SMOKHBIM CTAHOBHUTCS IEPEXOJ K YCTOWYHUBOMY
CTAI[MOHAPHOMY PEIICHHIO ITyTeM MaKpocKornueckon nuddepeHupoBku dhop-
MBI (KpUBU3HBI) M HATsDKCHUS BHyTpeHHed rpanuiibl KT ¢ cokparieHuem dncia
CTOKOB M MCTOYHUKOB 10 MuHnMyMa (Cherdantsev, 2014). C ¢usznueckoii Toukn
3peHHs 9TO HE YTO MHOE, KaK IMOMCK KOHQUTYpalli ¢ MUHUMAJIBHBIM MPHPO-
CTOM OTHOIIICHHUS IEPIMETPA OKPYKHOCTH 0JIACTOIIOPA K €€ TITOIIATH.

HNmenHO nepexos K MaKpOCKOITHYECKOW TU(PPEPEHIIMPOBKE SIBISETCS HETIO-
CPEICTBEHHOW MPUYNHOW BOSHUKHOBEHUSI OCEBOI OPTaHHU3AIUU CTAIIHOHAPHBIX
notokoB noBepxHocTH KT, yacTo (M omrnO0YHO) MpUHUMAEMOH 3a CHCTEMY KO-
OpIIMHAT — CUCTEMY OTCYETa «IIO3UIIHOHANBHON nHopManum». Ha camoM Jiene,
Bce Ha00OpOT, U MPOCTPAHCTBEHHO-BPEMEHHAs pa3MeTKa sIBIISIETCS HE MPHYH-
HOM, a CIIeACTBHEM BO3ZHHKHOBEHHS MaKPOCKOITHMYECKON aHU30TPOITHON GOPMBI
KT. [IpocTpaHCTBEHHas cerperamus UCTOYHUKOB M CTOKOB C BHITEKAIOIICH U3
Hee KOH(UTypanueld KICTOYHBIX TMOTOKOB U NHU((EepEeHIIMPOBKON IMIIaHAPHOM
KPUBU3HBI 6J'IaCTOHOpa MOXCT UATHU B HECKOJIBKHX aJIbTCPHATUBHBLIX HAIIPpaBJIC-
HHUSX, COBIIAJIAIONINX C OCHOBHBIMH THIIAMU TacTpyisamnuu Bilateralia.

YHUIIATEPAJIBHA A TACTPYJIALU S (LOPHOTROCHOZOA)

B HennHEHHBIX AMHAMUYECKUX CHCTEMaX, CIOCOOHBIX K aBTOKOJIEOaHUSIM,
CYIIECTBYET CTaHAApTHAas wepapxus Oudypkaiuil B BUAE YBEIUUCHUS YUCIA
MOJIYBOJIH, YKJIAJBIBAOIIUXCS B 3aJaHHBIC TPOCTPAHCTBEHHBIC I'PAHUIIBLI (Ap-
HoJbJ, 1989; Benunies, 1990; Goodwin, 1994). Jlyisi TUIONBHBIX B3aUMOJICH-
CTBUI OI[HOI‘/‘I IMOJTYBOJIHE COOTBETCTBYET BBIACJICHNUEC UCTOYHHKA IMOBECPXHOCTHU
Ha OHOM M3 TIOJIOCOB OJacTOonopa M CTOKa Ha €ro MPOTHBOITOI0KHOM ITOJTFOCE.
Takast BorTHa JOKHA BOSHUKATH MTPH MaKCHMAJIBHOHN OJTM30CTH pa3BUBAIOIICH-
Csl CUCTEMBI K TOPOTY CaMOOPTaHu3aIui. TaKuM TIOPOTOM SIBIISIETCS TIPeBpaliie-
Hue KT B ry0y Omactonopa — B TOBEPXHOCTh C MAKCUMYMOM MEPHIHOHAIBHOM
KPUBHU3HBI, TPEABAPSIONINM €€ Neperud B MOBEPXHOCTH CBOJA racTpPajbHOro
BIIsTuMBaHusL. JlaTepanbHOe JaBlieHHE BHY TPH I'yObI, pacTyIlee IPU BOBJICUCHUH
B HEE HOBHBIX KJICTOK (IICHTPOOEIKHOE IBIKCHIE) U TIaJaloIIee IMPU COKPaIICHIH
ee nuaMeTpa (IICHTPOCTPEMHTENFHOE IBIMIKEHHE) MOKHO CUHUTATh KOHTPOJIb-
HBIM TIapaMETPOM, YIPABISIFOIINM HepapXuei OM(ypKaIHii: YUCIIO MTOYBOIH
pacTeTt ¢ pocToM auameTpa ryobl. BosHHKHOBEHHE TYOBI — IEPBBIN HIAr PETPO-
I'paTHOM BOJIIOIUH OJIaCTONOpa, y KOTOPOTO, HAKOHEIL, TTOSIBIISIETCSI CTAUsI €T0
coocTBeHHOTO pa3BuTHs. C ee MosBICHUEM BO3HHKAET OHTOreHe3 OlacTonopa
Y BO3MOXKHOCTBH «HOPMAJTHHON» (aalITHBHON) BOJIOIMN OHTOTeHE3a, OCHOBAH-
HOW HE Ha BHYTPHU-WHIMBUIYaJIbHBIX, & HA MHANBUIYAIBHBIX PA3INUUSIX.

B npocreiitiem ciy4yae BOSHUKHOBEHUS OJTHOM ITOJTYBOJIHBI HCTOYHHKOM I10-
BEPXHOCTH SIBIISIETCS] OAMH M3 TIOJIFOCOB OKPYKHOCTH OJiacTornopa (gopcaibHast
ry6a), OT KOTOporo 0epyT Havayio JBa OuiaTepadbHO CHMMETPHUYHBIX MOTOKA,
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Puc. 6. Cxema YHHUNIONSAPHOH TacTpysALUU (@) M €€ peanu3anus Ha YPOBHE KOHTAKTHBIX
B3aMMOJICHCTBHIT O1acTOMEPOB y MOJUTIOCKA Lymnea stagnalis (5). A: TOHKast TUHUS — CXeMa-
THU3UPOBAHHBIH KOHTYP racTpyisl Lophotrochozoa, D — nopcanbHast V' — BeHTpanbHas ryba
OnacTonopa; CIUIOMIHBIE CTPENKH — AUBEPTeHIINSI KJIETOUYHBIX TOTOKOB BJOJb JTaTEPATbHBIX I'y0
Onacrornopa, NyHKTHpHAs CTPEIKa — COKpAIleHHe ¥ MOBOPOT OKPYKHOCTH OiacTomnopa (3aTe-
HEHHAasl OKPY>KHOCTB) 3a CUeT SIHO0INH JopcaabHOU ryOsl. b: 4D — nopcanbubrit Makpomep, M —
CTBOJIOBAsSI KJIETKA OCEBON ME30AE€PMBI, 3B€3/[09Ka — IEPETHO KPUBU3HBI HAPYKHOM TOBEPXHOCTH
Ha I'paHUIIe SHTOAEPMAIBHOIO U ME30JepMaJIbHOTO OiacToMepa.

JBUKYIIUXCS BAOJIb JIaTepaibHbIX rpaHull KT u cnuBarommxcst Apyr ¢ Ipyrom
Ha MPOTHUBOIOJIOKHOM TIOJIOCE 3TOM OKPYKHOCTH (BeHTpasibHast Ty0a). Takyro
racTpyJIsIHUI0 MOYKHO Ha3BaTh «yHUIIOJISIPHOW», B KOTOPOW OIMH U3 IIOJIFOCOB
KT siBnsercsst MeCTOM JUBEPreHLUHH, & NPOTUBONOJIOKHBIA MOJIIOC — MECTOM
KOHBEPTeHIINH TIJIaHAPHBIX TIOTOKOB (pHC. 6).

[Nockonpky 007aCTh JOPCATBHOM TYOBI SIBISETCS HCTOYHUKOM, & MIPOTUBO-
OJIOXKHBIH ToJTF0C OacTonopa — cTokoM crekaromieit Bjoias KT noBepxHoCTH,
0JIaCTOIOP JOJKEH 3aKPhIBATHCS 3@ CUST MEPHUIUOHAIBLHON 3MUOOIUU OHOTO
(opcajibHOI0) CErMEHTa CBOCH OKPYI)KHOCTH OJHOBPEMEHHO C JIaTepabHBbIM
(PKBaTOpHANBHBIM) PAacIIPOCTPaHEHUEM I'yOBI 6J1acTonopa. B utore, TpaekTopus
JBYKEHUS JOPCAIBHOTO Kpasi OJIaCTOIOpa BhIACISIET CarUTTaIbHbIH MePUANAH
3apoJIbIIa, a OKPYKHOCTH Onactonopa rnoBopaunBaetcs Ha 90° OTHOCHTEIBHO
CBOET'0 MCXOJHOTO MoJioxkeHus (puc. 6,a). Korma-To 3To Ha3bIBaIOCh IJIarHOK-
conueit (bexnemuies, 1964), HO 0O4eBHIHO, UTO TAKOH MOBOPOT — MPSIMOE CJIE-
CTBHE CBSI3U DITMOOINH C HHBepFeHHHeﬁ KJIETOYHBIX IIOTOKOB Ha OAHOM U3 I10-
JIFOCOB Oj1acToropa.

JlaTepanbHas TUBEPreHIUS KIETOYHBIX TIOTOKOB, PACIIPOCTPAHSIONIUXCS B
CTOPOHBI OT MECTa CBOEI0 BO3HUKHOBEHUS, SIBIISCTCS TJIABHOW OCOOCHHOCTHIO
YHUIOJSIPHOU racTpyisiuuu Lophotrochozoa, 00bSICHSIONIEH OCHOBHBIC YE€PThI
IJjlaHa CTPOEHMS 3aponblmia. byaymas oceBas me3oiepMma (Me3oiepMa COMH-
TOB) BBICEINIAETCS B 30HE MEPUIMOHAIBHOTO TIEPEern0a MOBEPXHOCTH AOPCAITBHOM
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Fy6I)I B racTpajibHOC BIITYMBAHUC — MECTO, I'I€ HAYMHACTCA S1IUTCIINAJIbBHO-MC-
3eHXUManbHbIN iepexo (Yepnanmes, 2003). [Ipomenmue ero KIETKH OTOABU-
raloTcs B CTOPOHBI OT CAaTHTTAIBHOTO MEPHUAMAHA, TPOIOKEHHOTO MEPHJIHO-
HaJIbHBIM JIBHJKEHUEM JIOPCATFHON TYOBI, U MEXIY PANaMU ME30/IePMaIbHBIX
CEerMEHTOB OCTACTCs HE 3aIOJHEHHBIM Me30JIepMallbHBIMHU KJIETKAM IPOMEKY-
ToK. K KOHIly racTpynsiny OH IPUHUMAET TaKyIo ke (GOpMy U UMEET TaKHe JKe
HATAHYTBIC I'paHUIbI, KaK Y XOpAbl, 1 OKAa3bIBACTCA, YTO AKTHUBHOI'O HATAXKCHU A
€ro JIaTCPaJIbHBIX I'PaHUI] JOCTATOYHO JJId UHAYKIHUHU COMUTOI€HE3a B ME30/ICP-
Me, PacIoJI0’KEHHOH 1o 00€ CTOpOHEI OT Hero. OOpa3oBaHUe OPIONTHON HEPBHOM
LENOYKH XOPOIIO YKJIAJBIBAETCS B CXEMY «HHIAYKIHH 110 YMOJIYAHHIO», OIMH-
CaHHOM JUIsl TMO3BOHOYHBIX, KOIZla «UHIYKTOPOM» HEHporeHe3a B Hapy>KHOM
(oxTomepmanbHOM) OII siBisiercst oTcyTcTBHE MoAcTuiaromei D11 mezonepmsl
(De Robertis, 2006). B ¢popmupoBanuu oceBoit opranmuzanuu Lophotrochozoa
Y4acCTBYIOT MPAKTUYCCKU TEC KC I'CHbI, YTO Y XOPAOBLIX, U 0COOECHHOCTH ITOU
OpraHM3aIlN{ 3aBHCAT TOJIBKO OT MOp(dorenesa.

Perporpamnas sBosrOINS HEWTpallbHA HE TOJIBKO cama 1o cede, HO | T0 OT-
HOUICHHUIO K BO3MOKHBIM HalPaBICHUSIM aJaTHBHON 3BoonnH. OQHaKo, KOT-
Jla pe4b uaeT COOCTBEHHO 00 3BOJIFOIIMU MOP(OreHe3a Ha JoracTPyJISIIUOHHBIX
CTaIMSIX Pa3BUTHsI, UMCHHO THII TaCTPYJISAIIHH ONPEICIseT ee 0COOeHHOCTH. B
pa3HBIX Jo4YepHUX rpynmnax Lophotrochozoa »Bononus MopdoreHesa UaeT 1o
MyTH PEIyKIMH ONAacTOIEINs C YCTAHOBJICHWEM KOHTAaKTa MEXIy aHMMAaJIbHBI-
MH U BEeT€TaTHBHBIMU 0JIACTOMEPAaMHU B OJHOHN U3 MOJIOBHH OJACTYIIBI, KOTOpast
CTaHOBHTCS AopcaibHoil monosuHo# (Henry, 2002; Lambert, 2010). Bo3aukHO-
BEHHUE TAaKMX 30H KOHTAKTa — 3TO 1Bl MOp(doreHe3 ¢ yuacTHeM BCETO JABYX
KJIETOK, BEIyIIMX ce0s 1M0J00HO MHOTOKJIETOYHBIM 001acTsM (puc. 6,6). OqHa
n3 HuX (0acTomep 4D) cokpaimaeT CBOIO alMKaJbHYIO MOBEPXHOCTH, TaK UTO
cocenHss kieTka (Omactomep M ) oka3pIBaeTCs Ha Mepernde MepuIMOHAIIEHON
KPUBHU3HBI HAPYKHOHM MOBEPXHOCTU. B MacmTabe ABYX KJIETOK BOCIIPOU3BOIUT-
Csl TEOMETPUS ABMKEHHS JOPCAIBHOTO Kpasi 0JIacTOnopa — THHUYHOE ISl pe-
TPOrpaiHOM SBOJIOIMU CMEIIEHUE TaCTPYJISALIMOHHOTO ABUKEHUS Ha 10racTpy-
JIIOWOHHBIC CTaAUW pa3BUTUA.

B0O3MOXXHOCTB CTONH paHHEro Hadaja TacTPYJSALHUH BBITEKAET M3 MaKCH-
MaJIbHO KPAaTKON UCTOPHUH Pa3BUTHS OJACTOINOpa, B MOporeHe3e KOTOporo oT-
CYTCTBYET CTaJusl YBEIMUCHUS €ro JuaMeTpa — JopcaibHas ryda Omactonopa
MPHUCTyNAeT K 3MUO0NIHNH (3aMBIKaHUIO OJIACTOIIOPa) HEMEJICHHO MOCIIE CBOETO
o0pa3oBaHus 1 6e3 00paTHOM CBSI3H ¢ JaTepalIbHbIM pacrpocTpaHeHueM. Mimen-
HO TIO DTOH NMPUYMHE AOPCAIBHBINA Kpail OiacToropa IBHXKETCS BIOJIb MEpH-
JMaHa Hapy»XKHOW MMOBEPXHOCTH, HE M3MEH:As ero GopMmsel (puc. 6,a), a dpopma
OracToropa B IpoIiecce ero 3aMbIKaHMs BapbUPYET B IIpeesiaX MOYTH CTOIIb JKe
LIMPOKHUX, KAK B TaCTPYJISILIUHM HU3MHKX Oecro3BoHOYHBIX. [lo-BuanMomy, npu
YHUTIOJISIPHON TacTpyJIsIUU KOJUIGKTHBHOE JIBUYKCHHE KIJIETOK 00XOmuTcs 0e3
BO3HUKHOBEHUS YIIPYTUX HANPSDKEHUH (T. €., 0e3 JanpHoNeiicTByoMIeH oopart-
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HOW CBSI3M MEXKIY JABM)KCHHEM U YIPYrol nedopManueil TOBEpXHOCTH). DTHM
00BSICHAETCS, TIOUEMY ITO JABMIKEHHE MOKET CMEIIAThCS Ha CTa/IMH, HA KOTOPBIX
KJIETKH errle He 00pa3yIoT HaCTOSIINX KJIETOYHBIX IJIACTOB, M MEK/Ty HUMH BO3-
MOJKHO TOJIBKO JIOKaJThHOE B3aNMOJICHCTBUE MTOBEPXHOCTEH Ha OCHOBE NCTOYHH-
KOB ¥ CTOKOB ITOBEPXHOCTH OTJICIBHBIX KIIETOK.

BUJIATEPAJIBHASI TACTPYJIALIUA (ECDYSOZOA)

Crnenyrolieil B uepapxuu oudypraiuii siBjaseTcs: BOSHUKHOBEHHE JIBYX TIO-
JIYBOJIH — pacuierieHue 01acTonopa Ha/iBOE C 3aMBIKAHHEM ITPOMEXYTKA MEXK-
Iy AByMsI TOYepHUMH OyactonopaMu. MicxomHoe (HeyCTOMYMBOE) YepeOBaHUE
LIEHTPOB JAMBEPreHIINN ¥ KOHBEPreHInH (pUc. 5) coKpamaeTcs 10 AByX Owna-
TepaIbHO CHMMETPHUYHBIX HCTOYHHUKOB IIJIAHAPHOTO ITOTOKA, YPABHOBEIICHHBIX
JIByMsI CTOKaMH MOBEPXHOCTHOM 3HEPTHH HA MPOTUBOMOJIIOKHBIX KOHIIAX OCH
HCXOAHOT0 OJacTomopa, KOTopasi CTAHOBUTCS TJIAaBHOM (HO HE MOJISIPHOI!) OChIO
CUMMETPHH racTpyisl (puc. 7a, 6).

[oeepxnocth KT pacTexaercss BIOIb JIaTepaibHBIX TYO OmacToropa, cTe-
KasiCh K €ro MPOTHBOIOJIOKHBIM KOHI[AM, KOTOPbIE 3aMBIKAIOTCS B TIOCIIETHIOO
ouepenp. Kak v mpy YHUTIONSPHOW TacTPYISALUN, SITUTEIHO-ME3SHXUMaTbHBIN
Nepexo]] HAYMHAETCS Ha Tiepernde KPUBU3HBI TOBEPXHOCTHU T'yObI OacToropa B
MMOBEPXHOCTD TaCTPAJILHOI'O BIISTUMBAHUS, HHUIIMUPYS STTUOOIHIO JIATSPAJIbHBIX
CEKTOpPOB OJacToropa, CMBIKAIONIYIO ero Kpas. [IpuHIunuansHoe pa3nudue ¢
YHHUTIOJISIPHOM TacTPyJSAIHUEH 3aKITI0YaeTcs He B MIENEeBUIHON Gopme Omacto-
rmopa, KOTopast MOXeT ObITh MIENEBUIHON U Y Lophotrochozoa, a B BbIICTICHUH
B 30He KT nByx OunaTepallbHO CHMMETPUYHBIX HE3aBUCHUMBIX JPYT OT Apyra
HCTOYHUKOB TIOBEPXHOCTH, CBSI3aHHBIX TOJBKO HAJIMYUEM OOIIUX CTOKOB.

Takast OrlaTepalbHO CHMMETPHYHAS TaCTPYJISIIKS THITHYHA 151 Ecdysozoa,
OITHO# M3 TpeX Hamboee KPYIMHBIX CECTPUHCKUX T'pyT Bilateralia, B KOTOPOH,
IIPU BCEM pa3HooOpa3znu MoIuHUKAINA OHTOTeHe3a (OT HEMATO/ JI0 YJICHHUCTO-
HOTHUX), MOp(OreHe3 UMeeT O0IIHUe YEPTHI, IPEAOIPECIICHHbIC THIIOM TacTpy-
AAUUHA. DTO, TPEK/JIE BCEro, MO3aMYHOCTh Pa3BUTHSI, BOSHUKAIOIIAs U3-3a (ak-
THYECKOW AYIIITMKAUHU OJIACTONOPA M CO3/IAI0IIasi BO3MOYKHOCTh TUBEPTEHTHOM
ABOJTIONUH ABYX €ro Komwi. Y Ecdysozoa HET eMWHON 3aKJIaIKu ME30JCPMBI U
apxeHTepoHa (KJIETKH CBOJA TacTPabHOTO BIISTYMBAHHS MPOXOIAT SITUTEIHO-
MEe3eHXHMMAaIIbHBIH Iepexo]] 10 KOHIIA U He yYaCTBYIOT B 00pa30BaHUU DHTONEP-
MbI). CaMa ke SHTO/IepMa He 00pa3yeT eAMHON TPyOKU: OHA CKIIAJbIBACTCS U3
MO3aUKH OTCJBHBIX U HE3aBHCUMO MHBArMHUPYIOIUX (ParMEHTOB HapyxK-
Horo DIl Ha MPOTUBOMONIOKHBIX KOHIAX OmacTomnopa. [ maBHas och Tena 3apo-
JIBIIIA, BOBHUKAIOMIAS B XOJIE TaCTPYJISIIUK, HE SIBISETCS TOJSIPHON OCBIO, U ¢
rorroca (MepeaHui U 3aJHUH TTOJTFOC) BOSHUKAIOT HE3aBUCUMO OT 00pa30BaHUS
Me30/1epMBI (puc. 7,0).

«IIporpeccuBHOI» YepTON, CO3MAIOIICH HOBBIC HAMPABICHUS SBOJIOLUH
camoro MopdoreHesa, SBISETCS BOSHUKHOBEHHE CBSI3M MEXJY 3aMbIKaHHUEM
Onacroniopa M M3MeHeHHeM ero (opmbl. B aBomonuu MopdoreHesa BliepBbIe
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Puc. 7. Cxema OunatepalbHON TacTpyisiuu (¢) 1 0Opa3oBaHUE BEHTPAIBHOI OOpPO3MBI Y
npo3o¢unsl (6). CHIOMIHBIE CTPENKU — SMUO0NHS IaTepalbHBIX Ty0 OJacTonopa, MyHKTHPHBIE
CTpPEJIKU — TAHTeHIHAIbHbIE MTOTOKH KieToK KT ot ncrtounnka x crokam. VF — BeHTpanbHas 60-
poszna, A — aHTEepUOPHBIiL, P — mocTepHopHbIii Moitoca 61acTornopa, BOSHUKAIOIINE B OBOJTIOLHH
HE3aBHCUMO JAPYT OT ApyTa 1 6e3 00pa3oBaHUs ME30ePMBL.

TTOSBIISIETCS TAJTbHOMEHCTBYIOMAs (OCHOBaHHAS Ha YIPYTOH peakiiuu) oopat-
Hasl CBSI3b MEXK]y JIBUYKEHHEM KJIETOK U U3MEHEHHEM (DOPMBI JBHKYIICHCS 00-
nmactu — Mexay aBrxkeHueM kiaetok KT u usmenenuem ¢opmsl Giactomnopa. B
MopdoreHnese BEHTPaJIbHOH 00pO3abI 3apOAbIIIEH 1PO30(pHIIbI BO3MOXKHA MeXa-
HUYecKasi TPAaHCAYKIHUs dKcIpeccud TeHoB B 30He KT: Kak v y MO3BOHOYHBIX
(mampumep, B AMHOOJINHA KOCTHCTBIX PBIO) dKCIpeccHsi TeHOB B X0jae MOpQo-
reHe3a U3MEHSCTCS PU MEeXaHWUeCKOH (Yympyroi) aedopManuy MOBEPXHOCTH
3aponsbiima (Brunet et al., 2013). Ve Bo BpeMs u Onarofapsi racTpyIisiiiuy 3a-
poablll yTpaunBaeT chepudeckyro hopmy, nuddepeHunpys KpuBU3Hy O61acTo-
nopayibHON (BEHTPAIBbHOW) M TPOTUBOIOJIOKHON (JOpcalibHOI) MOBEPXHOCTH.
Ha BeHTpaJIbHOH 3apofbIiiia MOSBISETCS «KHJIbY) B BHJIE MAKCUMYMa KPUBH3HBI,
TSHYIIETOCS BAOIE JIMHUNA CMBIKaHUS JIaTepaIbHbIX I'y0 O1acTomopa. B 6uome-
XaHMYECKOM CMBICJIE 3TO TAKOE )K€ FEOMETPUIECKOE PeOPO KECTKOCTH, KaK XOp-
na B 3MOpuoreHese xopaoBbix. Ero o0Opa3oBaHue co3maeT aHU30TPOIHOE I10J1e
YIPYTHX HAaNpsHKEHUH, THHUH KOTOPOr0 HOPMaIbHO OPUEHTHPOBAHBI 110 OTHO-
LICHUIO K «KUJII0», YTO, B CBOIO OYEPE/lb, CO3/1aeT BO3MOKHOCTh aKTUBHOIO /I~
JIMHEHHU S 3apO/IbIIIA B/IOJb TNIABHOM OCH TeJla 3a cUeT IUTaHAPHON HHTEePKaJSIUN
KJIETOK, ABMIKYITUXCS BIOJb dTHX JIMHUHN HaBCTpeuy apyT npyTy (Blankenship
et al., 2006). Ha npoTuBOnONOXHOK (JOpPCaNbHON) CTOPOHE KPUBU3HA YMEHbB-
LI1aeTcsl, CTAHOBUTCSI PABHOMEPHON M MPAKTUYECKH M30TPONHON. DTO Mopdo-
reHeTHYecKasl MPEeAIoChlIKa YCI0OKHEHUsT MOP(Orene3a u KOHIEHTPAUH M-
OpHOHAJIBHBIX CTPYKTYP Ha BEHTPaIbHOW CTOPOHE, OCTABIISISI HA JOPCATBHON
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CTOpPOHE MECTO ISl pa3BUTHS BHE3APOABILIEBBIX TKAHEH.
PAIUAJIBHA A TACTPYJIALIU A DEUTEROSTOMIA

B racTpynsiuuu XOpIOBBIX CTPYKTypa JUIOJBHBIX B3aWMOJEHCTBUN yC-
JOXKHSAETCA 0e3 KaKOW-THOO HBOJIONMOHHON MPEEMCTBEHHOCTH C OMUCAHHBI-
MH BBIIIE TUTIAMH TacTpyJsamuu. J[erno BoBce He BO BTOPUYHOPOTOCTH, & B CO-
eIMHEHUH Yy OJHOW 0ocobu 4epT ractpynsauuu Ecdysozoa u Lophotrochozoa c
BO3HHKHOBEHHEM HOBOW CHCTEMBbI BHYTPHU-UHIUBUIYATbHBIX paznuuuil. Onun
3 nontocoB KT (mopcanbHEIN TONIOC) CTAHOBUTCS CTOKOM ITOBEPXHOCTH, TI0-
CTyHalomel U3 AByX HCTOYHHUKOB, OAMH U3 KOTOPBIX HAXOIUTCS HA TIPOTHUBOIIO-
JIOKHOM (BEHTPaJIHbHOM) TIOFOCE 0JIaCTONOPa, a IPYTHUM SIBIISCTCS TTPHIIeKATIIAs
K JopcalibHOi ry0Oe Onacromnopa Hapy»kHast noBepxHocTs DIl cynpabnacromno-
panbpHOU 30HBI (puUc. 8,a).

HpI/IHHI/IHI/IaHBHO HOBLIM IT10 CPAaBHCHHIO C OITMCAHHBIMU BbIIIC THUIIAMU r'a-
CTPYJIALUHU ABJIACTCA pa3JIMYUC MCXaHU3Ma MCPUINOHAJIBHOTO ABUXXCHUSA NOP-
CaJBPHOTO M BEHTPAIBHOTO Kpast O6rmactornopa. BeHTpanbHbIN Kpail, Oyaydn wc-
TOYHHUKOM TOBEPXHOCTH, JBMKETCS TI0 MepUIuaHy c(ephl, TOYHO TaK XKe, KaKk
JopcallbHBIA Kpail Onactonopa B ractpyisinuu Lophotrochozoa. JlopcanbHblit
XKe Kpaii OacTornopa XopIoBbIX HE UMEET TOMOJIOT'OB B IPYTUX THIAX racTpyJisi-
ouun: 6}7):[}”-11/1 CTOKOM IMOBECPXHOCTHU, OH ABUIKETCA 3a CUCT pOCTa €€ HATAKCHUA
1, KaK CIIEJICTBHE, YMEHBIICHUS KPUBHU3HBI CAarUTTAJIFHOTO MEpPHANAHA, KOTO-
pBIi M3 MepuauaHa chepbl MpeBpamaeTcs B 00pa3yonlyo MIIHHAPUIECKON
nmoBepxHocTH (puc. 8,0). DT0, BO-TIEPBBIX, COKPAIALT ITYTh MEPUTNOHAIEHOTO
JBY)KEHUS, KOMIIEHCUPYSI TOPMOXKEHHE SMUOO0JINN Ha TOPCAIbHOW CTOPOHE ra-
CTPYJIbl, BO3HHUKAIOIIEE M3-3a CTEKaHMsI MMOBEPXHOCTH K JIOPCAILHOMY TOJIIOCY
KT (Cherdantseva, Cherdantsev, 2006). Bo-BTOpEIX, TPUTSKEHHE KIETOK K JIU-
HUHW JBVKEHUS JOPCAITBHON I'yOBI XOPIOBBIX, «BBITIPIMIISIONIEE) CAaTUTTAIBHBIN
MepHIHaH, 00BIICHSIET, TOYEMY ITO JIBF)KEHHE BEJET K KOHJICHCAITUH KJIETOK C
MocaeayomuM oopa3oBaHueM Xopabl. V3-3a pa3nnyuusi MexaHu3Ma JIBHKCHHUS
MEXIy «OJHOMMEHHBIMH» T'ybamu Onacromopa ractpyi Lophotrochozoa u
Chordata HeT HU UCTOPUYECKOM, HU CepUAIbHON TOMOJIOTMH, JIeiasi U3IUIITHEH
BocxoaAMIyto K Tunoteze Cent-Miepa u 10 CUX Mop MOMYJSPHYIO HACI0 UH-
BEPCHH JOPCOBEHTPATHLHON MOISIPHOCTH TacTpysl (Arendt, Niibler-Jung, 1997).

B mocnemHue ronmbl racTpyNAIMIO 3apOJBINIEH MOPCKOTO €Xa MPHHSTO
cOMMKaTh ¢ racTpyJsiliueil XOpAOBBIX, HO €AMHCTBEHHBIM OCHOBaHHEM (I10-
MHUMO BTOpH‘lHOpOTOCTI/I) ABIACTCA JOoXoAsAee A0 HMACHTUYHOCTHU CXOACTBO
CTPYKTYPBI B3aUMOJICHCTBUSI TEHOB C KaCKaJlaMH, YIPaBJISIOMUMH TU(hepeH-
LUPOBKOW HEWPATBHBIX CTPYKTYP B TaCTPYISAIINN O3BOHOYHBIX (Angerer et al.,
2011). Omnaxo, y TUTIOTEyCca He 00pa3yeTcsl HUYero Jake OTIAJICHHO ITOX0XKETo
Ha HEPBHYIO IJIACTHHKY C €€ 0CeBOM opranuzanuei. ¥ Hemichordata 30Hb1 3Kc-
MIPECCUM TEX € N'eHOB paclpe/esieHbl MHadYe, YeM Yy MOPCKOIO €Ka, U MHaue,
yeM y xopaoBbix (Rottinger, Lowe, 2012). 'nmaBHoe, uto u3 Bcex Deuterostomia,
KpPpOMEC XOPJOBLIX, PACIIOJIOXKCHUEC ocent CUMMCTPHUH 3apoAbilia UJIW JTINYNHKHU HE
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v)

Puc. 8. Cxema panuanbHOl racTpysIsIUH XOPJAOBBIX: @ — NoToKH noBepxHocTH KT (crmom-
HBIC CTPEIIKN), CBA3BIBAIOIINE HCTOYHUKH M CTOKH, OJIaCTONOP 3aTeHeH, D — opcalibHasi, — BEH-
TpajibHas 4acTh CyNpadiiacTONOPaIbHOM 30HBI 3apO/IbIIIa; 6 — COKpalleHne Onacronopa (yH-
KTHPHBIE CTPEJIKY — ABHIKEHHUE JOPCAIBHOTO U BEHTPAJIBHOTO Kpast 6i1acTornopa).

BEITEKaeT U3 AupHepeHUnPOBKH CEKTOpoB Oiacronopa. To, 4TO reHeTHUECKue
1 MOp(OreHeTHYECKHE CHUCTEMbl MOTYT 3BOJIOIIMOHUPOBATH HE3aBUCUMO JIPYT
OT JIpyTa, OOIIEN3BECTHO, HO BHUMAHUS 3aCIYKHUBAET TOT (PaKT, 4TO HAMOOIb-
IIero ycrexa ajanTHBHAs paauanus JOCTUTAeT, KaKk HHU MapafoKCalbHO, TIPH
MaKCHMAaIlbHOW KaHaIIN3al[iu Pa3BUTHS, TAKOH, KaK B SMOPHUOTEeHE3€ XOP/IOBBIX.
VIMeHHO y XOpIOBBIX CBSI3b MEX]y KCIIPECCHEH T'€HOB U 30HAJILHON CTPYKTY-
PO 3KCIIPECCUU CTAHOBUTCSI yCTOMYMBOM M3-3a €€ CBA3H ¢ MU PepeHITNPOBKON
CEerMEHTOB OKPY>KHOCTH OiacToropa.

B sMmOpuiorenese UTI0KOKHUX U TTOTYXOPIOBBIX TUPGEPESHITPOBKA CEKTOPOB
OrmacTonopa CTaHOBUTCS 3aMETHOW TOJIBKO B CaMOM KOHIIe racTpyisnuu. [Ipn
3aMbIKaHUU OnacTtornopa MepuanoHanbHas kpuBu3Ha KT BeHTpanbHON cTOpOHE
Onacrornopa Oobllle, YeM Ha €ro MPOTHUBOIOIOKHOM CTOPOHE, HO B MpOLecce ca-
MOH TacTpyJIsiiuU OJIaCTONIOP OCTACTCS PAAHATIBLHO CHMMETPHYHBIM OTHOCUTEIb-
HO OCH racTpaiibHOro BrsiunBanus. Kak u y Bcex Bilateralia, mpoucxonamnuii B
3oHe KT snuTenno-mMe3eHXMMaIbHBIN Mepexoi MapKUpOBaH IKCIPECCUEN OpTO-
JIOTOB TeHa brachyury, TMHAMUKa KOTOPOH TOBOPUT O CTAIIIOHAPHOCTH KIIETOY-
Horo notoka. [To Mepe yriyOneHus racTpaibHOTO BISTYMBAHMSI 30HA SKCIIPECCUI
brachyury B ry0ax OyacToriopa He H3MEHSIET CBOCH IITUPUHBI, a 3HAYMT, B KAXK bl
MOMEHT BpeMeHH B 30HY KT BXOAUT CTONIBKO e KIIETOK, CKOJIBKO BEIXOIMT U3 Hee,
riepexofs B coctaB apxeHtepona (Cross, Mcclay, 2001). ¥ XopmoBbIX, HAaUWHAS C
JAHIIETHUKA, JIEJI0 OOCTOUT WHa4ye, W 3aMBIKaHUIO OJacTOIopa MPeIIeCTBYIOT
JIBE HECTAIMOHAPHBIX (pa3bl MEPUTUOHAITBHOTO IBUKEHUS KJIETOK. 30HA DKCIIPEC-
cuu brachyury cHauana paguajibHO PACIIUPSACTCS, KaK U caM 0J1acTONOp — 3HAYMT,
KJIETKH BXOJIST B 3Ty 30HY OKCIIPECCHU ObICTpEe, YeM YCIICBAIOT BBIMTH U3 HEe, a
MOTOM COKPAIIaeTCs, IOTOMY YTO KJIETKH YXOJST U3 9TOH 30HBI BHYTPb ObICTpEe
TIPUCOCAMHEHMS K Hel HOBBIX KiIeTOK HapyskHoro DI (Evren et al., 2014).
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Puc. 9. Ilpmwxkn3nennas peructpanus ocumwursinuii Gpopmst 311 y BeroHa B Hauase racTpy-
nanuu: 1-3 — ONTHYeCKHe CaruTTalIbHBIE CPE3bl 3apObIIIA YEPE3 PABHBIE TPOMEKYTKH BPEMEHU
(40 mun). M3oruyteie crpenku (1, 2) — Hakoruienue kiaeTok B odmactu 311I. [Ipsmas crpenka
— 3MUO0NHST TOPCATBHOTO Kpast 01acTOAEPMEI 32 CUST IMPOTAIKUBAHUS KJICTOK BO BHYTPCHHHE
ciou 6racTosiepMbl. benblii KpysKOK — MONI0KEHUE MOT0KEHHSI OTHOTO U TOTO K€ yJacTka Ouna-
CTOJEPMBI, IOCTOSIHHO HaXOAUBIIEroCs B I10JIE€ 3PEHUSL.

N3-3a HECTAUMOHAPHOCTU KJICTOYHBIX IMOTOKOB TaCTpyJadlnsA XOPHAOBBIX
MpeICTaBIIseT COOON IBYXKOMIIOHEHTHBIN aBTOKOJIEOATENbHBIH MpoIecc, B KO-
TOPOM KakJIbIM MOCIIEAYIOINH 1Iar 0JJHOM KOMIIOHEHTHI HE 3allpOrpaMMHUPOBaH
3apaHee, a BO3HMKAET B OTBET Ha ONPENCNICHHBIH CIBUT JIPyrod KOMIOHEHTHI
atoro nporecca (Cherdantsev, Scobeyeva, 2012). Ocuuisnuy ABHKCHUS KIie-
TOK XOpOILO BHAHBI B MOp(oreHe3e KOCTUCTHIX PO (BBIOH) HA CarMTTAJIBHBIX
ONMTUYECKUX CPEe3axX KUBOTO 3apofsiiia (puc. 9).

B o6nactu 311 (romosnore nopcaiibHOM ry0ObI O1actomnopa aMmpuouii) KIeTKH
CHavayia akKymyaupytorcst B oomactu 3111, yTommas kpait 6ractogepMsl U 3a-
TPYIHSS SMUOO0IHIO, a 3aTeM, KOT/Ia JIaTepalibHOE AaBICHNUE BHYTPH ITOTO Kpast
JOCTUTaeT MOPOTrOBOM BEIMYHMHBI, IPOTAJIKUBAIOTCA B Ooiyiee riyOOKHE CIOU
onacronepmsl (Cherdantsev, Korvin-Pavlovskaya, 2016). Ha nopcanbHoii cTo-
poHe >MUO0IHS HE MOXKET MPOJOJIKATHCS MHAUYE, KaK 4epe3 «IpOTaIKHUBa-
Huey kietok 311 B Gonee rimybokue ciaou O6IaCTOAEPMBI, U3 YEro CIEyeT,
9T0 (hOPMUPOBAHNE OCEBON ME30/I€PMBI — IIPSIMOE CIIEICTBHE OpPTraHU3aIuu
Mopdoreneza. Ha BeHTpanbHOI cTOpoHE 00a mporecca HaXOAsSTCsl B OTHO-
CHTEIIbHOM PaBHOBECHH — IIO3TOMY TaM HE 00pa3yeTcsi OCEBON ME30JCPMBI,
a YMEHBIIEHUE TOJIIMHBI BEHTPAJIBHOIO Kpasi MOCJIE TOro, Kak OKPYHOCTh
6J1aCTOACPMBI POXOAUT IKBATOP SAHLA, OOBICHIECTCS ABUKEHHEM KIIETOK B
CTOPOHY J0pcabHOTO cekTopa. Hanomuum (puc. 1), 4T0 y BhIOHa OCIUILIS-
LIUY JIaTepaJIbHOTO JaBieHus BHyTpH 3K onpenensor ceKTopaibHyo Tud-
(hepeHIMPOBKY KpaeBoOi 30HBI OJIaCTOIEPMBI. YHUBEPCATBHBIN KoJieOaTehb-
HBIM KOHTYP, BO3HUKAIONINN U3-32 HEIMHEHHON CBSI3M MEXKY YCPEIHEHHOU
KPUBU3HOH 01aCTOAEPMBI U TPOCTPAHCTBEHHOW IUCTIEPCHEl KPUBHU3HBI OKa-
3bIBAETCSI OOIUM MEXaHU3MOM TU(PPEPEHIIUPOBKU MMOBEPXHOCTH U €€ Ha-
MPaBJICHHOT'O JBUKEHHUSI.
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Puc. 10. /IBe HecTanmoHapHsbie (a, 6) U 3aBepliaromias cTanuoHapHast (6) ¢hasza racTpysIsuu
amuonii (Xenopus laevis). CTpesIKi — IIOTOKYU KJICTOK, JBIDKYIIHAECS BMECTE C IOTOKOM Hapy k-
HOM TIOBEPXHOCTHU JOPCAIBHON T'yObl, IyHKTHPHBIE THHUH — TpaHulsl KT (30Ha 2). YTonmenHas
JIMHU — I'paHuLA pa3/icjia HApYyKHOI'0 U BHYTPEHHEI O JINCTKa l"y6]:l, JABYXKOHEYHBIC CTPEJIKHU —
JBYDKCHHE BIOJIb THHHUU yIpyroro pactspkeHus. Cepble KPyKKH — MEUEHBIE YTOJIBHONH METKOI
YYaCTKH IIOBEPXHOCTH.

[IprunHBl HECTAMOHAPHOCTH KJIETOYHBIX IIOTOKOB JOCTAaTOYHO IIPOCTHI U
BBITEKAIOT U3 OOILETr0 MPUHILIKIIA IBUKECHUS KIJIETOK II0 IPAJIUCHTY JIaTepaIbHO-
ro AaBieHUs (OT UCTOYHHMKA K CTOKY) B COYETaHUU C (PU3NUIECKON ONTUMHU3ALIU-
et popmbl ABIOKYyLIelcs oonacTu. C MOMOLIBIO TPUKU3HEHHBIX HA0MIOACHUH 32
B3aMMHBIM TIEpEMELICHUEM MEUYEHBIX YUaCTKOB B CYNpadiaacTonopaibHOM 30He
racTpyJiel ambuouii (Xenopus laevis) MOKHO BBIIETUTH TPH (Pa3bl TACTPYIISIIIH
(Korvin-Pavlovskaya, Cherdantsev, 2016).

Ha cxeme, mokazanHoii Ha puc. 10, kietku HapyxHOT0 DI1 opcanbHOM ryObI
onacromopa (3oHa 1) BxomsiT B 30Hy KT (30Ha 2), a MOTOM NEpeXosiT U3 30HBI
KT Bo BHyTpeHnHuii TucToK ryoObl (30Ha 3). «Pacnmyxanue» 30Hb1 KT o3Hauaer,
YTO KJIETKH BXOIAT B ATy 30HY OBICTpEE, UeM BBIXOJAT U3 Hee, MOBBIIIAs JlaTe-
panpHOE JaBJieHHe BHYTPH 3TOH 30HBI (puc. 10,a). DTO XOpOIIo M3BECTHBIN B
HEJTMHEWHOHN TepMOoTrMHAMHUKE dPPEKT «OTpHIATSIBHON TpoBoguMocT» (I1pu-
roxuH, 1960), koraa cruakxuBaHue pa3IMudil BHYTPEHHETO JaBJICHUN B 30HAX
1 1 2 He yMeHbIIAeT, @ YBEIMYUBAET CKOPOCTh KIETOYHOTO NMOTOKA. DHEPreTu-
YEeCKH BBITOJHBIM (YMEHBIIAIOIIUM MPOAYKIIUIO SHTPOITUH) CTAHOBUTCSI BBITAJI-
KUBaHUE KJIETOK U3 30HHI 2 B 30HY 3. MakpocKom4eckas Cuijia BBITAJIKUBAaHMUS,
HNCTOYHHUKOM KOTODPOHl SIBIISIETCS AAaBJICHUE, Pa3BUBAEMOE CaMUM HOTOKOM KJle-
TOK, «000CTpsIET» MEPUAMOHAIBHYIO KPUBU3HY 30HBI 2, IPOJABUIasi MAKCUMYM
KPUBHU3HBI BAOJIb MEPUAMOHAIBHOIO BEKTOPA JIBUKEHUSI T'YOBl — BEKTOPa 31U~
6omuu (puc. 10,0). IToTok KJI€TOK B (ha3e BEITAJIKMBAHUS TaK)Ke HECTALlMOHAPEH,
TaK KakK Mepexo]] KJIETOK M3 30HBI 2 B 30HY 3 MJET ObIcTpee mepexoa KIeTOK
30HBI 1 B 30Hy 2. Kierkam, HaxonmsmuMcsi B coctaBe HapykHoro OIl, Huue-
IO HE OCTAeTCsl, KaK YIPYTO CONPOTUBIISITHCS YXOLY BHYTPh COCEAHUX C HUMHU
KJIETOK, M3-3a YEro B JOpCaJbHOW r'y0e W BO3HUKAIOT YIPYrHe HallpsDKEHUS.
bnaronaps sToMy, ABM)KEHUE IEPEXOANT B CTALIMOHAPHYIO (a3y: OHa BOSHUKACT
B OHTOT'€He3€ I'yObl B IOCJICAHIO0 0Yepellb, KOT/Ia BXOJ KJIETOK U3 30HBI | B 30HY
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2 ypaBHOBEIIICH UX MIEPEX0/IOM U3 30HbI 2 B 30HY 3 (puc. 10,6). B aToii dase mo-
BEPXHOCTh JIBUXKETCS BJIOJIb JUHUN YyIPYroro HampsHKEHHUsI, BOSHUKAIONIUX B
OTBET Ha COKpaIeHue OKpyKHOCTH Osactomnopa (Beloussov, 2012).

[lo cpaBHennto ¢ Deuterostomia u apyrumu Bilateralia, >BONIOITMOHHBIMI
HOBILIECTBAMH SIBIISIFOTCS JIBE HECTaIl[MOHApHBIE a3kl MopdoreHesa 61acToro-
pa, MpeAlecTBYIONINE €ro 3aMbIKaHUIO, OJHA U3 KOTOPBIX CBSi3aHA C POCTOM
€ro IuaMeTpa, a CIEAYIoIIas 3a HEM — ¢ PeryJIsiiuei nocaeACTBUN 3TOTO POCTa.
Co06CcTBEeHHO e 3aMbIKaHHEe 0JIaCTONOPa — CTAIMOHAPHBIN MPOIIECC, MEXaHU3M
KOTOpPOTO OAMHAKOB Yy BcexX Deuterostomia, OTYET0 TaCTPYISAINS XOPIOBBIX H
Ha3BaHa paJMalibHOW racTpysueil. Kpureprem HecTallMOHAPHOCTH SIBIISIETCS
HEJINHEHHOCTH CBSA3M MEXIy 0a30BBIMH KOMIIOHEHTaMH MOpQOreHe3a — HaKo-
MJICHUEM KJIETOK B 00JIaCTH JOPCaIBbHOTO Kpasi O6JacTornopa u 3mudoauei 1op-
CaJIbHOTO Kpasi, U3-3a YT JABMIKEHHE 0JIaCTOIOpa CTAHOBHTCS aBTOKOJIC0ATEb-
HBIM JIBH)KCHHUEM.

PETPOI'PAJIHA A1 3BOJIIOL A BIIACTOIIOPA XOPJIOBbBIX
OT JJAHIUETHUKA A AMHHUOT

OBomtoust MopporeHe3a UMeeT COOCTBEHHOE HaIlpaBJICHUE, HE 3aBUCSILECE
OT HampasJeHUus 0TOOpa, MOTOMY YTO OTOOP HE MPEIbsIBISET K HEH HUKAKUX
TpeOOBaHMI, KPOME OJTHOTO — BO3MOXKHOCTH TPOJIOJDKATh Pa3BUTHE, UCIIOb-
3ysl I3BMEHYUBOCTH, BRITEKAIONIYIO U3 MexaHu3Ma Mopdorenesa. Ecnu 001acTs,
JIEHCTBYIOMIAs B HOpMaJIbHOM MOp(QOreHe3e Kak CTOK IIOBEPXHOCTH, MOYXKET BO3-
HUKaTh B 1r000M cektope KT, To mopdorenes Oynet n3dbuparenpHo puxcupo-
BaTh JIIOObIE MPEIIECTBYONIUE IO BpEMEHN U3MEHEHHS (DOPMBI, TOPMO3SIIUE
SMHOOIHUIO JAHHOT'O CEKTOPA U JICNAIOIINe ero CEKTOPOM CTOKa, 3apaHee 3a/1aH-
HBIM B OHTOT'€HE3€e. DTH U3MEHECHHUS OTOJIBUTAIOT Pa3BUBAIOIIYIOCS CHCTEMY OT
Iopora caMOOpraHU3alliy U NEHCTBYIOT KaK TPUTTEp (BO3MYIIEHHE KOHEYHOM
aMIUTUTY/IBI), 3aITyCKAIOIIWNA TIaHAPHYI0 KOHBepreHuuo kietok KT, mpemnsr-
CTBYSl BOBHUKHOBEHHIO ICHTPOB KOHBEPI'€HLIUU B APYTHX CEKTOpax. DTO CTaH-
JapTHBIN CHEHAPU SBOJTIOIMOHHOTO 3aMEICHHSI CAMOOPTaHU3aIll OHTOT €He-
3oM (benunnes, 1990).

[peamnonaraeMast SBOIOIUOHHO UCXOAHASI PABHOMEPHOCTD IJIAHAPHOHN KPH-
BHU3HEI Bcelt okpykHOCTH KT mpeacraBiser coboi, TOYHO TaK ke, Kak JIF00as
peanpHas «rpenkoBasi (hopMay, HEHAOI0JaeMOe COCTOSTHHUE, HcUue3aroliee mpu
MallbIX BO3MyIleHUsX. [laMaTh 0 HeM, B JaHHOM ciydae — MmaMsiTh 00 3KBH-
noteHuanbHocT cektopoB KT, coxpaHsiercss B HOpMalbHOM M3MEHUYHUBOCTH
Mopdorenesa. JlaTepanbHble Kpast OnacTornopa JISTYyIMIKH KOHKYPHPYIOT C €ro
JOpcallbHBIM KpaeM 3a BOBJICUCHHE KJIETOK, TBITASICh CTATh JIOMUHUPYIOITUMH
crokamu noBepxHoctu KT (Cherdantsev, Scobeyeva, 2012), a y BbloHa, KaK MBI
BHJICJTH, YYacCTHE B ATOW KOHKYPEHIIMW MPUHUMAET Jake BEHTPAJIbHBIA Kpaii
0J1acTO/ICPMBI, HAXOASIIMICS Ha TpoTHBONONIoKHOM nontoce KT (puc. 1).

PaHHsig racTpyna JaHIETHHUKA BBITTIAIUT KaK W30JIMPOBAHHBIM (parMeHT
OI1, 3aBopaunBaONIUIiCS BHYTPb, YTOOBI 3Q)KHBHTH <«JIBIPY», CO3JAHHYIO Ia-
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Puc. 11. TacTpynsuus JaHIETHUKA: @ — BHJA PaHHEW racTpyJsbl cO CTOPOHBI 0JIacTONOpa;
6 — cxema racTpyJIsILuu: U300pakeHHe paHHEe! racTpyJbl CMOHTHPOBAHO C H300pa)keHHeM I'y0
0s1acTonopa Ha CleyIOIel CTaiun Pa3BUTHS; 8 — CATUTTAIBHOE CEUYCHUE racTPyJIbl IPH Hepe-
X0JIe K cokpalieHuio oimacronopa. D — nopcansHas, V — BeHTpallbHas I'y0a, H30THYTas CTpel-
Ka — [epeTeKaHne KJIeTOK BHYTPEHHEr0 JINCTKA Ha JOPCAIBHYIO0 CTOPOHY TacTpyJibl. McToOUHNK
pucysrkoB 1la, 6 — Holland, Holland, 2007.

cTpajibHBIM BisiuuBaHueM (puc. 11,a). JlopcanbHas Ty0a — CTOK MOBEPXHOCTH
KT, a 3HauuT, 30Ha MaKCUMaJbHOIO aKTHBHOTO HATSXKCHHSI U MUHHUMAJIbHOM
MJaHapHOW KPUBU3HBL [IpPOTHBOMOIIOKHBIN MONIOC — BEHTpaibHas I'y0a, aei-
CTBYIOIIAsi Kak HCTOYHUK noBepxHOCcTH KT (00sacT ¢ MUHUMAJIbHBIM HATSI-
JKEHHUEM ¥ MaKCHMAaJTLHOU TIJIaHAPHON KPUBHU3HOW), MBIDKYIIIEHCS K TOPCATBHOMN
ry0e BIOJIb TaTepaJBHBIX Ty0 OacTormopa.

[Ipu popmupoBanuu ryosr 6mactornopa nquametp KT cHauama pacrer (Je-
Bas yacThb puc. 11,6), 3areM pocT mpekpamaercs (mpasasi yacth puc. 11,0), u
Onactonop HaunHaeT cokpamatsces (puc. 11,6) (JIpoB, 1893). DTa ocumnnsuus
BO3HHUKAET M3-32 OTCYTCTBHUSI PABHOBECHSI MKy BEHTPAJIBHBIM UCTOYHHKOM H
nmopcallbHbIM cTOKOM TToBepxHOCTH KT. Cynst mmo pasmmauio hopMbl (TTaHapHON
kpusu3Hbl KT) cexTopo Gracronopa (puc. 11,a), pa3HOCTh aKTUBHOTO HATSIKe-
HUS 1OPCANbHON M BEHTPAJIBHOM I'yObl JJOJKHA YPAaBHOBELIMBATHCS 3KBATOPU-
aJbHOM KOHBEPTEeHIMEH ABIKYIIMXCS K AOpcajibHOM ry0e kietok (puc. 11,6).
OnHako, B CBOEM MEPHAMOHAJILHOM JIBWIKCHHH JiopcalibHasi TyOa OrmacTonopa
OTCTAeT OT JBMKEHHS BEHTPAJIbHOM I'yOBI M BRIHYKI€Ha HaroHAThH ee (puc. 11,6).
MexaHU3MOM YCKOPEHHS IOPCAJIbHON 3MNUO0NINH, HE BBIXOIALIUM 3a IIPEICIIb
HOPMaJIbHOH M3MEHYUBOCTH MOP(OreHe3a, MOXKET ObITh TOJIBKO KOHBEPICHLIUS
KJIETOYHBIX MOTOKOB B JOPCAJBHOM CEKTOpE CynpadiaacTOnmopaibHOM 30HBI,
COACHCTBYIOLIAs] MPOTAIKUBAHUIO BO BHYTPEHHHUI JHMCTOK T'yObl KIETOYHOM
«IIpOoOKM», BOSHUKAIOIIEH M3-3a AKBAaTOpUaiibHONW KoHBepreHIuu kiaeTok KT k
JopcallbHOMY cekTopy. MopdoreHnes TyObl caMm yKa3bIBaeT MyTh PETyJISIIUN €€
Pa3BUTHS, KOTOPBIM U peann3yeTcs JajJbHEUIIEH 3BOTIOLUY.

DBOIONKI0 O1acTonopa OT JaHIETHUKA /0 aHAMHHH (aMpuOUi U KOCTH-
CTBIX PBIO) MOXHO NMPEACTABUTH B BUJE TAOIUIBI, CTPOKH KOTOPOH (IO TOpH-
30HTaJIM) MOKA3bIBAIOT CTAJNHM PA3BUTHS MMOTOKOB HApPy>KHOW MOBEPXHOCTH, a
CTOJONBI (10 BEPTUKAJIN) — IBOJIIOLMIO 3TUX cTaauil (puc. 12).

Ecnn yptars Tabiiuny 1o BEPTHKAIH, T. €., HE II0 CTPOKaM, a IO LEJIbIM
cTonbOmam oT cTosbna / kK cronlity ///, To CTAHOBUTCS OYEBHIHBIM, YTO KaXK(ast
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Puc. 12. DBomtonus OnacTonopa y HU3IMIUX MO3BOHOYHBIX: @ — JIAHIETHHUK, 6 — KPYTIOPO-
ThbIe, 6 — aM(UOUH U KOCTUCTBIC pbIObl. TeMHas 3ajuBKa — apXnOIacTONOp, CBETIasl 3aIMBKa —
Heo01acTornop, IMyHKTHP — TPaHHIEl HeoOnacTonopa 10 ¢popmuposanus ero ry6. Ctpenku — mo-
TOKH Hapy»KHOH ITOBEPXHOCTH, IByXKOHEUHbIE CTPENIKH — BHITSIKEHNE MaTepHaia cynpabmacTo-
MOpaJIbHOM 30HbI, HAKOHEUHHUKHU — MTACCUBHBIC CUJIbI, IPOTHUBOACHCTBYIOIINE POCTY IJIAHAPHOU
KPUBU3HBI I'y0Bl O1acTONOpa M BO3HUKAIOMINE M3-3a Pa3iIN4Usl KPUBU3HBI COCETHUX YYaCTKOB
ryOsl1. /-/1] — mocnenoBaTeNbHbIE CTAANH TaCTPYIISLHH.

CTaJIMsI TACTPYIISIIIUN U3MCHSIETCS MyTEM MEePEMEIICHUS OPraHU3aluu KJIETOY-
HBIX ITOTOKOB Ha MPEIbIAYIIYIO CTaIui0 pa3BuTus. V3-3a aToro perporpagnas
9BOJIIOIHS SIBJISICTCSI SBOJIOLMEH BCETO OHTOreHe3a, a He OTACIBHBIX CTaIui:
OoJsiee MO3IHSS CTaqusl JOJDKHA U3MEHSTHCS B OTBET HA U3MEHEHHE IpeJIie-
CTBYIOIIEH 110 BPEMEHU CTaJIMH, BOCIIPUHUMAST HOBBIEC 3JICMEHTHI €€ OpraHu3a-
MU KaK HOBBIC HAYallbHBIC YCIOBUS COOCTBEHHOTO Pa3BUTHSI.

DBOIIOIMOHHO HMCXOMHBIA OIacTONOp JIAHIETHUKA («apXuOIacTorop,
Cherdantsev, 2014) cnauana neficTByeT Tak *xe, Kak 6macronop Bcex Deuterosto-
mia, Oyay4u IIEHTPOM OpraHHM3allK PaJuaibHO CHMMETPUYHBIX HEHTPOCTpE-
MUTEIBHBIX TOTOKOB MoBepxHOCTH (puc. 12,al). lanee (puc. 12,all) Bo3HUKAET
TUTTUYIHAS JJIs XOPIOBBIX CHUTYaIlHs, KOTAa IopcaibHas Tryba Omactoropa, 0y-
Jydd OOIIMM CTOKOM 3KBATOPHAILHBIX M MEPUIUOHATBHBIX MOTOKOB MOBEPX-
HOCTH, MEPETOTHACTCS KJIETKAMU U «pa3rudaeTcsy, yMEHbIIash CBOK IaHap-
HYIO KPUBHU3HY (HAKOHEUYHUKH Ha puc. 12,all). Paznuune miaHapHOH KPUBHU3HBI
(HaTsDKEHMS) MEKy JIopcaibHON I'yOol U JaTepalibHbIMK r'ydaMu OrnacTonopa
CTaHOBHUTCS TEMIT JINIMUTHPYIOLIUM 3BEHOM TaCTPYJISIIIHH, OTKJIAbIBast (HOpMU-
pOBaHUE TIABHOM OCH Tena JI0 00pa3oBaHMs OKPYKHOCTH Ojacroropa, cria-
JKUBAIOIIEH 3TH pa3nuuus. [J1aBHas Och Tella 3aKaHYMBacT cBoe (popMUpOBa-
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HUE, BBITATUBASCH BIOJb CATUTTAIBLHOTO MEpUIUAaHa 33 CYET IKBATOPHUATIBHOM
KOHBEPI'CHIIUHU KJIETOK, BCTPAUBAIOIIMXCS B OTOT MEPHIHAH («TEH30TAKCUC) TI0
JL.B. Benoycogy, Beloussov, 2012). F3-3a mOCTOSTHHOH TpaHCBEPCATLHOW OpHUeH-
TalliX SKBATOPHATBHBIX U MEPUANOHAIHHBIX MOTOKOB B T€UEHUE BCEH racTpy-
nsuun (puc. 12,all, I111) Bcs Me3onepMa MUTPUPYET Ha JOPCAIBHYIO CTOPOHY
ractpynsl (Holland, Holland, 2007), 1, B oT/inuue OT MO3BOHOYHBIX, Pa3JIHUUS
MeX 1y TOJIOBHOW M TYJIOBUITHON 00NAacThIO €/]Ba HAMEUEHBI.

Y muHoru Lampetra planerii TacTpaJibHOE BIISIYMBAHUE — TOMOJIOT apXH-
Oyractoropa — BO3HHKaeT Ha gopcanbHoM noitoce KT (puc. 12,61) u aeicTByeT
KaK TPHUTTEP Pa3BUTHUS HOBOH JOpcallbHOW T'yOBI, JaTepajbHbIe Kpas KOTOPOM
OOXOASAT JKENTOUHYIO SHTOIEPMY, (GOPMHPYsl HOBBIHM Onacromnop («HeoOmacTo-
nop», Cherdantsev, 2014). JlaTepajibHOe pacnpocTpaHeHHE «pas3rudaeT» ryoy,
3aJIepXKUBas ee MUO0NIHI0 (HAKOHSYHHUKHU Ha puc. 12,6/1). Dnnbonwust 3aaepxu-
BaeTCs paHbllle, YeM Y JAHIIETHUKA, BBI3bIBAsi OTCYTCTBYIOIIYIO Y JIAHIICTHUKA
KOHBEPTeHIINIO KJIETOYHBIX ITOTOKOB K IIEHTPY JA0pCalibHON T'yObl. DaKkTHYeCKH,
9TO PEryJsAlus, TMO3BOISIONIas Ty0e yBeIUINBaTh CBOKO TUIAHAPHYIO KPUBH3-
HY, IPOTAJIKKBAasi BHYTPh 00pa30BaBLIyIOCs B ry0e KJIeTOUHYI0 nmpoOKy. [Tocie
MpeBpalieHus HeoOnacTornopa B 3aMKHYTYIO OKPYKHOCTh MEPHIHOHAIBHOE
JBU)KEHUE T'yObl CTAHOBUTCS CTAI[MOHAPHBIM JBIM)KEHHEM, BEIYIIUM K PaBHO-
MEpHOMY COKpatieHuto oracromopa (puc. 12,6111). 3-3a Toro, 9T0 KOHBEPreH-
[HsT KJIETOYHBIX TIOTOKOB K JIOPCallbHOW T'y0e yCKOpseT ee AMMHOOIHI0, TEMITBI
AMUO0INH B Pa3HBIX CEKTOPax OKPYKHOCTH HEOOIacTONoOpa BHIPAaBHUBAIOTCS,
HECMOTPS Ha pa3HOBPEMEHHOCTh X 00pa30BaHusl. Y KPYTIJIOPOTHIX YaCTh ME30-
nepmbl KT octaercs Ha BeHTpaabHOH cTopoHe racTpyibl (Takeuchi et al., 2009).
3T0, OYEBHJIHO, IPSIMOE CIICJICTBIUE YMEHBIICHHSI BKJIa/Ia SKBATOPHAIIBHBIX I10-
TOKOB B 3ITUOOHIO JOPCATBHOMN T'yOBI 3a CUET yBEIUYCHUS BKIaAa JOPCATHHON
KOHBEPTEHIINH KJIETOK CYNPadIacTOMOPabHON 30HBI.

VY am¢ubuii ocratok apxudiactornopa cpasy 3aKjaablBacTCs B BUIE Y3KOH
LIEJTH, BBITSIHYTOH BJOJb OKPY’KHOCTH HeoOsacTornopa. Y KOCTUCTBIX PbIO HET
WHBaruHaIlMM, HO €€ aHaJIOrOM SIBJISICTCS YMEHBIICHUE MJIAHAPHOW KPUBU3HEI
nopcanbHOoro Kpas 31, Tak uTo B 000MX ciydasX racTpyisnus HaUMHAETCS
C TOPMOXEHHUS >nuOonnu B gopcaidbHoM cektope KT (puc. 12,6/). D10 mpo-
WCXOIUT €Ille PaHbIle, YeM y MUHOTH, U DKBaTOpUAJIbHBIC TTOTOKH B JIOPCAh-
HOM CEKTOpPE paHbIIe MTOBOPAYMBAIOT B CTOPOHY JOPCAIBHOIO CErMEHTA I'yObI
(puc. 12,6ll). Octaercsa BpeMs U MECTO JJIsl y4acTHsI B TOM BBITSIKEHUH MaTe-
pHaa, JIexKaIero Jaiablie OT I'yObl U HAYMHAIOIIETO CBOE BBITSKEHHUE YIKE TTOCIIe
MpeBpaiieHus 6aacTornopa B 3aMKHYTYIO0 OKpYXHOCTH (puc. 12,68/1]). B utore,
BO3HUKAET rpaHuIla pa3iena MeX/Iy ABYMs MPOTHUBOIIOIOKHO HAITPABICHHBIMH
MepHIHOHATBHBIMU MToTOKaMu Ki1eTok (Evstifeeva et al., 2018), onpenenstomast
IPaHULly MEKY T'OJIOBOH U TYJIOBUIIIEM 3apOAbBIIIA, OTCYTCTBYIOIIYIO Y MUHOTH
(Korvin-Pavlovskaya, Cherdantsev, 2016).

W3 cxembl, IpeIcTaBICHHOW Ha pUC. 12, BUJIHO, YTO CBSI3b MEK/y CMEHSIO-
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LIUMU APYT IPyra NOJISIMHU JBUKCHUS KJICTOK YCHJIMBACTCS OJjaronapsi mossJe-
HUIO BCTaBOYHBIX CTAJMM racTPYJISIUHU, KaXaash U3 KOTOPBIX SIBJISCTCS HOBOM
craaueit onTorenesa. [lepBoii Takoil BCTaBKOM SIBJISIETCSI IOBOPOT IKBATOPHUAIb-
HBIX TMTOTOKOB, MIEPBOHAYAIHFHO HANPABJICHHBIX K CATUTTAILHOMY MEpUIUAHy
racTpyJibl, B CTOPOHY JOpCalIbHOM T'yObl OJacToropa (1opcaibHasi KOHBEPreH-
nus). Ciienyst JIOTUKE PEeTPOrpajHON IBOJIOLUH, JOpCaIbHAs KOHBEPrEHIUS
CTAHOBUTCS HOBOHM CTaJuel pa3BUTHS AOPCAIBHOM r'yObl, yCHIIMBAIOLIEH MepH-
JTMOHAJIEHYI0 KOMIIOHEHTY €€ JIBH)KEHUS (3MUO0IINI0). DTO BO3MOXKHO JIUIIH MTPH
HaKOTUIEHUH JOPCAIBHON T'y00i HEKOTOPOTO 3armaca KJIETOK, TOITOMY KaKoe-To
Bpems ry0a JoimKHa pacpoCTPaHAThCS JaTepalbHO B OTCYTCTBUE SMTUOOIUN —
9TO eIlle OffHAa BCTaBKa, caMa cOOO0M BBITEKAIOINAS U3 MPEAbIIYIICH BCTABOYKOM
ctaauu. B utore, 6a30Boe A TacTPyISIUKN XOPAOBBIX YepeaoBanue (a3 HaKo-
MIJICHUS U IPOTaJIKMBAHUSI KJIIETOK pa30MBaeTcsi Ha HECKOJIBKO OTPE3KOB HOBOT'O
OHTOTeHEe3a, ¥ BO3HUKACT CBSI3b MX MOCIIENIOBATEILHOCTH C (POPMHUPOBAHHEM OT-
JIEJIOB TJIABHOM OCH TeJla 3apO/IbIIia, BKIIF0Uass BO3HHKHOBEHNE HOBBIX OT/IEIIOB.

['maBHBIM 3BOTIOIMOHHBIM HOBIIIECTBOM aHAMHUH SIBIISIETCS BOSHUKHOBEHHE
IepeIHeroJIoBHOTO (TIpexopaanbHoro) otaena (Yasui et al., 2001; Bertranda et
al., 2011). D10 HE «caJbTalHIY, a CJACACTBUC HAKOILUICHUS U (DUKCAIIMH OJHOHA-
MpaBJICHHBIX TeTepOXpOHUi. 13-3a paHHETO IOBOPOTa SKBATOPHAIIBHBIX MOTO-
KOB TIOBEPXHOCTH B CTOPOHY OJIaCTOIIOpa YCHIIMBAIOTCS MEPUINOHAIbHBIE Ha-
MIPSKSHUS], 1 HHTEPKAISAINS KIIETOK BRITATHBAET JOPCAIBHBIN MEpUIUAH JaTh-
e OT JIOpCallbHOW T'yObl B CTOPOHY, ITPOTHBOIIOIIOKHYIO ee ABWkKeHur. Ho-
Boe moJie moTokoB DI Bo3HMKAET mepen PpOHTOM racTpaibHOrO BISTYUBAHUS,
Tam, rjae MopdoreHe3 3MUTENHsT OCBOOOXKACH OT CBSI3U C TacTpPyJISIUOHHBIMH
MOTOKaMH Me30epMbl, GOPMHUPYIOIUMH TTIABHYIO OCh Tela. DTO MOCTracTpy-
JAIHOHHBIN MOp(OTEeHe3, BXOAAIINNA B COCTaB TaCTPYJISAINH H3-32 MTOCTOSHHO
MTPOUCXOIUBIIIETO CMEIIEHHST MOpQoreHe3a JopcalibHoN TyOsl Ha Oosiee paHHHUE
cragauu ractpyssnuu. K atomy Mmopdorenesy (1, CTporo roBops, TOJIBKO K HEMY)
MpUMEHUMa COBPEMEHHAsi KOHIEMHIIUs HeWpajdbHONW MHIYKIIUU «II0 yMOJI4ya-
nuto» (Hemmati-Brivanloue, Melton, 1997; De Robertis, 2007). CMsiruast ogHu
reTepOXPOHHH, IBOIIONUST MOphOreHe3a co3aeT APyrue U npojoinKaeTes 0e3
BO3HUKHOBEHHS HOBBIX 8/IAITHBHBIX TPEH/IOB.

Ho maxxe Torma, koraa Takue TPeH/IBl OYE€BU/IHBI, KaK MPH BOSHHUKHOBEHHH
SMOpHOTreHe3a aMHHUOT B OTBET Ha HAKOILICHUE YKENTKA M YMCHbBIICHUE JOJIH
AMOPHUOHATIBLHBIX KJIETOK B cocTaBe Onactonepmbl (Arendt, Niibler-Jung, 1999),
HaIpaBJICHHE BOJIIOIUU BCE PABHO OMpEACISETCS MEXaHHU3MOM MOpQoreHesa.
VY NPUMUTHBHBIX PEOTUINN SMOPHOHAIBHBIC KJICTKH, JIBHIKEHHUE KOTOPBIX 00-
pasyeT oceBble CTPYKTYPbI, CHaYaIa KOHIIEHTPUPYIOTCS B KpaeBOi 30HE 01acTo-
JIEPMBI, a 3aTeM JIBH)KYTCS BJIOJIb OKPY’KHOCTH KpaeBOH 30HBI BBEPX I10 TPajIu-
SHTY JIaTepabHOTO JaBicHus BHYTpU DIl 1o HanmpaBJIEHUIO K CarUTTAIIBHOMY
mepuguany (Alev et al., 2013). B aroii daze mopdoreHesa KIeTKH ABHKYTCS
TOYHO TaK e, KaK Y KOCTHCTBIX PbIO, M UX JIBUKCHHE KOHTPOJIUPYETCS TEMH Ke
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reraMu. OHAKO, SMTMO0IHST OIACTOAEPMBI OTCYTCTBYET H3-3a TOTO, UTO JKEJITOK
o0OpacTaroT He 3MOPHOHAJIBHBIC KJICTKH, a BHE3apPO/IbIIICBbIC KICTOUHBIC IIja-
cTel. OrpaHuveHre MmiIonaan 0J1acToAepMBI BEJET K MPUPOCTY JaTepajIbHOro
JaBJICHHS BHYTPH €€ JJOPCaIbHOTO Kpasi, «BBIJaBIUBAIOIIETO» KIETKH K IICHTPY
OnactonepMbl. Bo3HUKaeT 3a4aTOK 3apOBIIIEBON MTOJIOCKH, SBIISIONIMICS IBO-
JIFOLIIMOHHBIM HOBILIECTBOM, & OTHIO/Ib HE TOMOJIOI'OM OOKOBBIX T'Y0 OJacToropa.
DTOT 3a4aTOK — €IIe OJJHA TUIIMYHAS [ PETPOTPaTHOMN ABOIOIIUN «BCTABKAY,
€CTeCTBEHHAsS JUISI TaCTPYJISIIUN XOPAOBBIX PEAKIHS Ha OrpaHUYCHHUE dMHOO0-
MW SMOPHOHATBHBIX KIIETOK.

MepunoHabHOE BBITSDKEHUE DTOTO 3a4aTKa 3aMeJJISETCSl BCTPEYHBIM I10-
TOKOM KJIETOK, JBHKYIIHXCS K KPar 0JIaCTOEPMBI, U 3TOT BCTPEUHBIH MOTOK
CTAHOBUTCS MOP(OrCHETHYESCKUM SKBHBAJICHTOM OTCYTCTBYIOIEH SMTUOOIHH.
B o6nacTu, T1€ BCTpEUYHBIC MOTOKH TOPMO3AT APYT APYTa, CKOPOCTh JBHIKCHUS
MajiaeT M pacTeT JaTepaibHoe naBieHue BHyTpu Oll. M3-3a aToro, TouHO Tak
e, KaK MPU TOPMOKEHHH SMHUOO0INN y aHAMHUH, BO3HUKAET CTOK HapYKHOU
MMOBEPXHOCTU C 00pa3oBaHHWEM OJIaCTONOPa, TAKOT'O K€ OKPYIJIOTO M 3aMKHY-
TOTO, KaK apXu0IacTONOp Y MUHOTH, U TaK K¢ OJM3KOr0o K peayKIuu. Y mpu-
MUTHBHBIX PENITUIIUI C KOPOTKOH 3apOJIBIIIEBON MOJIOCKOH ATOT OJIACTONOP e1le
OCTaeTCss MECTOM yXO/ia BHYTPb KJIETOK, 00pa3yIoMMX O0CEBYI0 Me30AepMy, HO
Kora (y ITUIl ¥ MJICKOTTUTAIONTNX) 3apOABIIIEBAas IMOJIOCKA yIJTHHSICTCS, OT OJ1a-
CTOTIOpa OCTaeTCs TOJMBKO €ro JOPCAIBHBINA Kpail B BHJIE TEH3EHOBCKOT'O y3eJ-
Ka — 3a4aTka Oymymiei xop/bl. [|BuKeHre 3TOro 3a4aTka BJIOJIb CATUTTaIEHOTO
MepHaraHa 0JacTOEPMbl «PHCYET» TIIABHYIO OCh Teja 3apojbllia TOYHO Tak
JKe, KaK Y BCEX XOPIOBBIX. [[pUHITUTIBEI B3aMMOACHCTBUSI CTOKOB U MUCTOUYHHKOB
MTOBEPXHOCTH OCTAIOTCSI PEKHUMH, KaK U caMa 0ceBasi opranusarus Mmopdore-
He3a, HO OJIacTOTOp, OBIBITNI KOTAa-TO TPHYMHON UX BOSHUKHOBEHUS, NCUYE3aeT
B UTOT€ COOCTBEHHO HBOJIOIIHH.

3AKJIFOYEHUE

Oposmtorust MopdoreHe3a W aJanTUBHAS SBOJIONUS (EHOTUIIA pa3iuyda-
IOTCSl IPUMEPHO TaK KeE, KaK «MSITKHE» U <OKECTKHE» MOICIH JUHAMHYCCKUX
cucteMm (Apuoisba, 2003). Moaenn afanTHUBHON ABOJIONUUA (PYHKIMOHAIBHBIX
CHCTEM TI0 HEOOXOAMMOCTH SIBISIOTCS <OKECTKUMU», TOTOMY YTO, KaK IHCAI
Xonpeitr (1935), naxxe ecau 0TOOp HaIpaBIIeH HA H3MEHEHHUE OTHOTO ITPU3HAKA,
CYIIIECTBEHHOTO JIISI a/IallTAllMH, TO OCTAJIBHBIM MPU3HAKAM TOXE MPUXOJIHT-
Csl U3MCHSTHCS JIJISI BOCCTAHOBJICHHST (PM3UOJIOIMUYECKOro paBHoBecust. M3 3To-
ro CJeayeT, 4TO TeMI JJUMUTHPYIOIIed KOMIIOHEHTON HalpaBJIEHHOTO 0TOOpa
apisieTcst ctabunusupyromuii ot6op (umkun, 1984), HuBeMpyommii cCHU-
JKeHUe 00IIel MpUCIToco0IeHHOCTH, HEeN30eKHOE ITPH H3MEHEHUN (PEHOTHITHYE-
CKHX TIPU3HAKOB, YK€ UMEIOINX COOCTBEHHYIO aJalTHBHYIO IIEHHOCTh. Ecnn
CUUTATh TAKUMHU «IIPU3HAKAMUY» CTAJUU OHTOI'CHE3a, TO OHTOTEHE3 TOXKE JOJI-
JKEH IBOJIIOIIMOHUPOBATH KAK JKECTKasi CUCTEMA, IOTOMY YTO U3MEHEHUE OJTHOM
CTaJU OHTOTEHe3a B IMOJIb3Yy JPYroi CHUXKAEeT €e COOCTBEHHYIO aJalTHBHYIO
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LEHHOCTb, ¥ TOJBKO CTAOWMIM3UPYIOMUNA OTOOP MOXET 3TO KOMIICHCHPOBATh
(IImamnsraysen, 1969).

MopdoreHes xe, HaIPOTHUB, IBOIIOLUMOHUPYET KaK MArKas CHCTEMa, I0-
CKOJIBKY M3MEHEHHUE «HENOCPEICTBEHHBIX IPUUYUH» PAa3BUTHUS CTPYKTYPHI HE
U3MEHSIET BEKTOpa ee pa3BuTus. s MopdoreHesa mnosiBieHue HOBOH CTaguu
Pa3BUTHUSA CTPYKTYPBI IIyTeM OOBIYHBIX T€TEPOXPOHHUH 3HAYMT He OoJbIue (HO
W HE MEHbIIE), YeM 3aMeHa CIIy4YaiHbIX (IIOKTyalni BO3MYIIEHUSIMU KOHEU-
HOW aMILTUTY/IbI, JCUCTBYIOIMMHU KaK MYCKOBOH MexaHu3M (opmMooOpa3oBa-
Hus. KoHeuHas aMninTya BO3MYILEHHSI €CTh HE YTO MHOE, KAK BOSHUKHOBEHHE
HOBOM MaKpOCKONUYECKol (popMBl, npenuiecTByomeil MopdoreHesy oxHoN U3
oOnacTeil U Jaromeil e mMpenMyIIecTBO BO BHYTPU-HUHINBUAYaJIbHON KOHKY-
PEHIIMH C IPYTUMH 00IacTSIMHU 3apOABIIIA 32 y4acTHE B 3TOM MopdoreHese. DTo
W O3HAuaeT repexo] oT MopdoreHe3a K OHTOTeHe3y, KOTaa o0JacTh ¢ orpee-
JIEHHOHW CyIb001 BBIOMpPAETCS C BEPOSTHOCTHIO, 3aBUCSINEH OT HCTOPUH €€ pa3-
BUTUS, BBIPAKCHHOW B OIIPEESICHHOM IOCIIEN0BATEIbHOCTH CMEHSIOIIUX IPYT
apyra ¢opM, IpeIecTBYIOLUX €€ 00pa30BaHHUIO.

BaxxHo, 4TO perporpagHas 3Boionus MopdoreHesa He TpedyeT co3maHus
HOBBIX CUCTEM I'€HeTHUYECKOM peryjiadanuu, uCroJib3yst CUIHaJIbHBIC ITYTH, OT6I/I-
paBiuecst BoBce He Juis peryisiuu Mmopdorenesa (benunnes, 1990). [penio-
KEHHAasl MOJEJIb TUIIOIBHOIO B3aUMOJICHCTBHUS CTOKOB U HCTOYHHUKOB I103BOJISAET
MoOp¢OreHe3y caMoMy PeryIupoBaTh CHIIY T€HETHYECKUX CUTHAJIOB, COKpaLIast
WM yIUITUHSS BpeMs uX aedcTBus. @akTUuecKu, 3TO aBTOPEryJsilus, TaK KaKk
JBU)KEHUE KJIETKH BBEPX IO TPAJHEHTY JaTepanbHOrO JaBICHUS 3aMEJIseT ee
JBW)KCHUE, YBEITUYMBAs BPEMsI OKCIIO3UIIMH CHUTHAJA, HCXOIAIIETO OT COCEIHUX
KJIeTOK. TaKkoB BO3MOKHBIN MYyTb MOAYJIALIWU T'CHETUYCCKUX CUT'HAJIOB, CIIC 0o-
Jiee MPOCTOH, YeM «MeXaHH4ecKas TPaHCAYKLHUA», a TO, YTO HBOJIIOLMS HAET
«3aJI0M Hamepeay, BRITEKAeT U3 TUHAMUKN HOPMaJbHOH M3MEHYMBOCTU Pa3BU-
BAaIOLICHCS] CTPYKTYPBI, yracaromei no mepe ee gopMmupoBanus. Bee 3To mo-
3BOJISIET MpEAIoNaraThb, YTO PETPOrpagHasi BOJIIOLUS MOPPOreHe3a SBISETCS
OCHOBHBIM, €CJIM HE CIUHCTBCHHBLIM IIYTEM CO3JaHN I HOBBIX (1)OpM, CCJICKTUBHO
HeﬁTpaHBHBIX B MOMCHT CBOCT'O BO3HMKHOBCHHUS WU IMOTOMY ITOJAXBAaTbIBACMBbIX
JTFOOBIM 0TOOPOM B TTOJIB3Y CBSI3aHHBIX C HUMH aManTHBHBEIX Tpu3HakoB (Cher-
dantsev et al., 1994).
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A retrograde blastopore evolution:
from morphogenesis to ontogeny

V.G. Cherdantsev & E.G. Korvin-Pavlovskaya

Blastopore evolution is considered as a model example of morphogenetic evolution
based on dipole interactions between sources and sinks of the epithelial sheet free
surface. The blastopore arises as a singular point of a field of the planar surface movement
surrounded by a toroidal surface (“border torus”, BT) and having a zero velocity of the
planar flow. BT is a region of the peak velocity difference, which makes it an origin of
natural variation in the gastrulation process. The evolution of gastrulation begins with the
blastopore closure and continues by origination of new earlier stages of its development
through an increase of the blastopore diameter (retrograde evolution). The mechanics
of gastrulation movements concedes only three reproducible types of distribution of the
sources and sinks at the BT surface each being realized in the blastopore evolution and
originating independently. First, this is a “unilateral” gastrulation of Lophotrochozoa
with two bilateral surface flows moving over BT between the source and sink situated
at opposite (dorsal and ventral) BT poles. Second, this is a “bilateral” gastrulation of
Ecdysozoa with two bilaterally symmetrical surface sources and two sinks at opposite
(anterior and posterior) BT poles. At last, this is a “radial” gastrulation of Deuterostomia
and Chordates: one pole of the BT circumference (dorsal pole) is a sink of the surface
coming from two sources — from the outer surface adjacent to a sink, and from the
opposite (ventral) BT pole. Tracing of the Chordate evolution from Amphioxus to
Amniotes shows a gradual displacement of gastrulation movements to antecedent
developmental stages by a directional accumulation and fixation of the heterochronies
designed by the normal variability of morphogenesis. The constancy of a “backward”
direction of evolution follows from the dynamics of developmental variability being at a
maximum at earlier developmental stages.

Key words: morphogenesis, blastopore, gastrulation, retrograde evolution
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AJITEBPANYECKAS TEOMETPUSA
HNKOCA3JIPUYECKHUX BUPYCOB

FO.JI. BoriTexoBckuii
Teonocuuecxuii uncmumym O@UL] KHI] PAH
woyt@geoksc.apatity.ru

Panee aBTOpOM MOKa3aHO HIUPOKOE PACIPOCTPAHEHUE MOTUIPUUECKUX
CTPYKTYp TuIa QyJJIEPEHOB B )KMBOI M MUHepaJIbHOM mpupozae. Hanbo-
Jee ApKO OHH IMPOSIBIEHBI B KallCHJaX MKOCAdIPUUYECKUX BUPYCOB, T'€0-
METpHs KOTOPBIX XOPOUIO U3ydeHa. B 3Toll cTaTbe moka3aHo, YTO UX HO-
MEHKJIATypa, Kiaccu(puKanus 1 TOTeHIHAIbHBIC TPaHC()OPMAIIH MOTYT
OBITh JJAKOHMYHO OMUCAHBI CPEACTBAMU MATPUUHOMN anreOpsbl.

Krrouesvie cnoga: dyniepeHbl, KancuIbl UKOCadAPHIECKUX BHUPYCOB, HO-
MEHKJIaTypa, TOMOJOTHYECKUE PsIIbI, KiIacCUpHKAIys, TpaHchopMauu, Ma-
TpuyHas anredpa.

BBEJEHUE

Panee aBTOpOM MOKa3aHO HIMPOKOE paclpoCTpaHEHHWE B MUHEPATIBHOH U
KUBOW TPUPOZE MOJIMIIPHUECKUX CTPYKTYp THUIA (QYJIEPEHOB, HA KOTOPBIX
pa3pelieHsl TOJBKO S-yroiapHbIe (pOBHO 12) 1 6-yToNbHBIE (BCE OCTANIbHBIE) I'pa-
uu (Voytekhovsky, 2015). [Ipu 3ToM B caMbIX CHMMETPHYHBIX (yaepeHax uer-
KO y3HaBaeM JOAEKadIPUIECKIil MOTHB, BeJlb MPOCTEHINIA (PyIIepeH — NMEeH-
HO MJIaTOHOB JI0IeKas/ip, a Haubonee crabunbHbli Gynnepen C , — ycedeHHbIH
MJIaTOHOB MKOcadp. B ckenerax paauosisipuil BCTPEUYCHBI 10JEKadIpUUYCCKU
(Circogonia dodecahedra Hackel) u uxocasnpuueckuii (Circogonia icosahedra
Héckel) motuBebl. B kancunax cepruecknx BUPYCOB SIPKO BBIPAXKEH MOCICTHHIHA
(puc. 1). ToT hakT, 9TO AOAEKAIAP U UKOCADAP TE€OMETPUUECKHU TyaTbHBI IPYT
APYTY, MO3BOJISAET JETKO MEePEeHTH OT OJHOTO K JPyroMy M JaTh OOILIHe Kiac-
cu(UKAIMIO ¥ HOMEHKJIATYpy JUIsl CTPYKTYp Ha MX ocHOBe. «HomeHkmaTypa
U KJIacCU(pUKAIMS BUPYCOB — TpyaHas 00JacTb BUPYCOJIOrUH. .. [ pynmupoBKa
MOXeET OBITh OCHOBaHa Ha MOP(OIOTHYECKHX U (PUZUOIOTUYESCKIX KPUTEPHUIX.
Wneain, K KOTOPOMY MBI CTPEMHUMCS] — 3TO CO3/IaTh TaKYI0 KJIaccu(UKAIHUIO, KO-
TOpast oTpakaya Obl YBOJIIOIMOHHbIEC U (PHITOTeHeTHYECKHE B3aNMOOTHOILICHHU S
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Puc. 1. Crpoenne nkocasapudeckux Bupycon (Puc, Crepubepr, 2002).

OpPraHu3MOB, a Takke obecreunBana Obl YJOOHYIO U PAallMOHAIBHYIO CHCTEMY
HoMeHkmarypel»y (Jlypus u np., 1981, ¢. 18-23). B wactu Mopdosoruu Ha3BaH-
HBbIE 3aJ]a4yl PELIAOTCs B IPEjIaraéMoi CTaTbe.
IMPEJIIECTBYIOIIME PE3VJIBTATbBI

[TpuHLUIIBI CTPOCHHUSI KAIICHI0B UKOCA3APUUYECKHUX BUPYCOB U3 KallCOMEPOB
(cyobenunuui, chepudeckux OETKOBBIX TI00YyJ) M MX Kiaccu(UKaluus Mpen-
JIOKeHBbI B OcHOBomonaratomieii crarbe (Caspar, Klug, 1962). Besikuii xancun
noctpoeH n3 20 paBHOCTOPOHHHUX TPEYTOJbHBIX Mera-rpaHeil — (parMeHTOB
TTOCKOW CeTKH, 00pa30BaHHOM TII00yJIaMu IO MPUHITUITY TIOTHEHIIeH TeKca-
rOHAJIBHOW yHakoBKU. JIMHUU T7100y)1 He 00s3aTEIbHO COBHANAIOT C pedpamu
Mera-rpaHy, YTO ¥ CO3/aBajio MpoOJIeMy OTBICKaHMs OOIeH (GOpMYIbl IS UX
yycia B Karncuje. B ykazaHHOH cTaTbe aHOHCHpOBaHa Teopema, MepedrcInB-
miasi pa3peni€HHbIE TSl UKOCAdAPUUECKHUX KAICHI0B «TPUAHTYJISIIIHOHHBIC YHC-
na» T=P {2, rne P=h?+hk+k2, 0<h>k>0 — 1r00bIe TIApHI TETBIX YHCET €3 00X
nenurenert, =1, 2, 3... Ee mokasa-
TENbCTBO BIIEPBBIE JaHO B CTAaThe
(Schmalz et al., 1988, p. 1124-1125).
Io cyTtn, h u k — KoopaHHATHI KOHIIA
0a3asbHOrO pedpa Mera-rpaHu B KO-
coyrospHOU (60°) mekapToBOH CH-
CTeMe KOOPAMHAT, COIJIaCOBAaHHOM C
IIOTHEHIIEH rekcaroHajlbHON yna-
KOBKO# 11100y (puc. 2).

B ocHOBY onrcanust nKkocasapu-
YEeCKHMX KalCHI0B CETrOMHS TOJIOKE-
Hbl HMMEHHO TPHAHTYISINOHHEIC

guciaa T (tabmuma 1). B aTom ecth
M3BECTHOE YA0OCTBO. Yrcio riao0yn

Puc. 2. K onmcanuio uKoca’IpuyecKkoro
KaIcuja.
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B kancujae paBHo M=10T+2. Onu o0pa3yroT Mopdooruueckue cyobeIMHULIBL:
12 nentamepos u 10(T-1) rekcamepos. [Ipu 3Tom T=(m—1)?, rIe m — YUCIO TJI0-
Oyn Ha peOpe Mera-rpaHu, €CJii OHU COTJIacOBaHbI 10 HampapieHuio (Voytek-
hovsky, 2016). Kpome Toro, 20T — 9ncIiio ameMeHTapHBIX TPEYTOIbHBIX TpaHei y
T1000r0 UKOCaIeNbTadipa, MOJACTHPYOLIEro Karcu 1. (s MHOTHX BUPYCOB 3TH
XapaKTEePUCTUKH U3BECTHBI: Oaktepuodar ¢X174: T=1, M=12, m=2, (h, k)=(1,
0); Bupyc xenToi Mo3auku TypHernca: T=3, M=32, (h, k)=(1, 1); Bupyc moimomsi:
T=4, M=42, m=3, (h, k)=(2, 0); manioBaBupyc: T=7, M=72, (h, k)=(2, 1); peoBu-
pyc: T=9, M=92, m=4, (h, k)=(3, 0); potasupyc: T=13, M=132, (h, k)=(3, 1); Bu-
pycHI Teprieca u BeTpsiHoi octibl: T=16, M=162, m=5, (h, k)=(4, 0); aneHoBUpyC 1
BUpYyC cobaubero renaruta: T=25, M=252, m=6, (h, k)=(5, 0); paxy>xHslii BUpyC:
T=81, M=812, m=10, (h, k)=(9, 0).

AHanu3 TabIHIIbl TOKa3bIBACT HATHYNE U30MEPOB — BUPYCOB C OJIMHAKOBBIM
TPHAHTYJISIIUOHHBIM YUcioM. [Iiist T=49 uX MOKHO pa3siuvHTh [0 CAMMETPHUH:
kancun (h, k)=(7, 0) uMeeT ToueUHYIO IPYIITY CHMMETPHH -3-5m, Karcus (5, 3) —
TOUEYHYIO TpyINIy cuMMmeTpun 235 (B COBpEMEHHON KPHCTAIIOrpaprIecKOM
notauun). Ho aiist T=91 o6a xancuna (9, 1) u (6, 5) umetot cummetputo 235. [pu
stom cumBojioM (h, k) cTpoenue nro6oro karcuua (GUKCUPYETCs OJTHO3HAYHO.
HwmenHo ero 1enecoo0pa3Ho MOJOKUTH B OCHOBY HOMEHKIIATYPBI.

KJIACCBI -3-5m U 235

B crarbe (Caspar, Klug, 1962, p. 15, Table 1) npeanoxeHo aencHue ukoca-
HIPUYECKUX KallCHIOB Ha TPH Kiacca. [lepBeiii (BepxHsis cTpoka Tabu. 1) mo-
poxnmaercs nmpocteiimnM kancugom (1, 0) — ukocasapom, B BEpUIMHAX KOTOPOTO
pacrmonoxeHbl 0enKoBbie TI00yNbl. OCcTanbHbIe KalCUAbl Kiacca MoJydatoTcs
YBEJIMYCHUEM I'pPaHU MKOCA3pa ¢ MOMOIIbI0 Kod(hduuueHToB mogodus =2, 3,
4... IpH TOH K€ OPUEHTHUPOBKE B CHCTEME KOOPIMHAT, COTJIACOBAHHOMN C ILIOT-
HeHIIel rekcaroHalIbHOW YITaKoBKO# rio0yi (puc. 2). DTOT Kiracc JIOTHIHO 000-
3Ha49uTh (£, 0).
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Taoauna 2. Tpuanryasiuonasie yucia T 11 TeHepaTopoB.
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Bropoii knace (nnaronans Tabi. 1) aHaJOruYHO MopoXkaaeTcs Karcuaom (1,
1) — monexasapom, Haj TpaHsSIMU KOTOPOT'O HAJCTPOSHBI MEHTATOHATbHBIE ITH-
pamubl. Ero Mmoxxao 0003HauuTh (f, f). ABTOpPHI CTaThy 3aMEYalOT, YTO KariCH-
JbI 000MX KJIACCOB 00JIAZIAI0T IIOCKOCTSIMH CHMMETPUH B OTIIMYUE OT OCTallb-
HBIX KaIlCUJI0B, 00JIaIAI0IIMX TOJBKO MOBOPOTHBIMU OCsiMU. CyJis TIO TOMY, YTO
OCTaJbHBIC KallCHABI Ha3BaHBI «skew classes» (CKOIIEHHBIE KJIACCHI), KajKIbIH
cumBolt (h, k) o3HagaeT OTHENBHBIN KITACC, B KAXKJOM — OJTMH KalCH. DTO HE JI0-
FUYHO, TaK KaK MpeoOpa3oBaHUEM MOJ00Ms 1000 Karcu NOpoXKaaeT OecKo-
HEYHYI0 TOMOJIOTHYECKYI0 CEPHUI0 OJMHAKOBO yCTpoeHHBIX Karcuos: (h, k) —
(fh, fk)... 1o cyTH, Tads. 1 COCTOUT U3 FTOMOJIOTHUYECKUX CEPHIA, HAUNHAIOIINXCS
¢ xarrcu 0B (h, k), y koTopeix h u k He mmeroT obmux AemuTeeH.

Tabmuma 1 comepxuT eme Ooylee HHTEpECHBIE CBsI3W. B mepByio odepenb
3ameTuM, 4To Kancua (1, 1) momyuaercs u3 (1, 0) kak ycedeHHBIH UKOCadIp U3
JojieKasipa — AyalibHBIM I[IEPEXO[0M U OTCeYeHHeM BepiinH. Kak 3To BbIpa-
3uTh anredpanuecku? Ha nenouuncieHHol pemeTke (puc. 1) pedpa ABYX Karcu-
nos (h;, k) n (h,, k,) Berpaxkarorcs npyr 4epes apyra nuneiino. [lycts nckomoe
npeobpaszosanue umeet Bua: (h, k) — (h,, k,)=(ah,+bk , ch+dk ). B craree
(Voytekhovsky, 2016) moka3aHo, 9T0 OHO YTpanBaeT TPUAHT YIISAITHOHHOE YHCIIO.
U3 yenoeus T,=3T, naxomum, uto ans mo6oro (h, k) ono paspemnmo numib
B onHom ciayudae: (h, k) — (h+2k,, h—k ). [Toncranoskoi nerko yoeanTscs B
nepexonax (f, 0) — (f, f) — (3f, 0) — (3f, 3f)... Tem cambIM TOMOJIOTUYECKUEC
cepuu (f, 0) u (f, f) oObenuHsIOTCS B KJ1acC -3-5m. AHAJOrHYHO OOBEAUHSIOTCS
B KJ1acchl 235 1o JIBe TOMOJIOTHYECKHE cepuu, oOpa3oBaHHbIe Karcugamu (h, k)
u (h+2k, h—k), y kotopsix h u k He mmeror obmux menureneit. Kancuasr (h, k),
HE CBOJIMMEIE K 0OJiee MPOCTHIM B Py TOMOJIOTOB, paHee Ha3BaHBI aBTOPOM
reHeparopamu. Kpurepuu reneparopa: h u k B3aumuo npoctsl, h—k He nenurcs
Ha 3 (Tabm. 2).

OBUIEE [TPEOBPABOBAHUWE KAIICUJA
Bosnukaer Bonpoc, Heb3s M HalTH obuiee npeobpasosanue (h, k) —
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(h,, k,), mpeoGpa3syromiee 1000 Karncua B 000K IPyroi, Kak 3TO CAENaHO
Uit QYIIIEPEHOB, MOICIHUPYIONUX MHKPO3BOJIIONUN CKEJIETOB PaJHOISIPHIA
(Voytekhovsky,  Stepenshchikov,
2016)? B sTtom cimydae 3amada co-
CTOMT B NOBOPOTE BEKTOPa (h,, k)
Ha HEKOTOPBIH yroJl 0 10 BEKTOpa
(h,, k)) ¥ JIONONHUTENBHOM pacTs-
JKCHUU/CoKaTUu (puc. 3).

B oprtoronanbHON JieKapTOBOM
cUcTeMe KOOpJIMHAT TaKoe TMpe-
00pa3oBaHUE UMEET BU/T

Puc. 3. K onucanuio mnpeobGpa3oBaHuii re o = 0,-0, KO:-)(b(bI/ILII/IeHT pac-

HKOCA3IPUUECKOrO KaTlChIa. Tsokennst t = (T,/T)"2. Dopmysbl
PV

rmepexoma K KocoyrombHOU (60°)

= . —_T 12
cosat  sina)/t 0\aT: X =I“cos a,
(X] ] Y)

y =T, sin a,, X2=’J(x3 ; y2)= BKH M ITpeoOpaso-

BaHMI MoTydaeMm: -sina cosa (0t

BLIpa)Kaenl TATTATTAMATATITTANTTIA AT T TTANAD ATANATITT quyFOHLHHKOB

coso.  sina
(puc. 3) m noc(wS o, . sin aj): (COS oL sin Otl) ) parHe:
: . —sino. cosa
3amas (; ) B cosa  sing) 1 yrox
O<0c<6'(2h +k, ,\/ik) (Zh1 +k,,\/?Tk,) , JEL/T,
Pac =Sma cosa aK, IS

romosiornaeckux cepuii (h,, k) — (h,, k,)=(t'h,, t k ) moncranoskoi nomyunm:

u3 dero ciaerver coc n=1 <in a=0 Ta ecTn 0=0 Ao Taw renn VKARAHHBIC CEPUU

OGLG,I[I/IHSIIO(zh +k,,\/{_k) (2h,+k|,\/§k1) COISOL SINCL) ypopanusI-

MU B CUCTEN =sSma Cosd
Bbonee hnivpiein wiiy+tan gyadabnpia npLvudpasuban ), kl) — (h2,

k,)=(h+2k , h—k). 3necs nonyqaem obuiee pemeHne B BUJIE:
a=arc sin[2-3k, (h+k )/2T ].
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IIpu k=0 nonyunm o=30°, npu k =h, nomyunm o=-30° B 000HMX cIydasx
KO3 GUITUCHT PacTSIKCHHUS PaBEH V3. O10 BEpHO B OOIIEM BHJC: B ITyaJbHBIX
IpeoOpa3oBaHUsX MOCIEIOBATEIIbHBIE EPEXOAbl OTINYAOTCSA TOJIBKO 3HAKOM
[IOBOPOTA.

BbIBO/IbI

*  Howmenknarypy MKocasapu4ecKkoro Karncujaa IpeasioKeHO CTPOUTH Ha CHM-
Bouie (h, k) ero mera-ukocasapuyeckoil rpaHu, OJHO3HAUYHO (PUKCUPYIOIIEM
ee MOJIOKEHHE B PEeIETKE KarcoMepoB (0eIKOBBIX TI100YIT), OpraHU30BaHHON
110 MPUHITUITY IUIOTHEHNIIEH TeKcaroHalbHOM YIIaKOBKH.

* Knaccudukanus xancugoB MO TOYEYHBIM I'PyHIaM CHMMETpUH -3-5m
(c mmockocTsiMu) 1 235 (0e3 HUX) JIOTHYHA, HO ATO JIMIIb MepBbIii mar. Kiace
-3-5m cocrout u3 romonoruueckux ceputii (f, 0) u (f, f), roe =1, 2, 3..., cBs-
3aHHBIX AyanbHbIM nepexonoM (h, k) — (h+2k , h k).

*  Kiacc 235 toxe cocrout u3 romosnoruueckux cepuii (f h, f k), mopoxna-
eMmbrx reHeparopamu (h, k), y3aaBaembeiMu mo xputeputo: h u k B3anmHO
npocthl, h—k He nemurcst Ha 3. Y ka0 cepun B kiacce 235 ecTh apyras,
CBA3aHHAsA C HEW AyanbHbiM nepexonom (h, k) — (h+2k , h k).

* [lonyueHo maTpuyHOe IMpeoOpazoBaHHE, OMKCHIBAIOLIECE JIIOOOW TMEpexon
(h,, k) — (h,, k,). Mxocasnpuueckue Kancuabl — peAKHH cirydail Guonoru-
YeCcKOW OpraHu3aliy, KOTAa yAaJoch NMOIYYUTh CTOJNbh OOIIUN pe3ylbTar,
Jla’ke €CJIM OH UMEET JIMIIb TEOPETUYECKOE 3HAUCHHE.

* IlpencraBngroT MHTEpeC CleIyIOIIHME 3aJadd: O 4acTOTE BCTPEYACMOCTH
MKOCadIpUYECKUX BUPYCOB KJIACCOB -3-5m U 235, B 4aCTHOCTH — Pa3JIMYHbBIX
BugoB (h, k), eme geransHee — n3omepos ¢ pazHeiMu (h, k), HO ogHEM TpH-
AHTYJISITUOHHBIM YnciioM T.
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The icosahedral viruses algebraic geometry
U.L. Vo’thekovsky

Earlier, author has shown the wide distribution of polyhedral structures of fulle-
renes type structurws in a living and mineral nature. They are most clearly displayed in
the capsids of icosahedral viruses, whose geometry is studied well. This article shows
that their nomenclature, classification and porential transformations can be succinctly
described by the means of matrix algebra.

Key words: fullerenes, capsids of icosahedral viruses, nomenclature, homologous
series, classification, transformations, matrix algebra.
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TUTAHTU3M U MUHUMAJIA3M PAJTUOJISIPUIA
HO3JIHEI'O ITAJIEO3051

M.C. AdpanacseBa
Haneonmonoeuuecxkuti uncmumym um. A.A. Bopucaxa PAH, Mockea
afanasieva@paleo.ru

SIBIIeHMe TMTaHTU3Ma ¥ MHHUMAJIU3Ma Y PaJUoIsIpUi MO3HETo Hajieo-
3051 O4eHb HEOOBIYHO, HO 3TO HE YPOICTBO, a HACIIeLyeMble 0COOCHHOCTH
Mopdomorun. AHanmu3 618 ckeaeToB paaHONSIpUN MOKa3as, YTO OOt
TPEeHJ YBEIMYECHUS MAKCHMAJBHOTO YCIOBHOTO IHaMeTpa YCJIOBHOM
KJIeTKH Bo3pacTaeT B 11 pa3 ot 2% B nesone 10 21,5% B kapOoHE—TIEpMH.
TenaeHOMS yBEIMYCHUS Pa3MEPOB CKEJIETOB U SIBJICHHE MTAaHTH3MA Y
PagUoIIIPUI TO3HETO M1aJIe0305, BEPOSTHO, MOTJIH OBITH IPH3HAKOM BBI-
POXKICHUS M OTpa)kaTh yracaHue pagHosipuil mepes MacCOBBIMHU BEIMHU-
paHMSIMM Ha TpaHMLAX JIeBOHA 1 KapOoHa (97,8% BUIOB), mepMu 1 Tpraca
(99,0% BumOB).

Knrouesvie crosa: paguonsipun, rATaHTH3M, MUHAMAJIN3M, MacCOBOE BBIMU-
paHue, NO3HUI Maaeo30H.

OnHOM M3 yIMBHUTEIBHBIX YEPT 3BOJIONUU (DAKTUYSCKU BCEX OPraHU3MOB
SIBIISIETCS] TEHACHIUS K MPOTPECCUBHOMY YBEIIMUCHHUIO Pa3MEpPOB Tela BILUIOTh
1o rurantuzMa. OIHAKO KaxIbli pa3 3TO 0Ka3bIBaOCh IBONOIMOHHBIM TYITH-
koM. DOopMbI TUTaHTH3MA 3aUKCUPOBAHBI CPEIH MHOTUX JKUBOTHBIX, HATIPHU-
Mep, MJICKOITUTAOIINE, 3aBPOIIO/IbI, ITUIIETA30BbIC JHUHO33aBPbI, COBPEMEHHEIC
pENTHINN, AMMOHUTHI, (opaMUHUPEPbl (HYMMYJIUTBI) U MHOTHE Jpyrue. JIto-
0011 )KUBOW OPTaHM3M WIIH JBOJIOIIMOHHAS IPyIIa MPOXOJST ITOJIOKCHHBIE CTa-
JIUY Pa3BUTHSL: 3apOKJCHUE, pa3BUTHE, paclBeT U yracanue. Yacto Kk 3akary
Pa3BUTHS KaKOW-TMOO0 3BONIOIIMOHHONW BETBH MPUPOJIA HATPAXKIAET €€ TUTAHT-
CKUMU (popMaMHu.

SBnenue ruranTuszMa orpevaet npasmiy O. Koma (Cope, 1904) u U. [lenepe
(Depéret, 1907; Jleniepe, 1915), cormacHo KOTOPOMY B MPOIIECCE IBOTIONHUHU BO
MHOTUX (DHIIOTCHETUYECKUX BETBIX IMPOUCXOIUT YBEIIMUCHUE pa3MEpPOB opra-
HU3MOB, T. €. Pa3BUTHE HJET OT MEIKUX MPEIKOBBIX GOpPM K OoJiee KPYITHBIM.
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[locne nocTuxKeHuss KPUTUYECKUX pa3sMepOB IIPOUCXOJUT BEIMUPAHHUE TPYTIIIHI.
OTa 3aKOHOMEPHOCTH B MOJHON Mepe MPOSBHIACh U y PagUOISIPUI TO3IHEr0
najieo30s. [IpyuuHbBI TUraHTU3Ma CKEJIETOB PaJUOJISIPUI ITOKA €IE ITOJIHOCThIO
He sicHbl. Ho 9T0 He yponcTBO, a HaclenyemMble 0COOEHHOCTH MOP(OITOTHHL.

BorarctBo reomerpuyeckux (OpM CKEIIETOB PATUONISIPUI TOpakaeT CBOEH
M3BICKAHHOCTBIO U pa3HooOpasueM. BeTpeuaroTes mapsbl, TUCKH, TPEYTOJIBHUKH
W TIPONEJIepbl, KOHYCHl 1 MHOTUE-MHOTHE JIPYTHE PHYYJIUBBIE (POPMBI, OCIIOXK-
HEHHbIE pa3nuyHbIMU UT1aMu. Ho kak Obl HU oTnHyanack onHa (opma ckenerta
pauoIISIpyUii OT APYToM, B BOJE MAPUT JIUIIb IAPOBUAHBIHN, SJTUIICOBUIHBIA UIIA
CJIErKa CIUTIOLICHHBII KOMOYEK [IUTOIIa3Mbl C MHOTOYUCIICHHBIMH BOJIOCOBH IHbI-
MU aKCONOAUSAMHU. BHYTpH IUTOIIa3MaTHYECKOTO Tea PaIUuOISIpUi HaXOIUTCS
MUHepaJbHbII KpeMHEBBIN ckeneT. Hapyky MOTr'yT TopyaTh TOJIBKO KOHYMKH Cca-
MBIX JJTMHHBIX UTJI, HO U OHH IMTOKPBITHI TUIeHKo# (Anderson, 1983; [leTpymeBckasi,
1986; Matsuoka, 1992). Ckenet y pannoisipuii — ICKIFOUNTEIBHO BHY TPEHHUH.

Paguonspun oueHb Malibl. BOJIBIIMHCTBO PAAUOIISIPUNA HENb3sI PACCMOTPETD
MPOCTHIM I71a30M. PazMepsl UX )KMBOU KJIETKU COCTABIISIIOT, Kak mpasBuio, 200—
500 mxMm. M3y4yeHne cOBpeEMEHHBIX paJAHONIsIpUi BBISIBUIIO HMHTEPECHYIO 3aKOHO-
MEPHOCTB, IPH KOTOPOH, €CITM OCHOBHOW CKeJleT uMeeT AuaMeTp Oonbure 150—
300 MKM, TO paaHalibHBIe CKeJleTHbIe UTibl KopoTkue (MeHee 200300 Mkm),
€CJIM )K€ BEJIMUMHA TUAMETPa CKEJIETa U3MEPSETCS TOJIBKO HECKOIbKUMU JIECAT-
KaMHW MHKPOH, TO UTJIBI ObIBatOT JuIuHOW 1o 1200-1500 mxm. IIpu 3TOoM mpo-
CTPaHCTBO, 3aHUMaeMoe 0COOBI0, OCTAETCS TPUMEPHO OMHAKOBBIM (Anderson,
1980, 1981, 1983).

MATEPUAJI I METOJJUKA UCCJIEJOBAHUI

B uckomnaeMoM COCTOSIHUM COXPAHSIOTCSI TOJBKO CKEJEThl paauoisipuid. B
CBSA3U C OTUM IIPU aHAJM3€ BEJIUYUHBI CKEJIETA APEBHUX PATHOISPUNA yUUTHI-
BaJICSl IMAMETP YCJIOBHOM KJIETKH: DKZDC+L1+L2, rae Dc — nuametp chepsl, L1
u L, — 1inHa OCHOBHBIX MIJI (puc. 1).

Amnanus nquameTpa ycaoBHOH kinetku Dxk=Dc+L +L, BeiOpan B cBA3K ¢ TeM

D cgheput y D rkaemku

Puc. 1. Mozaenp ycjaoBHOH KJIETKH paauonapuil: D xzemxu — nuaMeTp yCIOBHOM KIIETKH
(Dx), D cgpepor — nmametp cdepet (De), L, u L, — utiHa OCHOBHBIX UTJL.
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MKM DKICMIIAPEI

800,0 D PasMmeps! B MKM D L
700.0 — ¥ .
idiod —1L Otiettb Goubilte, | 364 1801 | 1400,0-750,0-250,1
' OUCHL JUTHHHBIC H T 1.
5000 LonkImHe, UTHAHEIC
‘ 180,0 130.1 250,0 153,1
400.0 H T.I.
300.0 Maﬂenbmc., KOpOTKHE 130,088, 1 153.0-52.1
200,0 H T.I0.
100.0 — Onent, MaleHbKHE, 88.0-20,0 52,0-15,0
0.0 4 L3 UHMCHB KOPOTKHE H T.)1.

1 26 51 76 101 126 151

Puc. 2. MopdomeTpuueckue mapaMeTpsl CKEJICTOB pagUoIsIpuil maneo3os: D — nquametp
BHEIIHEH cepsl, L — AnmnHa OCHOBHBIX HIIL.

YTO, €CJIM CPABHUBATH CKEJIETHI TOJBKO 10 BEIMYHHE nraMeTpa chepsl Dc win
YUYHUTBIBATH TOJIBKO JTTHHY JBYX JHAMETPAIEHO PACIIONOKEHHBIX OCHOBHBIX UTI
L, u L,, To nosyyaeTcs pa3HOIIacHe B OLEHKE yCIOBHOIO pa3Mepa CKeJeTa:

(1) maorma auametp cdep odeHb Oombiioi (180—360 MKM), a UTIBI OYCHB
Mmajenbkue (15-52 mxm) (puc. 2; Tadm. I, ¢ur. 5, 8); B aToM cityuae mo hopmyine
Dx=Dc+L +L, onu nonasaiT B «CpefHue» (pOpMBbI, XOTs IO BEIUYHMHE JTHaMe-
Tpa 3TO «TUTAHTBI», & 110 IJIMHE OCHOBHOM UTJIBI «OYEHb MAJIEHBKHEY;

(2) naorma Haobopot (puc. 2; Tadn. I, dur. 6, 7), chepsr kpoxorHBIe (20—
88 MKM, T. €. 3TO «OUeHb MalleHbKHE» (DOPMBI), @ UTJIBI OrPOMHBIE (>250 MKM,
T. €. KTUTaHThD»), oaHaKo 110 Gopmyne Dxk=Dc+L +L, mpocto «bombummer.

[IpoBeneHHbIN CpaBHUTETBHBIN aHaIN3 618 CKEIETOB PAAUOISIPUN TO3THETO
nasieo30s (232 Buga u3 62 pomos) mokaszan (puc. 3,a; puc. 4,a), 4To JAJIsl ’TOTO Bpe-
MEHHOT'0 WHTEepBaja OBl XapakTEepHBI (POPMBI C TUAMETPOM YCIOBHON KIIET-
k1 201-500 MKM, KOTOpBIC TIPHHAJIS)KAT 00JIee YeM ITOJIOBUHE NCCIICTOBAHHBIX
ocobeit — 59,1% (tabm. 1, dwur. 1, 3, 5, 10, 11). Paguonspuu ¢ 00IbIINM YCIOBHBIM
ckenetoM (501-840 mkm) mpencrasiensl 23,6% MpoaHaIM3UPOBAHHBIX HK3EM-
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Puc. 3. Pa3meps! yCIIOBHOI KJIETKH PaiuOIAPHUIL: ¢ — MO3IHETO Majieo30s; 6 — NeBOHA (- - - -)
U KapOOHa—TIepMU (————), CTPEJIKOH yKa3aHO HalpaBJIeHUE TPEHIA.
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Tnranret 2,0%
M,

Turanrer  MancHssy

9.1%

™,

Puc. 4. OTHocuTeNbHOE COAEp)KAHHE TUTAaHTCKUX, OOJBIINX, CPEIHMX W MAaJEHBKUX
CKEJICTOB paJIMOJISIpUi B IO3IHEM ITasieo3o¢ (@), B IeBOHE (6) U B KapOOHe—TIepMH (6).

wisipoB (tadm. I, dur. 7, 9). CkeneToi-rurantsl, gocturaromye 841-2800 MxM B
IMaMeTpPe YCIOBHOHM KIJIETKHU, COCTABISIOT 9,1% oT o0miero uncia n3ydeHHBIX
panuossipuii (Tadm. I, gur. 6). [IpoTHBOMONTOXKHEIM (PEHOMEHOM SIBIISTIOTCS] OUYCHB
MaJICHBKHE CKEJIETHI C PA3MEPOM JUAMETPa YCIOBHOM KiaeTKkU MeHee 200 MKM,
KOTOpbIC XapakTepHbl 1uist 8,2% ncciienoBanHbix ¢popm (tadm. I, ¢ur. 4, 8).

CoBceM KpoLICUHBIE CKENETH, C pasMepoM cdepbl MeHee S0 MKM M yCIOBHBIM
auameTpoM MeHee 90 MKM TUIIMYHBI JIJISi COBPEMEHHBIX PAJHOJISIPU, HO Takue
(hopMBI KpaifHEe PEIKO COXPAHSIFOTCS B OTIIOKEHUSX TTaJIe030s1. B HatIei KoyeKm
MIPUCYTCTBYIOT TOJBKO JBa SK3EMILIApa TOMOOHBIX paauonspuit (tadm. I, ¢ur. 2,
12): Bientactinosphaera sp. u3 cakmapckux otinoxenuit KOxxHoro Ypana u Entactinia
micula Foreman, 1963 u3 cpennero ¢ppana Tumano-Ileqyopckoro Oaccelina.

Takum o0Opa3zom, rurantckue (9,1%) u manenskue (8,2%) ckeneTsl pagros-
pHi TIO3HETO Maie030st MPEACTABISIOT OO0 J1Ba MPOTHBOMOIIOKHBIX OTKJIIO-
HeHus oT 6oapmux (23,6%) u cpequux (59,1%) 3HaueHU TUamMeTpa YCIOBHOM
KJIeTKH (puc. 4,a).

TUTAHTU3M U MUHUMAJIU3M CKEJIETOB PAJIUOJISIPUIA
[NO3JHEI'O ITAJIEO3041

Cpenu paauomsipuii MO3JHETO Maje030s B HACTOsIIEE BpeMsl U3BECTHBI TIpel-
craButenu 496 BumoB u3 119 pomoB. C menbi0 BBISBICHUS 3aKOHOMEPHOCTEH
MPOSBIICHHS] TUTAHTH3MA ¥ MUHUMaJIH3Ma ObUTH MpOaHAJIM3UPOBAHBI Mapame-
Tphl 618 ckeneroB, npuHaAIeKamKX 232 BugaM u3 62 poaoB, T. €. OKOJO MOJI0-
BUHBI U3BECTHBIX TAKCOHOB paauoisipuit (46,7% sunoB u 52,1% ponos). O6mas
TEH/ICHIIMS YBEJIMYECHUS PAa3MEPOB CKEJIETOB Peai30Balach B UETHIPEX Kiaccax
paauonspuii (puc. 5,a): Sphaerellaria — 97 Bunos (41,8%), Spumellaria — 65 Bu0B
(28,0%), Stauraxonaria — 28 BuoB (12,1%), Aculearia — 42 Buza (18,1%).

B neBoHe Ha cerogHSNITIHUN JCHL U3BECTHHI IPEACTaBUTEIN 274 BUIIOB U3
74 ponos paauonsapuil. IlpoananusupoBansl pasmepbl 394 ckeneToB, OTHOCS-
muxes k 141 suny (51,5%) u3 36 pono (48,7%) (puc. 5,6): Sphaerellaria — 71
Bun (50,4%), Spumellaria — 32 Buna (22,7%), Stauraxonaria — 4 Buzaa (2,8%),
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Puc. 5. OTHOCHTENBHOE COAEPKAHKE HUCCICIOBAaHHBIX BHIOB B Pa3HBIX KJAacCax paauoiis-
puii B mo3iHeM naieo3oe (a), B ieBoHe (0) 1 B kapOoHe—TIepMH (8).

Aculearia — 34 Buna (24,1%).

Paguonspun xapOoHa u MEPMHU B HacTosIee BpeMs 00beauusoT 230 Bu-
noB n3 78 ponos. [Ipoananus3upoBaHbl mapamMeTpsl 224 CKENeToB, MPUHAIekKa-
mux 91 Buny (39,6%) uz 34 pomnos (43,6%) (puc. 5,8): Sphaerellaria — 26 Bumos
(28,6%), Spumellaria — 33 Buna (36,2%), Stauraxonaria — 24 suna (26,4%), Acu-
learia — 8 Bu0B (8,4%).

OCHOBHbBIE TEHAEHIIUU ABJIEHUA TUTAHTU3MA
YV PAJIUOJISIPUI TIO3JHETO [TAJIEO3051

B ucropuu nmo3mHero naneo3ost TEHASHINS K TUTAHTU3MY OblIa OTYETINBO
BBIPa)KCHA BO MHOTUX (HICTHYECKHUX JTHMHUSAX YETHIPEX KIJIACCOB PaIHOIISPH,
MIPU 3TOM YETKO BBIJICIISIOTCS ABE I'PYIIbI BRLICOKMX TAKCOHOB, KOTOPBIC XapakK-
TEPU3YIOTCS BO BPEMEHHM OOpaTHOH 3aBUCHMMOCTBIO (DOPMUPOBAHHUS TUTAHT-
CKHX U OOJIBIIMX CKeJieToB (puc. 6): kaaccel Sphaerellaria u Aculearia, Kjaccel
Spumellaria u Stauraxonaria. Ha rpanwuiie qeBoHa u kapOoHa MPOUCXOINT TIepe-
pacmpezeneHre COOTHOIEHHS ATHX KJIACCOB PaIUONISIPH.

C onHOIT CTOPOHBI, Ha MPOTSKEHUH BCETO TO3/IHETO MaJic030s JOMUHHUPO-
Banu ruraHTckue u Oonbmue Sphaerellaria (66,3%), KOTOPBIM TEHIICHIHS TH-

Sphasrcllaria

1Sph&er_‘eg&lalria" I — - 54.1%

Puc. 6. OTHOCHUTENBHOE CyMMapHOE COICPKaHNE TUTaHTCKUX U OOJIBIIMX CKEIETOB B pas-
HBIX KJIaccaX paJuoIsIpHUil B TIO3JHEM Taieo30¢ (@), B IeBoHE (0) 1 B KapOOHE—TIepMU (8).
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rauTu3Ma OblIa OCOOCHHO CBOWCTBeHHA (puc. 6,a). B neBoHe OHM HAacUUTHIBA-
nu 81,3% oT o0mero 4ucia UCCICMTOBAHHBIX MPEACTABUTENICH MaHHOTO KJlac-
ca (puc. 6,0). OnHako B KapOoHE W TIepMHU UX 3Ha4YeHHe ocnadeBaeT 10 54,1%
(puc. 6,8). Cpenu UTIIUCTHIX PaAHONISpHiA U3 Kiacca Aculearia Tak)ke HabmrOa-
eTcst oOpaTHas 3aBUCUMOCTb IOMMHUPOBAHUS BUIOB C THTAHTCKUMH U OOJIBIIH-
MU ckenetamu. VX yucnennoe npeoOnaganue ymenbimaercs oT 4,4% B 1eBOHE
1o 1,8% B kapOone u nepmu (puc. 6,0, ).

C npyToii CTOpOHBI, XapaKTEPHOH T'PYIITION SBISIOTCS PAIHONISIPUN U3 Kiac-
ca Spumellaria, B pa3HBIX BETBAX KOTOPOTO HEPEIKO TOSBISINCH KPYITHBIC
(dopmbl ckeneToB. YnciieHHOe peodafaHue THTaHTCKUX U OOJBIINX CKEJIETOB
Spumellaria 3HaunTENBHO BO3pOCIO B KoHLE maneo3os oT 11,0% B neBoHe 10
21,6% B kapOoHe u nepmu (puc. 6,0, 8). OqHako HanboJee MoKa3zaTeabHbl CTaB-
pakcoHHBIE paauoisipuu. YuciaeHHoe mpeoliajaHne TUTAaHTCKUX M OOJIBIIMX
CKeJIeTOB Stauraxonaria BO3pOCIIO K KOHITY Tae030sl MOYTH B ceMb pa3 ot 3,3%
B JIeBOHE 110 22,5% B kapOoHe U nepmu (puc. 6,0, 8).

3AKJITOYEHUE

Pemienne Bonpoca O rUraHTH3ME M MHUHHMAJU3ME CKEJIETOB PaIHOJISIpUil
MO3JIHETO TaJIe030s MPEACTaBIIeT cO0O0H KaK caMOCTOATEIbHBIN HAYyYHBINH WH-
Tepec, ¢ 1enpio noaTreepxaeHus npasuia Koma—/lenepe (Cope, 1904; Deperet,
1907; Henepe, 1915), Tak U CayXUT KIIOYOM K TTOHMMAHUIO CPENbl OOMTAHUS
HCKONAeMbIX PAJUONISIPUN U PEKOHCTPYKLHUHU 3KOJIOTMUECKOH 00CTaHOBKH JIPEB-
HUX 0acceiiHOB OCaJKOHAKOIUIEHHUS. [ MraHTU3M Mor OBITH CBSI3aH C OOHMJIMEM
MUTATENBHBIX BEUIECTB U PACTBOPEHHOI'O KpeMHE3eMa B OacceiiHaX OOMTaHUS
paaMOIIApHiL: YCIOBHS MPHOPEKHOTO ANBEJUIMHTA W IOBBIIICHHE BYJIKAaHUYE-
CKOW aKTMBHOCTH. MUHHMAIN3M PAaIHONISIPUNA MOT OTpa)kaTh HEOIAarompusT-
HBIE YCJIOBHSI OKPYIKAIOLIEH CPEIbl.

[Nonsipuble 1o pazmepaM MOpPQOTHUIIEI HOPMUPOBAIUCEH MO BIUSHUEM Cpe-
OBl U ycnoBuil obutanusi. HaGmiogaercs oOpaTHas 3aKOHOMEPHOCTH POJH T'd-
TFaHTCKHUX U MaJICHBKUX 0COOCH B JICBOHE U B KAPOOHE—TIEPMHU, KOTOpasi OTparxa-
€T, CKOpee BCEero, M3MEHEHHE KOJIOTUYECKOW CHTYaIUH.

U, HakoHel, OTMEUEHO MPOTrPECCHPYIONIee COBMECTHOE JOMHHHPOBAHUE
(puc. 6,0, 6) THTaHTCKUX W OoMpIKX BUAOB Spumellaria m Stauraxonaria oT
13,3% B neBone no 44,1% B kapOoHe—TIepMU U OcllabeBaHUE TEHACHIIMH K TH-
rautu3My y Sphaerellaria u Aculearia ot 85,7% B neBone 1o 55,9% B kap6o-
HE—TIEPMH, YTO OTPa)Kajo, CKOpee BCEro, N3MEHEHUE YCIOBHH CYIIECTBOBAHMUS
panuossipuil B ApeBHUX OacceifHax.

Bce 310 MOXKeT CBUAETENBCTBOBATH O IPUYPOUYCHHOCTH PAaJUOISIPUI B Kap-
OOHE 1 IEpMH K OKEaHCKHUM ILesIb(haM, KOTOPbIE ITOCTENICHHO CYy’Kaluch Ha (poHe
¢dopmupoBanus 1 Bo3abiManus [lanren u o01iero moxononaHus Kiaumara.

Takum 00pa3om, B MO3AHEM Majie030€ TEHAEHINS K TUTAHTU3MY ObLjIa OT-
YETIMBO BhIpakeHa BO MHOTHX (PUIETHUECKUX JTMHUIX YEThIPEX KIaCCOB paiu-
onsipuid. [Ipr 9TOM MOKa3aHO, YTO TUTAHTCKHE ¥ OOJIBIITHE CKEJIETHI COCTABIISUIN
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32,7% oT 00111eT0 YnCiIa UCCIEAOBAHHBIX paauosipuil (puc. 4,a).

VBenuueHne pazMepoB CKEJIETOB MOXHO paccMaTpUBaTh Kak OfHY W3 GhopMm
y3Koii creruanu3anui. OnHaKo HOBBIE BHJIBI Yallle BO3HUKAIOT OT MaJEHBKUX
(hopM, 4eM OT BHIOB TMTAHTOB. BUIBI MEITKHUX OPraHW3MOB JIeT4Ye MEPEKUBAIOT
pa3nu4Hble NpUpoAHbIe KatacTpodbl. OHM ObIcTpee MpUCIocabIrBaIOTCS K U3Me-
HSIIOIIMMCS YCIIOBUSIM CpeJIbl M 00€CTIeUnBaIOT OOJIBIIYI0 BEPOITHOCTD MOSIBICHHSI
OJaroNpPUsTHBIX B JaHHBIX YCIOBHSIX HACIICACTBEHHBIX OTKIOHEHHUH — My Talluii.

TenpeHUsl yBeTUYCHUST OOIUX Pa3MEPOB CKEJIETOB U SIBJICHUE THTaHTHU3-
Ma y paauoisipuil TIO3IHETO MaIe030sl, BEPOSTHO, MOTIH OBITh MPU3HAKOM BbI-
poxnenus. O6muii Tpena (puc. 3,0; puc. 4,0, 8) TPUYMHOXKEHUS KOJUYECTBA
CKEJICTOB PaJUOISIpUi ¢ MakCHUMaJlbHBIM JHAMETPOM YCJIOBHOH KIJIETKH YBE-
nuuyuBaercs B 11 pa3 ot 2,0% B nesone no 21,5% B xapOoHe u nepMu. DTO,
MO-BUJMMOMY, OTpa)KaeT yracaHue SBOJIOIUOHHBIX BETBEH Iepe/] MacCOBBIM
BBIMHpaHUEM B KOHIIE ITaJIC0305I.

DBONIONUS PaTUOISIPUN B TEOJOTMYECKOM ITPOIIJIOM HOCHIIA TIEPUOdYe-
CKHI XapaKTep, KOT/ia IMOsBJICHIE HOBBIX TAKCOHOB CMEHSIIOCh X PacIlBETOM, a
3areM BeiMHpaHueM. [Ipu 5ToM Ha rpaHuLe JeBOHa 1 KapOoHa IepecTaso cylie-
cTBOBaTh 97,8% BHJIOB, a HA TPaHUIE TIEPMH U TpUAca OTMEYEHO KaTacTpopu-
geckoe BeiMupanue 99,0% BUIOB paTHOISIpUil TTAJIC0304.

Pa6oTa BeImostaeHa ipu ogaepkke [Iporpammer [pesuanyma PAH «9Bo-
JIFOIIHSI OPTAaHUYECKOTO MUPA U MJIaHETAPHBIX MTPOIIECCOBY.
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Oo0bacHenne K Taoaumne I

Pa3nopa3mepHbie CKeIeThl PagUuOISIPUA:
rurantckue (6), 6onbmue (7, 9), cpennue (1, 3, 5, 10, 11) u manenskue (2, 4, 8, 12)

Bepxuuii neBoH, cpenHePppaHCKUNA MOABIPYC, TOMAaHUKOBAs CBUTA; Tuma-
Ho-Iledopckuit Gacceitn (dpur. 1-4, 9, 10). HuxHAsS mepmb, acCeNbCKU sIpycC
(pur. 7, 8) u cakmapckuit apyc (pur. 5, 6, 11, 12); FOxusiit Ypan, p. Camapa,
c. Konnyposxka.

@ur. 1. Ceratoikiscum ukhtensis Afanasieva, 2000, sx3. [IMH, Ne 5311/106-
09925 (mtpux=82 Mxm), p. JIsraitons, 06H. 1904, ¢ IPUKPEIIICHHBIM CKEJICTOM
Entactinia micula Foreman, 1963.

@ur. 2. Entactinia micula Foreman, 1963, »x3. I[IMH, No 5311/028-09927
(mTpux=16 MkMm), p. JIs1aiions, 06H. 1904.

®Our. 3. Moskovistella additiva (Foreman, 1963), sx3. ITMH, Ne 5311/120-
04936 (mtpux=37 mxm), ckB. lyna-Ar-1003, odp. 78 (uHT. 68,4—69,3 ™M)
C IPUKPEIUICHHBIM cKkelieToM Nazarovites pinnula Afanasieva, 2000.

@ur. 4. Nazarovites pinnula Afanasieva, 2000, 3x3. IIMH, Ne 5311/093-12109
mtpux=20 Mmxm), ckB. Ulyxa-Ar-1003, o6p. 78 (uHT. 68,4—69,3 ™).

@ur. 5. Copicyntra fragilispinosa Kozur et Mostler, 1989, sk3. I1NH,
Ne 5481/256-16853 (mTpux=95).

@our. 6, 7. Apophysiacus pycnoclada (Nazarov et Ormiston, 1985): 6 —
ak3. [TMH, Ne 5481/176-16852 (muTpux=95 mxm); 7 — ok3. [IMH, Ne 5481/176-
16525 (tuTpux=63 MKM).

@ur. 8. Pluristratoentactinia sp., 5x3. IIMH, Ne 5481/259-16527 (mTpux=
63 MKM).

®ur. 9. Polyentactinia zhamoidai Afanasieva, 2000, sx3. I[TMH, Ne 5311/011-
04420 (wtpux=79 mxm), ckB. Llyma-Ar-1003, o6p. 29 (unt. 105-106 ™)
¢ IpUKperuIeHHbIM ckeneToM Entactinia bogdanovi Afanasieva, 2000.

®ur. 10. Entactinia bogdanovi Afanasieva, 2000, sk3. TTMH, Ne 5311/115-
04418 (uTpux=33 Mkm), ckB. lllyna-Ar-1003, o06p. 29 (uaT. 105-106 ™).

®ur. 11. Copicyntra multispinosa Kozur et Mostler, 1989, ax3. TINH,
No 5481/254-16328 (mTpux=71 MKM) C TPUKPEIUICHHBIM CKeJIeTOM Bienta-
ctinosphaera sp.

®ur. 12. Bientactinosphaera sp., 3x3. I[IH, Ne 5481/324-16330 (mTpux=
16 MKMm).
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Gigantism and minimalism of Late Paleozoic radiolarians

M.S. Afanasieva

The phenomenon of gigantism and minimalism of skeletons of the Late Paleozoic
radiolarians is very unusual and has not been studied yet. But this is not an ugliness,
but most likely inherited features of morphology. Analysis of 618 radiolarian skeletons
showed that the general trend of the increasing in the number of skeletons of radiolarians
with the maximum diameter of the hypothetical cell increases in eleven times from 2%
in the Devonian to 21.5% in the Carboniferous and Permian. The tendency of increasing
the size of skeletons and the phenomenon of gigantism of the Late Paleozoic radiolar-
ians, possibly, could be a sign of degeneration and reflect the extinction of the radiolarian
evolutionary branches before Paleozoic mass extinction on the boundaries of Devonian
and Carboniferous (97.8% of species), Permian and Triassic (99.0% of species).

Key words: Radiolaria, gigantism and minimalism of skeletons, mass extinction,
Late Paleozoic
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Onmoeenes u hopmuposganue OUONIO2UYECKO20 PA3HOOOPA3USL.
Cepus «I eo-buonocuueckue cucmemol 6 npoutiomy». M.: I[THH PAH, 2018. C. 103—121.
http://'www.paleo.ru/institute/publications/geo

YK 563.61

MACCOBOE PETEHEPATUBHOE IOUYKOBAHME
BOTHROPHYLLUM CONICUM TRD KAK HAYAJIO
BO3HUKHOBEHUSI KOJIOHUAJBHBIX ®OPM
(CPEJHUI KAPEOH, TOJIMOCKOBBE)

E.C. Ka3zanuena, C.B. Po:xxHoB
Taneonmonozuuecxkuti uncmumym um. A.A. Bopucaxa PAH
kazantseva@paleo.ru, rozhnov@paleo.ru

Bothrophyllum conicum siBnsieTCS OTHIM U3 HEMHOTHX BHUIOB PYyro3, y KOTO-
POTo IIPH OIPEACICHHBIX YCIOBUAX HAOIIOAAETCS YCHICHHOE IOYK000paso-
BaHue. [IpuMepHO y TpeTH 3K3eMILIIPOB 3TOrO BHJa, COOpPaHHBIX U3 3a0po-
HIEHHOTO SIMCKOro Kapbepa, Ha MaTepUHCKOM KOPaJUIUTE OTMEYAeTCsl XOTs
ObI ontHa OYKa. XapakTep MOoYK0o0Opa30BaHUs YKa3blBaeT HA PEreHepaIuio
mo Ty Mopdaiakcuca, xots st Bothrophyllum conicum xapakTepHEI Bce
TPH M3BECTHBIX THIA pereHepanuu. OnuMopdo3 xapakTepusyeTcs A0cTpa-
MBaHUEM MOBPEKICHHON 30HBI, YACTHBIM CIIy4aeM KOTOPOTO SIBJISIETCS 3aje-
yuBaHue. KoMmreHcaropHas pereHepalusi BbIpakeHa B BOCCTAHOBIICHUH JIHa-
MeTpa KOpaJsIuTa U TUIUYHOW apaHXHUPOBKH CEIIT TOCJIe COKPALICHUS ero
JMaMeTpa M «OMOJIOXKEHUSD apaH)KMPOBKH cenT. Mopdaiakcuc sBisieTcs
HanOosee MOP(HOreHETHIECKHN CIIOKHBIM ITPOIIECCOM, ITPH KOTOPOM BO3MOXK-
HO Pa3BUTHE OJHOM MM HECKOJIBKUX IOYEK HA MATEPUHCKOM KOPAJITUTE U3
OCTaTKOB TKaHEH MOBPEXKIAEHHOr0 KopayuuTta. llepecTpoliika noBpex1eHHON
TKaHU [IPU MOpGalIaKCUCce CXOAHA C OECHONIBIM Pa3MHOKEHUEM 3aKOHOMEP-
HOCTSIMHU apaHKMPOBKH HOBBIX CENT, OPraHM30BaHHBIX HA MOJIOKEHNUHU TTI0UEK
OTHOCHTEIJIBHO CKEJIETHBIX AJIEMEHTOB MAaTEPUHCKOTO KopajutuTa. B ciyuae,
KOT/Ia MaTePUHCKUN KOPAJIUT TOrndaet, o0pa3ys MHOXKECTBEHHBIE TTOYKH,
MIPOCTPAHCTBO MEX/ly TIOUYKAMHM MPOAOJIKAET Pa3BUBATHCS M pacTH, 00pasys
BOKPYT KOPAJUIMTOB MOYEK HEUYTO BPOJIE COCTUHHUTEIBHON TKaHU C OOJBIINM
KOJIMYECTBOM CKEJIETHBIX DJIEMEHTOB. BO3MOXHO, 3Ta TKaHb MaTE€PUHCKOTO
OpraHn3Ma MeX]ly MOYKaMH SIBIISETCSI «KKOPMOBOM 0a30i» pocTa HOBOOOpa-
30BaHHBIX IOYEK, [0 aHAJOTHH C [IEHOCAPKOM y KOJOHHAIBHBIX (hopm. Pac-
MIOJIO’KEHHUE TUIOCKOCTH CHMMETPHH, IIPOXOIAIICH Yepe3 INIaBHYI0 U MPOTH-
BOIIOJIOXKHYIO CENThI MOYKH, OOBIYHO COBNAJAET C HAaIpaBIeHUEM Hauboiee
BBIPA)KEHHOH CENThl MATEPUHCKOTIO KOPAJUTHTA, KOTOPAasl MOACTUIIACT TOUKY.
WHoraa, npu OTCYTCTBUM B OCHOBaHHUH IMOYKU JOMHHHUPYIOLIEH CENTHI, I1JI0-
CKOCTh CHMMETPHH TEPIEHAUKYJIISIPHA MATEPUHCKUM CEIITaM.

Karouesvie crosa: kopaibl, pyrosbl, ajie030i, perenepanus, MopQaiak-
cuc, amuMopdo3, KOMIEHCATOpHAs pereHepalnnsi, OHTOTeHe3, IIOYKOBaHNE, KO-
JIOHWAITBHOCTD
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BBEJIEHUE

UeTpIpexiTydeBble KOPaJJIbl, UIIU PyTO3bl — 3TO OOMIMPHAs T'PYIa MOPCKUX
OEHTOCHBIX 0€CIIO3BOHOYHBIX KMBOTHBIX THIIa Cnidaria, ¢ KaJbLMTOBBIM CKE-
JIETOM, OAMHOUYHBIE U KOJIOHUAJIbHBIE. J[peBHEHINE HCKOTIaeMble OCTaTKH PyTo3
W3BECTHHI ¢ opAoBuKa — Lambelasma sp., U3 DappuBUIIBCKOTO sipyca cpernHe-
ro opnosuka Mpana (Baars et al., 2013), u nmpocymiecTBoBanu 10 KOHIIA IEPMU.
OcHOBHas TEPMHHOJIOTH S, HCIIOTb3yeMasi B paboTe, Oblia onucana B TpeTuzax
(Hill, 1981). Pox Bothrophyllum xapakrepu3syeTcst IIUPOKUM PacIipOCTPaHEHH-
eM (HKHHH (cpeqHuii) kapOoH — HIDKHSAS mepMb Poccun, EBporsl, Amepukw,
SAnonun, Erunrta, Amxupa), 1 OOJbIIMM KOJIMYECTBOM BXOISIIMX B €r0 CO-
ctaB BUJ0B. CTpoeHHe cKkeneTa Hauboee CXOKE CO CTPOSHHEM KOPaJJIUTOB
poaa Timania Stuckenberg, 1895, HO B OHTOTreHe3e TOCIEAHEr0 MPUCYTCTBYET
aMIUIEKCOUIHAs cTaausi pa3BuTHs cent. Takxke y poxa Bothrophyllum orcyt-
CTBYIOT OOKOBBIE (POCCYNBI Ha B3POCHBIX CTaAMAX, OTMEYAETCS JABYX30HHOE
CTPOCHHME AMCCENMMEHTapruyMa, Majble CENTbl HECKOJbKO IJIMHHEE, HEKEJH
yeM y Timania. CxoxctBo poaa Bothrophyllum ormeuaercs ¢ ponom Siedleckia
Fedorowski, 1975. Otnu4aercs OTCYTCTBUEM HEPUCTOTO PACIOIOKEHHUS CENT
OTHOCHUTEJIBLHO OOKOBBIX TPOTOCENT U OTCYTCTBHEM OCEBON CTPYKTYPHI.

JlaHHBII POJ OTINYAETCS YaCTOM BCTPEUAEMOCTBIO 3K3EMILISIPOB C pas3iny-
HbIMM THIIaMU [IOYKOBAaHHUS: OOKOBBIM U BHyTpuualledHbIM. CyliecTBOBaHUE
MMOYeK YMOMHHAIIOCHh B JIUTeparype HeomHokpaTHO ([loOGpomrobosa, 1937; Co-
mkuHa, 1962; dpymun, 1974; Poxxuos, 1974, 2013 u np.) Bee sxk3eMmispsl, yio-
MSHYTBIC B JaHHBIX UCTOYHHUKAX, POUCXOISNT U3 HOPMAJBHBIX MOMYJISIIIUH, 1
HE OTJINYAIOTCS OT THUIIOBBIX (hopMaMu U pa3MepamH.

Haubonee neTanbHO pa3BUTHE NIOYEK B yanieuke kopaumra Bothrophyllum
conicum 3 MenBeNKHHCKOTO Kaphepa Oyim3 . BOCKpeceHCK OBLIO H3yueHO
C.B. PoxuoBsiM (1974, 2013). On cBs3an oOpazoBaHHE TaKHX IMOYEK C JABYMS
pasHBIMH THIIAMU pereHepanuu (Mopdamnakcucom U anuMopdoszom). [pu mo-
(arakcuce MPOUCXOAMT MOJTHAS IEPECTPOIKa OJJHOTO WIIM HECKOJIBKUX (par-
MEHTOB TIOTHOIIEr0 MAaTepPUHCKOrO OpraHu3Ma, a Ipu 3MUMOp(0o3e CHUIIBHO
MTOBPEXJACHHBIA OpraHU3M BOCCTAaHABIMBAET HEAOCTAIONIYIO YacTh Ha OCHOBE
OpraHu3yIolel posin octapiielcsa yacTu. M ke paccMOTPEHO U SIBIIGHHE OMO-
JIOKEHUs, KOTOPOE OH CBfA3aJl ¢ KOMIIEHCATOpHOW pereHepanueil. Ero pabora
OblIa OCHOBaHa Ha OTPAHMYCHHOM MaTepHalie U C IPUMEHEHUEM TOJIBKO TPaIu-
LUOHHBIX METOJOB M3TOTOBJICHUS IIIU(OB, CEPUUHBIX MPUILIA(POBOK CO CHSI-
THEM alleTaTHBIX MJIEHOK U 3apHCOBOK.

[osBuBIIMIicS B HaIIEM pacnopsKEeHUH OOMIIBLHBIN HOBBINH MaTepHan yHH-
KaJIbHOM COXPAaHHOCTH ObLT M3YUEH IIyTEM CKaHUpPYIoLeld MUKpoToMorpaduu,
YTO MO3BOJIMJIO BBISIBUTH HOBBIE Ba)KHBIE 0COOCHHOCTH (POPMHUPOBAHHUS MOUYECK
[pH pereHepanuyd U BO3HUKHOBEHHS Ha ITOH OCHOBE B HEKOTOPBIX CIydasx
HACTOSIIMX KOJOHUH. OOCYKJICHHIO MOTYyUYEeHHBIX HOBBIX JaHHBIX MOCBSIIEHA
JTaHHAs CTaThsl.
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Nzyuena komnexuust [IMH PAH, Ne 5598, npencraBienHass MHOTOUHCIICH-
HBIMH SK3eMIUIsipamu Bothrophyllum conicum, coOpaHHBIX ¢ HEOONBITUX KO-
PEHHBIX BBIXO/I0B HUKHEH ITOJCBUTHI KOPOOUEEBCKON CBUTHI (MOCKOBCKHH sSIpyC,
cpenHuil kKapooH) B ObIBIIEM SIMckoM Kapbepe A.A. Dpnanrepom, C.B. ['pumin-
HbIM, C.B. PoxxnoBeiM u I.B. Mupanuessim. SImckoil kapbep i Crapslil SAm
(puc. 1) — 370 Hekorna OONBLION Kapbep, pacIOJIOKEHHBI Ha 00oux Oeperax
pexu Ilaxpa, B HacTosilee BpeMs SIBISICTCS PEKYJIBTUBUPOBAaHHBIM. BbIBIINE
OOHa)KEHHS CHUITBHO 3apOCiH JICPEBBSIMH, a Uuepe3 caM Kapbep MOCTPOEH MOCT.
HexoTtopsle 00Ha)KeHMsI TOCTYIIHBI 10 CUX TIOP B HENOCPEICTBEHHON OJIN30CTH
OT Kapbepa, OTKYAa U MPOUCXOAUT OO0JIbIIAs YACTh UCCIEAYEMBIX DK3EMIUISIPOB.

Kopennsle BBIXOBI BMEIIAIOIINX HOPOJ MPEICTABICHBl MaJOMOIIHON TOJM-
el OpraHoreHHBIX U3BECTHSKOB. B paspese Jlomoaen0BcKOro kapbepa ypoBHIO
COOTBETCTBYIOT cJiou 7 U 8, KOTOpBIE B pa3pese (puc. 2) mpeacTaBiIeHbl CBETIbI-
MH MEPreisIMHU U U3BECTHIKAMHU COOTBETCTBEHHO (MaxumHa, Anekcees, 2001).
Bonpimas yacts coOpaHHBIX Pyro3 MPOUCXOIUT M3 0COOBIX HAaMOOJIEe PBIXJIBIX
YyacTel 3TOro ciosl, MPEACTABIISABIINX COOOH, BUAMMO, HEOOIbIINE YTITYOICHHS,
OBICTPO 3aMOTHSEMbIE CHOCUMBIM JETPUTOM M 00Jiee MOTHBIMU OCTaTKaMH Kap-
OOHATHBIX CKEJIETOB U3 OKPY’KaBIIMX MX OMOTepMOB.

Nwmeromuecss B KOJUIEKIIMK JK3EMILTAPHl OTIIMYAIOTCS HEXapaKTePHBIM
TUIIOM COXPAHHOCTHU MJIs OOJBIIMHCTBA MOAMOCKOBHBIX MECTOHAXOXKICHUH.
Marepuan npeactaBieH HeOOJbIINMHU, IPEUMYILECTBEHHO MOJOABIMU KOPaJ-
JUTaMH, a TAaK)Ke B3POCIBIMH, KapPJIMKOBBIMU (OpPMaMH, C HE3alOJIHCHHBIMHU
MyCTOTaMH MEXJy CKEJICTHBIMH 3JeMEHTaMHM, B TO BpeMs Kak HauOosee pac-

Heanoacroe adxp.

[ ppru JleHnficku

Baruun

3eaenorpan

Kaumperoe .
3enenoe un.

Cepnyxos

Puc. 1. Cxema mectoHaxoxaeHus Crapeiii SIM (peKyIpTHBHpPOBaHHBIA SIMCKOW Kapbep,
p- [Taxpa, [lonmockoBbe).
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Puc. 2. Crparurpadudeckoe mon0KeHHe UMEIOIIErocs MaTepuaa, IIoKa3aHHOe Ha pa3pese
kapwepa Jlomonenoso (Maxisuna, Anekcees, 2001).

MPOCTPAHEHHBIN THIT COXPAHHOCTH — 3TO Ta WJIM HHASI CTEIIEHh OKPEMHEHHOCTH
kopamtuToB (BopoObeBckuit kapbep, [ xenb, KacmuMoBcknii kapsep), TU00 TH-
PUTH3UPOBAHHOCTS (C. BopoBuym).
METOAUKA

Xopolas COXpaHHOCTB OOJBITMHCTBA KOPAJIJIOB U COXPAaHUBIIMECS MOJIOCTH
MEX]Ty CKEJICTHBIMH JIEMEHTaMH MO3BOJIMIIM MX YCIIEITHOE U3yUeHHEe B CKaHU-
PYIOIIEeM peHTTeHOBCKOM ToMoTpade. Tomorpadus mpoBoauIack B IabopaTopun
[INH PAH na nmaGoparoprom mukpoTtomorpade Skyscan 1172. [IpenBapurens-
HO oHH ¢oTorpacdupoBanuck kameporr Nikon D800 ¢ oobpekTrBOM 60 MM. BoI-
noiusinack cepus oT 10 1o 30 dororpaduii ¢ n3MEHEHHEM PE3KOCTH HA OJHOM
oobekre. [lomyueHnsle cepun GoTorpaduii ObLITH CKOMIIOHOBAHEI B ITPOrpamMme
Helicon Focus 6.2.2 u npeoOpa3oBanbl B pabouunii hopmMat u300pakeHU.
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3atem 00pa3ubl 3aKPEIUISUTHCH HA CTOJMKE MPH MMOMOIIH CelHaTbHON 10-
IyIIKH, B YaCTHBIX Clydasx — miacTuinuHa. [locne 3akpenyieHus, sK3eMIuIsp
MoMeIaicsd B CKaHUPYIONIYI0 4acTh TOMOrpada M BBIPaBHUBAJICSH MO IEHTPY
oOnactu ckaHupoBaHUs. M3roToBneHHble B Xo[e pabOThI pe3ysIbTaThl CKAaHU-
poBaHus oOpabaTbIBajuCh B CIEAYIOIUX mporpamMMax: NRecon mist momyde-
HUS BUPTYaJIbHBIX MONEPEYHBIX cpe30B, DataViewer 1Jisi IPOIOIBHBIX CPE30B,
3DCreator — nis monyuyenus: 3D mopeneit, Onaronapst yemMy ObLIN TOJTYUYEHBI
MHOTOYHCJICHHBIE MPOJIOIbHBIE U TIONIEPEYHBIE CPE3BI.

PE3VJIBTATBI 1 OBCYXJIEHME

1. CPOCIIMECA KOPAJIJINTBI

dopmupoBaHue CpoCTKOB y B. conicum BcTpedaeTcs JOBOJIBHO YaCTO.
Bosblioe Komu4ecTBO TOMOrpaduuyeckux CpPe30B MO3BOJHIO HA MpUMEpEe He-
CKOJIBKUX 3K3EMIUISIPOB MPOCICAUTh BCE DTAMbBI CIMSIHUS JMUTEKAIBHBIX I10-
BEPXHOCTEH BYX Pa3JIMYHBIX KOPAJUIUTOB.

JKk3. Ne 5598/12 (puc. 3) npencrasisier co00l CPOCTOK ABYX HHIIUBUIYallb-
HBIX KOpaJTUTOB. Ha mepBoM ToMorpadudeckom cpese (puc. 3,a), TpoXoasIieM
Ha PACCTOSHUU 2 MM OT Hauaja KOpaJUIMTa, OTMEYaeTCs, 4TO 0Opa30BaHHBI
paHee KOpaJlTUT OOJIBIIEro pa3Mepa 00aaiaeT yTONIICHHOW CTCHKOW Ha MepH-
(bepuyeckoi ocu, He 3a7CHCTBOBAHHON B CPOCTKE. B MecTe CIUsHUS IBYX KO-
PANIMTOB €I'0 SIIUTCKA CTAHOBUTCSA TOHBIIIC. BepOﬂTHO, 9TO MOXKET 6I)ITI) CBA3a-
HO C MTOBPEXJICHHEM H3-32 BHEJIPEHHS YTOIIICHHOH SMTUTEKH COCETHETO KOpaJ-
JUTa MEHBIIEro pa3Mepa B €ro BHYTPEHHIOW MOIOCTh. CKEJIETHBIC JIEMEHTHI
KpPYITHOTO KOPaJLIIUTA B 30HE MOBPEXK ICHUS HAPYIIICHBI CUITBHEE, YeM CKEJICTHBIC
3JIEMEHTBI HEOONBIIOro Kopasia. [103ToMy MocHeHIH B CPOCTKE SIBISICTCS 10~
MuHupytomuM. CoceHII KOpaIuT OOJIBILEro pa3Mepa pearupyeT Ha 3To J0-
MHWHUPOBAHUC HAPYHICHUEM PA3BUTHA CKCJICTHBIX 3JICMCHTOB Y MECTa CIIUAHMUA,
CBA3aHHBIM, BUIUMO, C IIOBPEIKJICHUEM U pa3zpaCTaHUCM BHEITHEH CTEHKH.

Puc. 3. Tlonepeunbie cpe3bl MOTYUCHHBIE B Pe3yIbTaTe PEHTTEHOBCKOTO TOMOrpadgpuyeckoro
CKaHHPOBAHUS CPOCTKA JABYX KOPAJUIHTOB 9K3. Ne 5598/12 B. conicum (a—6); 113 — HOBpeX ICHHAS
30Ha KOPAJUIUTOB.
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Ha BTopom cpese (B 1,5 MM oT mpenbiayiiero, puc. 3,0) HaOI0aaeTCs co-
CTOsIHUE, OM3KOE K PABHOBECHOMY BIIMSIHUIO, B CHCTEME B3aUMOJICHCTBUS JIBYX
CPOCHIMXCSI KOPAJUIUTOB. MECTO CIMSHUA XapaKTepU3yeTcsl BechbMa TOJICTOM,
MPAKTHYECKH CIIUTOH AMUTEKAIHFHON MOBEPXHOCTHIO 000MX KOPAJUIUTOB, B POp-
MHPOBaHUHU KOTOPOH MPUHUMAIOT y4acTHE JUCCENMMEHTAPHI U CENThl 00X
¢dopM. BHYTpeHHSIS CTEHKa MEHBIIEro KOpaJluTa OCTaeTcs MPaKTHUECKU He-
W3MEHHOMW, B MECTE CIMSHUSI OHA PACMOJIOKEHA PAJOM C BHEUIHENH CTEHKOMU, KO-
Topasi yCHJIEHHO pa3pacraeTcs.. BHyTpeHHsIsl cTeHKa HeOOJBIIOro KOpaiinuTa B
MeCTe CIUSIHUS IBYX (OPM CTalla YaCTHIO pa3pocCIIeiicss 0000IICHHON AITUTEKH,
HO, TEM HE MEHEee, BUION3MEHEHNE WHBIX CKEJIETHBIX JIEMEHTOB HE IIPOUCXO/IHT.

AOCONIIOTHOTO TOMUHUPOBAHUSL B CPOCTKE (puUC. 3,6) KOPAIIUT OONBLIETO
pasMepa Hadall JOCTHUTaTh yKe uepe3 HEeCKOJNbKO cTaguil pocta. OTCyTCTBHS
HapyIIEHHUS CENTAIBHOTO CTPOCHHS OKOJIO MECTa CIHSHUS MOJTBEPKIACT J0-
MMHUPYIOLIYI0 NO3ULHI0 KOpaJUIUTA. BTOpOH KOpaIuT IpoA0IkKaeT CBOE pas-
BHTHE, IPETEpIeBasi HAPYIICHUS CKEJIeTa.

2. OBPABOBAHUE IIOYEK B HAIIIEYKE

[loukoBanue y B. conicum BCTpedeHO Ha HECKOIBKUX dK3eMIUIsipax. B on-
HOM W3 TaKuX ciydaeB (puc. 4) HaOMOaeTCs HATMYHE HECKOJBKHUX IMOYEK B
Yalrke MaTepUHCKOr0 KopayinTa, 00pa30BaHHbIX IIPU HEMIOCPEICTBEHHOM yua-
CTUH CKEJIETHBIX DJIEMEHTOB (B OCHOBHOM CENTAJILHOTO ammapaTa) MaTepPHHCKO-
ro OpraHu3Ma.

Pa3BuTHe Kakmol TOYKM HadyWHAETCS cO ciIabo mauddepeHIInpOBaHHOTO
CKeneTa, B KOTOPOM CENTHI U AUCCEMMMEHTHI PacIloNokKeHbI Oecropsiouno. Ha-
JIUYUE WM OTCYTCTBHUE CIIEAOB POCTa MATEPHHCKOTO KOPAJIUTa MOXET OBITh
CBHJICTEIILCTBOM €r0 THOEIH K MOMEHTY 3apOKICHUS IIOYKH, UITH XKe, B IPOTHB-
HOM city4ae, 0ecrosioro pasMHoxxkeHus. bonee ninm meHee muddepeHnnpoBaHHast
CTCHKa NOYKH NOABJIATIACh 1O0CTATOYHO ITO3/ITHO, 3aXBaTbIBas 4aCTUYHO MaTCPHUH-
CKHe€ CETITHI, KOTOPBIE BIIOCIEICTBUY HAJICTPANBAIOTCS KaK CBOM COOCTBEHHEIE.

Ox3emusip Ne 5598/6 B. conicum, mpencTaBieHHbIH Ha pHC. 4 1 pHC. 5, IMeeT
YeThIpe MOYKH, 00pa30BaHue KOTOPHIX HAYMHACTCS C MOBPEXKICHHS OJHOTO M3
CerMEHTOB MaTepHHCKOro KopamnuTa. [loBpexaeHHast yactb 060cobisieTcs: oT
MaTEPHHCKOT'0 KOPaJUTMTa BHYTPEHHEH CTEHKOH MOCIIEAHEr0 U HAaYMHACT Pa3BU-
BaThCs KaK 3a9aTok mepBoil mouku. ChopMUpoBaHHAS CTPYKTYpa CX0XkKa C OMO-
JIOKEHWEM, XapaKTEePHBIM NI PyTo3, TIOCKOIBKY JHaMeTp HOBOOOPa30BaHHOTO
MaTEPUHCKOT0 KOpaJUIMTa yMEHBIIAeTCs, OAHAKO 000COOJICHHAS HOBOI CTEHKOM
30Ha IPOJOJDKaeT cBoe pasputue. CioxkHasi 30Ha, 00pa3oBaHHAs B Pe3yJbTaTe
OTAEJCHUS OT MATEPHUHCKOTO KOPAJUIUTA, IPECTABICHA Xa0THYHO PACTIONIOKEH-
HBIMH CENTaMH, OJIHA U3 KOTOPBIX CTAHOBHTCS MPEAIIECTBEHHUKOM JJisi 0060co-
6H$I}OIIII/IXCSI B IIOYKE TJIaBHOU U HpOTHBOHOJ’[O)KHOﬁ CCIIT, U COOTBETCTBYCT I1JIO-
CKOCTH €€ JIBYCTOpOHHel cuMmmeTpuu. HoBooOpa3zoBaHHas MOYKa MPOIOIKAET
CBOE pa3BUTHE 000COOJIEHHO OT MAaTEPHHCKOTO KOPAJUIUTA, U TUIOCKOCTH CHM-
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Puc. 4. TlonepeuHbie cpe3bl, MOTYUYCHHBIE B PE3yJIbTATE PEHTTEHOBCKOTO TOMOTpapruecKo-
ro ckaHupoBaHus 3k3. Ne 5598/6 B. conicum (a—e); MK — MATEpUHCKHUN KOPAJUTHT, C3 — CJIOKHAs
30HA C XAaOTHYHO PACHOJIOKEHHBIMU CKEJIETHBIMHU DJIEMEHTAMHU, 311 — 3a4aTOK HOuKH, 1, 2, 3, 4 —
HOMepa MOYEK B MOPSIIKE UX MOSBICHUS.
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Puc. 5. CxemarnuHoe nzobpaxenue moukooOpazopanus y 3k3. Ne 5598/6 B. conicum (a—e);
MK — MAaTePUHCKUI KOPAJIIUT, 31 — 3a9aTOK IMOYKH, C3 — CJIOKHASI 30Ha C XA0THYHO PACIIOJIOKECH-
HBIMH CKEJICTHBIMU JJIEMEHTaMH, 111, 112, 13, 14 — IOYKH B OPsiIKE UX NosiBIeHus. O003HauCHBI
CJIEAYIOLIUE TUIOCKOCTH: TUIOCKOCTh IBYCTOPOHHEH CUMMETPHUH MAaTEPUHCKOT0 KOPAJIITUTA (TICM),
MOYKH B TIOPsIAKE UX nosiBaeHus (ricl, nc2, nc3, nc4).
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MeTpHuH 000MX KOPAJUIUTOB HE COBNAAar0T. OTICIICHHBIA CTCHKONH MaTePHUHCKHI
KOpaJUTUT pa3BUTHE HE MTPOJOJIKAET, BCIEICTBUE YETO CPE3bl, TPOXOASIINE Yepes3
YaIKy, CTAHOBSTCS OelHee CKeNETHBIMH JJIEMEHTaMH, HO, TeM He MeHee, Ipo-
JIOJIKAET pa3BUTHE, BUIUMO, B KAUECTBE COCAMHUTEIBHON TKAHU U CTPOUTEIBHO-
ro pecypca 11 BO3HUKHOBEHU S HOBBIX MOUEK. CKEJIETHBIEC 3IEMEHTHI B CIIOKHOM
30H€, OCTaBILEICcA OT MATEPUHCKOT'O KOPAJIJIUTA, Pa3BUBAIOTCS B XAOTMUHOM pac-
TIOJIOKEHUH U SBIIAIOTCS OCHOBOM /7151 00pa30BaHUsl MOCIEAYIONUIUX MOYEK.

Ha onHO# U3 cTaguu pocTta KOpajajauTOB BOZHUKAIOT JIBE HOBBIE ITIOYKH, Pac-
[IOJIOKEHHBIE PSIZIOM, IJIOCKOCTH CHUMMETPUU KOTOPBIX coBHajnarT. Kaxmas
moyka oOyajaeT COOCTBEHHOHM CTEHKOM, cenTaMu W CcToJOuKoM. llimockoctm
CUMMETPHH 00EHX MMOYEK Ha JaHHOM dTale COOTBETCTBYIOT HAIPABICHHUIO HeE-
KOTOPBIX HOBOOOPA30BaHHBIX CEIIT B CIOXHOH 30HE M MPAKTUYECKH MEPIECH U~
KYJISPHBI IIJIOCKOCTH CUMMETPUH MaTE€PUHCKOT0 KOPaJIUTA.

ITo mepe pocTa mocnenHue 0Opa30BaHHBIC MOYKH HAYMHAIOT MTOCTETIEHHO
yOanasaThCcsl ApYT OT Apyra, B TO BpeMsl Kak IepBas MOYKa 3aKaHYMBAET IPO-
LIECC POCTa, MOCKOJILKY HOBBIE CKEJIETHBIC 3JIEMEHThI HE MOSIBAAIOTCA. CloKHAs
30Ha CKEJIETHBIX 3JIEMEHTOB MEXAY KOPAJNINTAMHU HAYUHAET YIOPSI0UUBATHCS
B CBOCH HIKHEW yacTH, oOpa3ys 3a4aTOK YETBEPTOW IMOYKH, a JABE COCETHHUE
MMOYKH HAYMHAIOT CHOBA COJMIKATHCS, MOCTEMEHHO IPEeKpalas CBOe pa3BUTHE
JI0 TeX TIOp, MOKa CKEJIETHBIE IEMEHTHl 00enX MOYeK HE CIMBAIOTCSA, 00pa3ys
OUepEeIHON 3a4aTOK MOYKH, 3aHUMAIOIINI CPEIMHHOE MOJOXKEHUE CPENH BCEX
uMeromuxcs nouek. [lapannenapHo ¢ 3TUM, U3 YHOPSIOUYECHHBIX CKEICTHBIX 3Jie-
MEHTOB (POPMHUPYETCSI YeTBEPTAsl IOYKa BAOJIb BHEITHEW CTEHKH KOPAJUIUTA.

B nanHOM cityyae HM OflHA M3 MOYEK HE MOXKET CUMTAThCA IMOJIOBO3PEINOi,
MTOCKOJIBKY THOeNh HOBOOOPA30BAaHHBIX KOPAJJIMTOB HACTYIMAET 3HAYMTEIHBHO
paHbllIE CTaJUH B3POCIOr0 OpraHU3Ma, 4TO MOATBEPKAAECTCS MajbIM KOJIHYE-
CTBOM OOpa30BaHHBIX B IMOYKAX CENT, HEMPOMOIDKUTEIHFHOCTBIO POCTa U He-
OONBLIINMH pa3MepaMu.

Takum 00pa3om, B 3TOM 00pasiie Mbl HA0I0AaeM ruOeTh MAaTEPUHCKOTO Op-
raHu3Ma, BOBHHKHOBEHHE M3 OCTATKOB €ro TKaHeW HOBBIX MOYEK, UX Pa3BUTHE,
CIHMSTHUE U TTOJAaBJICHHE APYT JPYTa, ¥, B KOHEYHOM CUETE, NX TIOITHYIO THOEINb.

He Menee naTepecHsrii 3k3. Ne 5598/13 B. conicum, moka3aHHBIH Ha puC. 6,
Ha TPOTSHKEHUH HECKOJIBKUX CTaIuil 00pa3yeT CIOKHBIE BBIPOCTHI JIMUTEKH H
(hopMHpyeT TIOUKH, CTapasich MPH STOM MPOJOIDKUTH Pa3BUTHE MATEPUHCKOTO
KOPaJIJINTA, OTACIEHHOTO MUTEKON OT CII0KHOM 30HBI CKEJIETHBIX 3JIEMEHTOB.
CHauana MaTepHHCKHH KOPAJIIUT, OTHENSISICh CTEHKOH, (OPMHpPYET MHOMKE-
CTBEHHBIE DITUTEKAaTbHBIE BHIPOCTHI M 3a4aTOK MEPBOW MOYKH, JAyONHpyIOnen
OTHIEJICHHBIN MaTePHHCKUH KopasLTuT. Jlajgee oOpa3oBaHHAS MTOYKA CITUBACTCS C
HOBOOOpa30BaHHBIMU CKEJIETHBIMHU AJIEMEHTAMU U SITUTEKaTbHON TKaHBIO, U €€
CKEJIET CXOIUT B COCTAB HOBOW CIIOKHOOOPa30BaHHON 30HBI, CIIMBAsACh C HUM,
MoKa CHOBa He 000coOusieTcst ApyTrast MoyKa, y>ke HOBas, B KpaeBOW 4acTu pas-
pocierocst KopajutuTa. B KOoHIle KOHIIOB HOBas MOYKa HaYMHAET CMEIICHHE K
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Puc. 6. [lonepeunble cpesbl, MONTYUYCHHBIE B pe3yIbTaTe PeHTTEHOBCKOTO TOMOTpadu4ecKo-
ro ckaHuposanus 3k3. Ne 5598/16/13 B. conicum (a—e); 1 — ocHOBaHUE MEpBOIi MOYKH, 2 — Xa0-
THYHO PACTIOJNIOKEHHBIC CKEJICTHBIC DIIEMEHTHI U SMUTEKAIbHBIC BEIPOCTHI, 3 — dMHUTEKA MOYKH,
4 — cioxHas TKaHb, 00pa3oBaHHAs SMUTEKOH, CENTaMHU U IMCCETMMEHTaMHU, 5 — Mouka, 6 — pas-
pacTaromascs moyka, 7 — dAMUTeKa MOYKNU U MATEPUHCKOT'O KOPAJLIUTA.

OTJICJICHHOMY CTEHKOM MaTepUHCKOMY KOpaJUIMTY, KOTOPBIH K TOMY MOMEHTY
yKe morudaet, Cyas 1o BCEMY, BMECTE C OTJIaJICHHOM CTEHKON CKEeJIETHON 30HOM,
B pe3yJIbTaTe uero norudaeT v mocie s st oOpa3oBaHHas MOYKa, Tak U He chop-
MUPOBABIIIASl HACTOSIIITUNA CKEJIET.

3. KOJIOHUAJIBHBIE ®OPMBbI

WHorna nmoyku B yalieyke MaTepHHCKOT0 KOpaJUINTa JIOCTUTAIOT pa3Mmepa,
BITOJIHE COTMIOCTaBHMOTO C Pa3MepOM MAaTEPUHCKOro KopajimuTa. MoXHO Tpe-
MTOJIOKHUTD, YTO OHHU JJOCTUTIIH MOJIOBOH 3pEJIOCTH M CIOCOOHBI K PAa3MHOKEHHIO.
[TosToMy MX MOKHO Ha3BaTh HACTOSIIUMH KOJIOHHAJIBHBIMU OPTaHH3MaMHU.

Ha mocneqnux cragusx pocTa MaTEPUHCKOTO KOPAJIUTA C MHOMKECTBCH-
HBIM ITOYKOBAHHEM KOJIMYECTBO CENT KOPAJLINTA COOTBETCTBYET B3POCIIBIM CTa-
IIASIM DK3EMIUTSIPOB TOTO K€ BHJIA, OMMMCAHHEIM B uTeparype (loopomrobora,
1937; Hob6pomrobosa, Kabakouu, 1948). Takum 00pa3om, MaTepHHCKHHA KO-
PaIUT, HECMOTPS Ha HEOOJIBIIINE Pa3MepHI, SIBISSTCS B3POCIBIM, KAPIIMKOBBIM
npeactaButeneM poaa. HoBooOpa3zoBaHHBIE TOUKH, B YACTHOCTH Ha 3K3. 5598/6,
B IIpOIECcCe POCTa TaKKe JOCTUTAIOT CTaJuil C OOJBIIMM KOJIMYECTBOM CEIIT,
YTO CBUJETEIBbCTBYET O JOCTUKEHUH B3POCIBIX cTaauil. B3pocnas ctanus pas-
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Puc. 7. IlocaenoBarensHoe GOPMUPOBAHNE Pa3HBIX THUIOB IOYeK (¢—e); 1, 2, 3 — 3a4aTku
noyek; ml, n2, n3 — moukwu; cl, 2, ¢3 — cenThl MATEPUHCKOTO KOPAJUINTA, B3STHIC 32 OCHOBAHUS
(dopMupoBaHus Movek; 1cl, nc2, nc3 — MIOCKOCTH CHMMETPHUH MOYEK; I'C — INIaBHAasl CerTa MaTe-
PHHCKOTO KOPaJUINTA.

ncl

BUTHSI HOBOOOPa30BaHHBIX KOPAJUTUTOB MOXET O3HAYaTh UX BO3MOXKHOCTD T10-
JIOBOT'O Pa3MHOXKEHU A ITyTeM 00pa30BaHMS MJIaBAIONICH INYNHKY MIJIaHYJIbI, 9TO
XapaKTepHO 7151 KOJIOHHAJbHBIX KOPAJIJIOB.

W3yueHHplii Marepwan IMOKas3blBaeT, 4YTO (OpMHpOBaHWE  TIOUYEK
Bothrophyllum conicum moxer npoucxonuth Tpems nytsmu (puc. 7). 3a-
YaTOK MEepBOH MOYKH BO3HMKAET HA TJIABHOW CENTE MATEPUHCKOTO KOpaJIuTa
(puc. 7,6). MosiBnsromasics riiaBHasi cernra y HOBOOOpa3oBaHHOW MOYKH COOT-
BETCTBYET ITOJIOKEHHUIO TIIABHON CETITHl MAaTEPHUHCKOTO KOPAJIIATA, ¥ TIIOCKOCTH
CUMMETPHH 000HMX KOPAJLTUTOB COBIAIAIOT (PUC. 7,8-2), C BO3SMOKHBIM OTKJIOHE-
HUEM OCH CHMMETPHH MOYKH B IIporiecce pocta (puc. 7,e-0).

B ciygae, eciu 3a4aToOK MOYKH MOSBISETCS B IPYTOM CETMEHTE KOpaJlIuTa
(puc. 7,6), €€ OCHOBaHHMEM CTAHOBHTCS OJIHA U3 HauOoOJiee BBIPAXKEHHBIX CEIIT,
U TUIOCKOCTh CUMMETPUU HOBOOOPAa30BaHHOW TOYKH OYJET COOTBETCTBOBATH
HaIpaBJICHUIO ATOW CENTHl (PHUC. 7,2-€), C BO3MOXKHBIM OTKIIOHEHHUEM TI0 Mepe
pocTa MoYKH.

Tpertwnii myTh GOPMUPOBAHUS IOYKH HE OBLIT BCTPEUCH CPEIU MMEHOIIIUXCS
9K3EeMIUISIPOB B KOJUIEKLIMHU, HO ObLI AeTanbHO onucaH B padote C.B. PoxxHoBa
(2013) 1 mokazan Ha puc. 7 Ha TpeTheH mouke. B maHHOM ciydae, HECMOTPS
Ha HAJIMYHE HECKOJIBKHUX CENT MAaTePHHCKOTO0 KOPAJJINTAa B OCHOBAaHUHU Pa3BU-
BaIOIICHCS MMOYKH, CIOXKHOOOpa3oBaHHAs 30HA CiIabo mudQepeHITNPOBAHHBIX
CKEJICTHBIX AJIEMEHTOB 3a4aTKa MOTJIa Pa3BUBAThCS MPOIOJKUTEIFHOE BPEMsI, B
pe3yJibTaTe 4ero HoBOOOpa30BaHHbBIE IIIaBHAS M TPOTHBOIIOJIOKHBIC CENThI BO3-
HUKAIOT PSIMO TIEPENCHIUKYIISIPHO HaJICTPOCHHBIM MaTCPUHCKUM CEIITaM.

MHOXECTBEHHOE TOYKOBAHME MATEPUHCKOTO KOPAJLIUTA SIBJISETCS IPSIMbIM
CBHUIETEIILCTBOM IIPOIecca BOSHUKHOBEHUS KOJOHHAIBHOCTH, OJHAKO BOIIPOC,
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Puc. 8. Kononunanbeneii 3x3. Ne 5598/6 B. conicum; nl, n2, n3, n4, n5, n6, n7 — Mo4ku, BC —
BHEIIHSSI CTEHKA, CT — CTEHKAa MEK/y KOPAJJTUTaMH, YCT — YCJIOBHASI CTeHKa (C1ab0 BbIpaKeHa),
o0pa3oBaHHAs MOYKOMA.

BO3MOKHO JIM CUHUTATh ]IaHHBIfI KOpaJlJl MO-HACTOANIEMY KOJIOHUAJIbHBIM, OCTa-
eTCsl OTKPBITHIM. [IpSIMBIX CBHAETENHCTB TOTO, YTO HOBOOOPA30BaHHBIN KOpAJLI
C MOYKaMHU MOYKET Pa3MHOXKATHCS TOJIOBBIM ITyTEM HET, TIOCKOJBKY OOJbIast
4acTh IMOYEK MOTH0AeT BMECTE C MATEPHUHCKHUM KOPAJUIUTOM Ha FOBEHIIBHOM
CTaJMH, IPU KOTOPOH MOJIOBOE Pa3MHOKEHUE MAJIOBEPOSITHO.

Tem He MeHee, TIOJICUET CENT MOKa3all, YTO HEKOTOPbIE U3 MOYEK MO XapaKTe-
PY Pa3BHUTHS CKEJIETHBIX SJIEMEHTOB TOCTHTAIOT IEHCTBUTEIHHO B3POCIBIX CTa-
nuit (puc. 8). D10 moAgpa3zyMeBaeT BO3SMOKHOCTD ITOJIOBOTO PA3MHOXKEHHUS JTaXkKe
C YYETOM HEOOIBIINX Pa3MEPOB.

Hacrynnenue nojaoBo3penocTH y COBPEMEHHBIX KOPAJIJIOB 3a4acTyI0 3aBUCHUT
HE OT BO3pacTa OT/IEIBHOI0 KOPAJUIUTA, a OT pa3mMepoB kosionuu (CopokuH, 1990).
B Hamrem MaTtepuarie pazmepsl HOUKYIOMIMXCS 9K3EMILISIpOB B. conicum, kotopble
MOYKHO CYHTATh KOJIOHHATBHBIMH TI0 B3POCIIBIM YepTaM CTPOCHHS TIOUeK, HeOOIb-
M€ TI0 CPABHEHUIO C TUITMYHBIMU pa3MepaMy OIMHOYHBIX MTPEICTABUTENCH, Xa-
PaKTEpHBIX ISl 3TOTO BU/IA B IPYTHX MECTOHaXOxAeHUsAX. [loaToMy nosiBieHne
HACTOSIIIEH KOJIOHHAJIEHOCTH Y H3YYEHHOT0 BH/1a OCTAETCSI IOl BOIIPOCOM.

MHOXecTBEHHOE TIOYKOBAaHUE B IAHHOM ClIy4ae cTajl0o OCHOBOH BO3SHHKHO-
BEHUsI HACTOSIIECTO KOJOHHAJIBHOTO B. conicum, B KOTOPOM OCTaTOYHasi 4acTh
MaTEpPUHCKOTO KOPAJIINTA MPOJ0KaIa POCT B POJIH IIEHOCAPKA MEXKY TTOYKa-
MH-KOpaJUTUTaMH, KOTOPBIE TI0 CBOeH MOP(OIOTHH MOTIIH OBITH TIOJIOBO3PEITHI-
MH U CIIOCOOHBIMH PAa3MHOXKAThCS TIOJIOBBIM ITYTEM.

YCJIOBU S OBUTAHUM I KOPAJIJIOB B KOPOBUEEBCKOE BPEM 51

HA YYACTKE U3YUYEHHOI'O MECTOHAXOX/IEHU A

Marepuan, paccMaTpuBaeMblid B JAHHOW CTaThe, MPEACTABIEH MHOIOUMC-

JICHHBIMU dK3eMIusipaMu Bothrophyllum conicum HeGonbimx pazmepos. boib-
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1rast 4acTh 00pa31OB SABISAETCS IOBEHUIBHBIME (POPMaMH, B TO BPeMsI KaK B3pOC-
JIbIE 9K3EMIUISPBl OBITM JHMArHOCTHUPOBAHbI KaK KapiMKOBBIE MPEICTABUTETH
CBOETO BHJIa HA OCHOBAaHWH KpalfHE MaJIBIX pa3MEpPOB CKEJIETOB Ha CTAAMX, Xa-
PaKTEepHBIX JUIS IPEICTABUTEIIEH TOTO JKe BUJIA, TIPOKUBAIOIINX B HOPMAJIBHBIX
YCIOBHSIX M IOCTUTAIOIIKUX pa3MepoB B 5-7 cM. IIpu aToM n3 200 sk3eMmiasipos
Oosiee YeTBEPTH HECYT Ha cede pa3InyHbIe 3a4aTKH MOYEK WIIU MOJHOLCHHEIE
MOYKH, OUHOYHBIE U MHOXKECTBEHHBIE.

HecriocoOHOCTh KOPAJUIMTOB JIOCTHTATh OOJBIIMX Pa3MEepPOB U CYIECTBO-
BaTh MPOJOKUTENHHOE BPEMSI MOJKET OBITh CBSI3aHA C HEOIATONPHUATHBIMH YC-
JIOBHSIMU OOWTaHMUsI, CIIOCOOCTBYIOIINX BOSHUKHOBEHUIO abeppanuii. Kpome py-
ro3, abeppaLuu U3 3TOro MeCTOHAXOXKACHU S U3BECTHBI Y KpuHouaeu Pegocrinus
Sp., BCTPEUEHHO B TOM ke yacTu paspesa (Poxnos, Mupanies, 2013). B To xe
BpeMsI CUCTEMaTHUYEeCKHX OTKJIOHEHHH y IPYTuX rpynn Oeclio3BOHOYHBIX JKHU-
BOTHBIX B TOM € pa3pe3e yCTaHOBIJIEHO He OBLIO.

Hmerormuecs cBeneHUs 0 OM0Te KOPOOIEEBCKOTO MOPCKOTO OacceiiHa o3Bo-
JISTFOT OTIPEAETTUTh 0CO0YI0 MOJIENTh HeOIarONMPUsITHOTO JIJISI pACCEIeHUsS TPYHTA.
Hampumep, kpynHble KOJOHHH KOPAJIJIOB B MONEPEYHHKE 10 1 M HEpeako Ha-
xonsTes nepesepHyThIMU (VIBaHOBa, 1958), uTO yKa3blBaeT Ha CyIlleCTBOBaHHUE
B TO BPEeMs YPE3BBIYAHHO CUIBHBIX IITOPMOB, BHI3BIBABIINX OBICTPBIC TCUCHHUSI
Y BOJIHEHUA. bIW3KMe 10 TUITY YUCThIE M3BECTHSIKH HUYKHEH YacTH BBIIIEIEkKa-
et JoMOIeTOBCKOM CBUTHI B pa3pe3e [lecku (toxHee T. BockpeceHcka) mHTEp-
MPETUPYIOTCS] KaK MEITKOBOAHO-CyONUTOpalbHbIe M OTMEINIbHBIE (hanuu o0cTa-
HOBOK BBICOKOU rujipoarHaMu4eckoit aktuBHoctH (Kabanos u ap., 2000).

Haubonee BeposiTHO, CyOCTpaT, Ha KOTOPOM CEHIIUCH M3y4YaeMbIe dK3eM-
IJIAPBI, ObUT KPYTHO3EPHUCTHIM M3BECTKOBO-TIeCUaHUCTHIM. ClIeMEHTHpPOBaH-
HOCTH T'pyHTa ObLiTa C11a00ii, B pe3ysIbTaTe Yero MOJIOIbIe KOPaJTbl CHOCHUIIUCH B
MTOHIKEHHUE pesbeda M OBICTPO 3aCHIMAINCh TPYHTOM P MTEPHOTHYECKH BO3-
HUKABIINX 3/I6Ch CUJIBHBIX MITOPMaX. 3aXOPOHEHUS 3THX KOPAJIIOB ObLIH XOPO-
110 U30JINPOBAaHBI OT BMEUIAIOIINX TOPO/I,.

3AKJIFOYEHUE

JleranpHoe M3ydeHue ocoOeHHOCTEH pereHepanuu pyro3 poaa Bothrophyllum
MTO3BOJISIET CNIENATh BBIBOJ O TOM, OHH MUMEIOT MHOTO OOIIEro ¢ OecroibsiM pas-
MHOXEHHEM, TIPUBOAIIEMY K (GopMupoBaHuto kojoHuH. [Ipu mopdammakcuce
MaTEPUHCKUI KOPAJIUT, HE MPOAOJKAsl CBOE PAa3BUTHE KaK CaMOCTOSITEIIBHBIHN
KOpaJLJIUT, CTAHOBUTCS 0a3ucoM Jijisi (GOPMUPOBAHHMSI CKEJIETHBIX AJIEMEHTOB HO-
BOOOPa30BaHHBIX MMOYEK, YTO MPOCICIKUBACTCS IPU CPABHEHUH TUIOCKOCTH CHM-
METPHUH HOBOOOPA30BAaHUI M CENT MaTepHHCKOro KopayauTa. [[pyrumu cioBa-
MU, MaTEepUHCKHUE CeTTHI, (OPMUPYIOIINe pesibed) OCHOBaHMS (HOPMUPYIOIICHCS
MTOYKH, OTIPEICISAIOT H OPTaHU3YIOT apaHKUPOBKY CEMT B JaJIbHEHINIEM Pa3BUTHH
OYKH. MHO)KECTBEHHOE IOYKOBaHHUE, HEPEIKO BCTPEUAIOIIEECs] Y U3YYEHHBIX JK-
3eMIUISIPOB, SIBJISETCS, BUIUMO, CBOCOOpa3HON MepexoHoi (GOopMOi OT OMHOY-
HBIX 0c00eil K KOJIOHHAJIbHBIM. TeM He MeHee WX CJIeAyeT Ha3bIBaTh MCEBI0KOIIO0-
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HUAJIBHBIMH, KOT/Ia TIOYKH B HUX HE JIOCTUTAIOT MOJIoBo3penoi craauu. O0paso-
BaHHBIC TICEBIOKOJIOHUH Pa3BUBAIOTCS aHAIOTMYHO KOJIOHUAIBHBIM BHIaM, (op-
MHpPYS OOIIYI0 COSTUHUTEIBHYIO TKaHb CO CKEJIETHBIMH >JIEMEHTaMH, KOTOPOi
B JIAaHHOM CIJTydYae BBICTYIIA€T OCTATOYHAsI YaCTh MAaTEPUHCKOTO KOPAJLINTa, HE
npeoOpa3oBaHHasl B IOUKY, CXOAHAS THM C LICHOCAPKOM Y KOJIOHUAJIBHBIX PYTO3.

[oacuer cent B noukax Bothrophyllum conicum moka3zai, 4To HEKOTOpBIE
U3 TOYEK MO XapaKTepy Pa3BUTHUs CKEJIECTHBIX JIEMEHTOB AOCTHTAIOT EHCTBHU-
TEJIBHO B3POCIBIX CTAJMI U MOITOMY MOTJIH OBITh MOJIOBO3PENBIMU JJAXKE C yue-
TOM HEOOJBIITUX pa3MEPOB.

MHOKeCcTBEHHOE TIOYKOBAaHUE MATEPUHCKOTO KOPAJUINTA SBISECTCS MPSIMBIM
CBHJICTEILCTBOM BO3MOYKHOCTH TpPOIIEcCa BOSHUKHOBEHHS KOJOHHAIBHOCTH Y
H3Yy4YEeHHOTO BHJIa HA OCHOBE pereHepaloHHBIX mporeccoB. OxHako B 00Jb-
LIMHCTBE CJIYYaeB 3TOT MPOILECC MPUBOIIII JIUIIb K (POPMHUPOBAHUIO TICEBIIOKO-
JIOHUAJIBHBIX OPTaHU3MOB, HE CIIOCOOHBIX Pa3MHOKATHCS, MMOCKOJIbKY OOJIbIIast
9acTh MOYCK MOTHOAeT BMECTE C MAaTCPHHCKUM KOPAJUITUTOM Ha IOBEHUJIBHON
cragun. TemM He MeHee, B HEKOTOPBIX CIydasX MHOKECTBEHHOE MOYKOBAHUE
CTaJo0 OCHOBOW BO3HMKHOBEHHS HACTOSIMIEro KoJoHHanbHOro Bothrophyllum
conicum, B KOTOPOM MEXAY KOpaJUIMTaMHU MPUCYTCTBYET COEIMHUTEIbHAS
TKaHb C MHOJKECTBCHHBIMH CKEJIETHBIMH JJIEMEHTAMH (OCTaTOYHAs YacTh MaTe-
PHHCKOTO KOPaJUINTA, IPOAOJIKAIOIIAs POCT UCKITIOUYUTEIBHO B POJIH LIEHOCAP-
Ka), a KOPaJUTUTHl MOT'YT Pa3MHOXKAThCsl HE TOJIBKO OECIIONBIM, HO U ITOJIOBBIM
MyTEeM.

& 3k ok

ABtopsl OomarogapsaT A.r.-M.H. A.C. AnekceeBa (MI'Y, IIMH PAH) 3a uen-
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Mass regenerationals buds appearance in solitary coral
Bothrophyllum conicum Trd (Rugosa)
in Carboniferous of Moscow Basin

E.S. Kazantseva and S.V. Rozhnov

Bothrophyllum conicum is one of a few Rugosa species where is observed the
multiple budding that happened as a result of special living conditions. About a third part
of specimens, collected from the Old Yam quarry contain at least one bud on a maternal
corallite. The specification of buds formation point at the regeneration of a morphallaxis
type, although all the three known types of regeneration are common for Bothrophyllum
conicum. Epimorphosis is characterized by the rebuilt of a damaged zone, which is
usually common for the healing process. Compensatory regeneration is expressed in
the restoration of the diameter of corallites and the typical arrangement of septa after
reduction of diameter and “rejuvenation” of the arrangement of septa. Morphallaxis
is the most morphogenetically complex process, in which the development of one or
several buds on the maternal corallite from the residues of tissues of a damaged corallite
is possible. The reorganization of the damaged tissue during morphallaxis is similar to
asexual reproduction in the arrangement of newly formed septa, which are positioned like
buds relative to the skeletal elements of the maternal corallite. If the maternal corallite
dies, forming multiple buds, the space between the buds continues to develop and grow,
forming a kind of connective tissue around the bud corallites, with a large number of
skeletal elements. Probably, this tissue of the maternal organism between the buds is a
source of material for the newly formed buds, similar to the coenosarc in colonial corals.
The location of the plane of symmetry passing through the main and opposite septum
of the buds usually coincides with the direction of the most pronounced septum of the
maternal corallite that underlies the bud. Sometimes, with no dominant septa at the base
of the buds, the plane of symmetry is perpendicular to the maternal septa.

Key words: corals, Rugosa, Paleozoic, regeneration, morphallaxis, epimorphosis,
compensatory regeneration, ontogeny, budding, coloniality
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O0bsicHenne K Tadauue I

@ur. 1-5. Bothrophyllum conicum Trautschold, 1879: 1 — »k3. IIUH,
Ne 5598/6, xonoHmanbHbBIN Kopaul: la — BUJ cO CTOPOHBI Haliek, 10 — oOuuii
Bug; 2 —9k3. [TMH, Ne 5598/22, kopamiut ¢ OOKOBBIM MPUKPEINICHHEM MOYKH:
2a — 3D mopeinb, 20 — o0muii BUI, 2B — BUJ CO CTOPOHBI Yaiiek; 3 — 3k3. [T1MH,
Ne 5598/42, oowmmii Bu; 4 — sx3. [IMH, Ne 5598/28, o6wmuii Bug; 5 — sx3. ITMH,
Ne 5598/25; cpoctok kopammuToB; IlomMockoBbe, SIMCKOI Kapbep; KOpoOUueeB-
CKasl CBUTa, MOCKOBCKHUH sIpycC, CpeIHUN KapOOH.

MacurabHas inHerika 1 cM.
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Oo0bsicHenne k Tadoauue 11

@ur. 1-7. Bothrophyllum conicum Trautschold, 1879: 1 — »k3. IIUH,
Ne 5598/4, kopayuIUT ¢ MHOKECTBEHHBIM MOYKOBaHHEM: la — BUA CO CTOPOHEI
yariek, 10 — oomwuit Bug, 18 — 3D momens; 2 — ax3. ITMH, Ne 5598/23, oO6uit
Buz; 3 —9k3. [IMH, Ne 5598/21, o6muii Bug; 4 — sx3. [TMH, sx3. No 5598/12, cpo-
CTOK JIBYX KOpayutuToB; 5 — 3k3. [IMH, Ne 5598/22, o6mwuit Bum; 6 — sk3. [IMH,
Ne 5598/32, oowmmii Bug; 7 — ox3. ITMH, Ne 5598/45, oomumii Bux; ITonMOCKOBBE,
SIMckoii kapbep; KopoOUYeeBCcKasi CBUTa, MOCKOBCKHUH sIpyC, CpeIHUN KapOoH.

MacmitabHas auHerika 1 cm.
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®OPMUPOBAHUE MOP®OJIOTMYECKOI'O PASHOOBPA3U ST
MIIIAHOK KJIACCA STENOLAEMATA
B IOPCKHUM U MEJOBOM MEPUO/IbI

JI.A. BuckoBa
Tlaneonmonozuuecxuti uncmumym um. A.A. bopucaxa PAH, Mockea
[ viskova@mail.ru

Paccmompenwvl nHaubonee 3Havumvie 0COOCHHOCTH KOJOHHATBHOCTH 10P-
CKHX U MEJIOBBIX MIIIaHOK Stenolaemata — »u3HeHHbIE POPMBI, aBTO300H-
IIbI, TETEPO300UIbI M Tpohuueckoe cTpykTypupoBanue koouui (TCK).
OTH U Apyrue 0COOCHHOCTH, UX BapHallUM U BCEBO3MOXHBIE KOMOMHa-
LU COCTABIISIIOT OCHOBY MOP(OJIOIMYECKOTr0 pa3Hoo0pa3usi paccMaTpH-
BAaeMbIX MIIAHOK.

Mopdonornueckoe pa3zHooOpa3ue IOCTNAJICO30HCKUX MIIAHOK —KJacca
Stenolaemata, mpencraBiaeHHoro Tpemsi otpsgamu — Tubuliporida (maneo3oii—
ueine), Cerioporida (tpuac—HbiHe) m Melicerititida (cpemusisi 10pa—TmaneoreH)
HaunOoJee MoKa3aTelIbHbIM OBbUIO B FOPCKOM M MEJIOBOM IEPUO/IaX, OCOOEHHO Ha
aTamax CpemaHed ropel U mo3gHero mMena. OHO ObII0 00YCIOBICHO BHEITHUMHU U
BHYTPEHHUMH (pakropamu. M3 mepBhIX ciIeayeT BbIACIUTH ONTHMAaJbHBIE YCIIO-
BUSI MX )KU3HHU B MOPCKHUX OacceifHax BO BpeMs OOIIMPHBIX Ha 3THX 3Tanax TpaHC-
rpeccusx (ILessipes, 1978; Haiinuu u ap., 1986). BuyTpennue ¢pakTopbl CBSI3aHbI
C 0COOEHHOCTSIMU KOJIOHHWAJIBHOM opraHu3anuu Stenolaemata (Buckosa, 1998).
W3 Hux, kak Hanboliee 3HAYMMBbIe, TPEJIaraeTCs PACCMOTPETh CIIETYOIIHE.

Kuznennoie popMbl. BHEITHHUI 00IMK KOJOHHUH, CIIOKHUBIITHICS B PE3YIThb-
TaTe acTOTeHe3a, MPEICTABISAET ee )KU3HeHHYI0 GopMmy (puc. 1-6). C Heii cBs-
3aHbl 3()(HEKTUBHOCTH OPOLICHHUSI KOJIOHUU TOKAMH BOABI, HECYILIUMH MHILECBbIC
pecypcbl, 3aHUMaeMas IIoLalb cyocTpara, BO3MOXKHOCTH 3aIIUTHI OT oOpacTta-
HUS JPyTHMH OpraHu3MaMH, oT paspyuienus u T. . (Kmrore, 1962; McKinney,
1993). [locite mepMCKO-TPHACOBOTO KpH3HCa IepBasi paanaIus MIIaHOK, COMPO-
BOKJABILASCS MOABJICHUEM MX Pa3HOOOpA3HbIX >KM3HEHHBIX (OpM, Hadajaach
B cpenHelt rope (Buckoa, 2006a, 6, 2009, 2011; Jablonski et al., 1997; Taylor,
Ernst, 2008). B Teuenue 3TOi 3MOXH CIOKUINCH OCHOBHBIE THUIIBI POCTa KOJIO-
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Puc. 1. OcobenHocTH MOpdoIOruy MIIAHOK: a, 0 — Stoporatoma gerasimovi Viskova, 2006;
ronotun [TVH, Ne 5038/3; a — ¢parMeHT MHKpyCTUpPYIOIEH yHUCEepHAIbHON KojoHHH (X18),
BUJIHBI aBTO300M/IbI U LUPKYJISPHBIE_PENITO300M b (LIP3): 6 — MPOJOJIBHOE CEUYCHUE aBTO300H-
Ia ¥ nupkyaspHoro penrosoousa (x40); TCK — unausuayansHoe; MockoBckast 00I1.; CpeqHUi
kesutoei; ¢ — Diplosolen pravus Viskova, 2007; ronorun I'TM-1/Tep-1-4; nnkpycrupyromas
MYJbTUCEpUATIbHAS KOJIOHUS, BUAHBI HAHO300U B (H3) BOIHM3HM OTACIBHBIX aBTO300UI0B (X12);
TCK — unauBHIyaTbHOE;, MECTOHAXOXKJICHUE U BO3pacT Te ke; 2, 0 — Cellulipora retshitsiensis
Viskova, 2007; ronotun I'TM-1/T'ep-1-3; a — ¢pparMeHT croxxHON KyOKOBHIHOM KOJIOHHH C BHY-
TPEHHEW CTOPOHBI, BUIHBI CJIOU CyOKOJIOHUH (X0), 6 — y4aCTOK HApy KHOI MOBEPXHOCTH KOJO-
HuH (x12), BUIHBI aniepTy pbl aBTO300H/10B, TOBEPXHOCTHBIE JIaKyHBbI (1) 1 mumnsl (m); TCK — nn-
JUBHIyaJIbHOE; MECTOHAXO0XICHHE H BO3PACT T€ JKe.
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Puc. 2. Ocobennoctu Mmopdooruu miranok: a — Microeciella dyatjkovensis Viskova, 2014;
ronotun [TMH, Ne 5038/69; nenpaBuiibHO AUCKOBUAHAS HHKPYCTHUPYIOIIAsl MYyJIbTHCEPHAIbHAS
KoJoHUS (x15), BUAHBI aBTO300HI6I HEOOIBIION SKCIIEHTPUTHON 30HBI aCTOTCHETHYECKOT0 H3-
MEHEHHS ¥ 30HBI aCTOT€HETHYECKOT0 MOBTOpeHUs ¢ rono3oouaamu (r3); TCK — nanuBnyans-
Hoe; bpsiackas o0i1.; cpenHuii keytoBel; 6, 6 — Spiropora verticillata Goldfuss, 1827; ax3. [TV H,
Ne 2922/29; ¢parMeHT npssMOH BETBU C KOJBLEBBIMHU (acIUKISIMU: a — oomuil Bux (x25), 6 —
IIPOJIOJIBHOE CCYEHHUE, BHIHBI COCTMHUTEIbHBIC TIOPHI BO BHYTPEHHHUX CTEHKaX aBTO300UI0B M
niceBonopsl — B HapyxHbIX (x80); TCK — rpynnosoe; benapyce, I'poaHo; HIKHUI KaMIaH; 2,
0 — Reptoclausa conjuncta Viskova, 2001; romotumn ITMH, Ne 3068/77; 2 — pparMeHT Cl10:KHOI HH-
KPYCTHPYIOIIEH KOJIOHUH, COCTOSIIEH U3 IrpeOHEBUAHBIX CyOKOIOHUHN, BHJI CBEPXY (X5); 0 — 1BE
CyOKOJIOHMH C JINHEWHBIMH (hacIUKISIMU Ha OOKOBBIX CTOpPOHAX ¥ 0a3alibHbIE PEHTO300H IbI
(6p3) (x12); TCK — rpynnoBoe; KazaxcraH, 3amaiHblii 4UHK YCTIOPTA; BEPXHUI MAACTPHXT.

HUH — OTKPBITHIN U 3aKpbIThIN (Mapdenun, 1993), mmpoko pacnpocTpaHUBILIHU-
eca B Mesry. OTKPBITBIH POCT BKJIIOYAJ BCE pa3HOOOpa3ue MHKPYCTHPYIOMIHUX
¢dbopM ¢ yHHU-, OHM-, OJIUTO- U MYJIbTUCEPUATIbHBIMU BETBSIMU WJIM JIONACTSIMH,
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Puc. 3. Spirodella radiolobata Viskova, 2008; romorumn [1T1H, Ne 5038/40; nakpyctupyromas
HETpaBHJIBHO JUCKOBHIHASI MYJIbTHCEPHANIbHAS KOJIOHUS: @ — OOLHil BU (X6), 6 — POTOIBHOE
CEUCHME OJHOU M3 JIONACTeH, BUIHBI aBTO300H Bl (a3) 1 MHOTOCIIONWHBIC anbBeousl (an) (x20);
TCK —KoMOMHHPOBAHHOE: B LICHTPAIBHOM I10JI€ — HHJIMBHIYaJIbHOE, B JIONACTSX — IPYIIIIOBOE;
MockoBckas 00J1.; CpeIHUI KeJJIOBEH.

OJTHO- IBYXCJIOMHBIMHHY U MHOT'OCJIOMHBIMU, & TAKKE KOJIOHUH C MPSMbIMH BEP-
THKAJIbHO PAacTYUIUMHU BETBSIMH, OUIIATEPAIbHBIMU U UIHHApUYecKuMH. [1o-
CJICJTHUE MOTJIA OTJIMYATHCS KOHIICHTPUUYSCKUM HABUBAHUEM CJIOCB, JIMOO UX Ha-
BUBAHUEM I10 BOCXOJAIIEH MM HUCXOIUIEH cnupanu. HekoTopblM MIIaHKaM
OBIJI0 CBOMCTBEHHO (hOPMHUPOBATH (KaK B IOpE, TAK U B MeITy) SHAHTHOMOP(HBIE
BETBH, JIEBO- U TIpaBo3aBepHyTHIe (Buckosa, 2014; Taylor, 1978; Voigt, 1987).
K 3akppiTOMy TUIy pocTa MpUHAIIEKATN JUCKOBUIHBIEC, HEIPABUIBHO JTUCKO-
BUJIHBIC U KyOKOBU/IHBIC KOJIOHHH, OCHOBHOE Pa3BHTHE KOTOPBIX, KAK H CJIOXK-

125



Puc. 4. ITonumopHbIe 3001abI MIIAHOK poza Meliceritites; a—6 — M. radioporatus Viskova,
1965, ronotun [TMH, Ne 2052/2; a — y4acTOK TOBEpXHOCTH HPSIMON KOJOHHH (X45): BUTHBI aBTO-
300H]IbI (a3), pOCTPO300HIBI (P3), AEMU300UIHI (13), KEHO300HIHI (K3), haceTKH (¢), OmepKyIyM
(om); 6 — momepeunoe ceuenne (x40), 6 —npoaonbHOE ceueHue (x40); YbpsHOBCKas 0071., HUKHUN
MaacTpHXT; ¢, 0 — Bapuanuu TpudonnozoonnoB y M. volskensis Viskova, 1965, ronotun [TNH,
Ne 2052/706 (x35); ¢ — Bun cOOKy u crepenu, 0 — crepenu u cooky; CapaToBckast 001, HUAXK-
HUW MaacCTPHXT; e — pocTpo3ooua u keHozooua y M. dentiferus Viskova, 1965, ronorun [1MH,
Ne 2052/554 (x40); mecTonaxoxgeHne u Bo3pact te xe; TCK Bcex BUIOB — HHANBUYATIBHOE.
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HBIX KOJ'IOHI/II\/'I, COCTOABIINX U3 Cy6KOHOHHI71 1 OTHOCHUBIIHNXCSA K KOM6I/IHI/IpOBaH-
HOMY pocTy (Buckora, 2007), mpoucXo U0 B MEJIOBYIO 3M0XY. B mo3inem mMeny
K 3aKPBITOMY POCTY J0OABHIINCH TPHOOBHIHBIE KOJIOHHUH, & K OTKPBITOMY — 4Je-
HUCTBIE KOJIOHUH.

Puc. 5. Ocobennoctu Mopdosoruu mimaHok: a—¢ — Crisina macropora (Marsson, 1887);
ak3. [TMH, Ne 2052/1751; ¢parmenT npsiMoil KOJOHHH C JTMHEHHBIMU (DACHHMKIISIMH U TE€Pro3o-
ounamu (13): @ — ppoHTanbHas cTropona (x12), 6 — nopcanpHas (x12), 6 — MPOIOIBHOE CEUCHHUE
(x40); TCK — rpynnoBoe; KpbiMm; BepxHHI MaacTpuxt; ¢ — Stomatoporopsis illiesae Viskova,
2004; romorun [TMH, Ne 2052/725; ¢pparMeHT HHKPYCTUPYIONIEH yHH-OHCEpHaNTbHON KOJOHHH C
MapruHajabHBIMU pentozoonnamu (Mp3) (x12); TCK—unauBuayansHoe; CapaToBckas 0071.; HUXK-
HUIT MaacTpuxt; 0—oc — Siphoniotyphlus marginatus Viskova, 1972; ronmotun I[THH, Ne 2922/3;
(parmMeHT OMIaTEpaNbHON MPIMON KOJOHHUH C TMHEHHBIME (acIUKISIMU aBTO300H/I0B, MEKITY
dacuukisMu — HHTEp300ubl (M3): @ — ppoHTaTIbHASI CTOpPOHA (x12); 6 — TAHTCHIIMATBHO-TIPO-
JI0NbHOE ceueHue (x24), 6 — MPoJoIbHOE CeYeHHUe, NePIeHINKYISIPHOE K CPEIUHHON IIacTHHE
(x24); TCK — rpynnoBoe; benroposnckas 00JI.; KOHBSIK.
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Puc. 6. Ocobennoctu Mmopdonoruu Mianok: a, 6 — Sulcocava torulosa Viskova, 1972; roso-
tun [TUH, Ne 2052/201; ¢pparMeHT npsiMoii KOJIOHUY C JTHHEHHBIMHU (ACIUKISAMHI U CIIOKHBIMU
mopamu (Cm) B CTEHKax aBTO300HMJOB: a — o0muil Buj (x12), 6 — mpomonsHoe cedeHue (x40);
TCK — rpynmnoBoe; YibsiHOBCKasi 00I1.; HWKHUN MaacTpuXT; 6, ¢ — Idemona occulata Viskova,
2004; rosmorun [IMH, Ne 2922/40; ¢pparMeHT npsiMOi BETBH C JIMHEHHBIMH (DaCHUKISIMU: @ —
¢poHTaNBHAS cTOpOHA (X12), 6 — mopcanbHas (x12); 6 — TPOIOIBHOE CEUEHUE, BUIHBI aBTO300-
uJbl POHTAITHON CTOPOHBI U KPUIITO300UABI (K3), GopMHpYIOLINE TopCcalbHYI0 CTOpoHY (X40);
TCK - rpynmnosoe; benapycs, I'pogno; HykHMI kammnan; o, e — Bicavea fungiformis (Hagenow,
1846); TpuboBUIHAS] KOJOHUS C paJualbHBIMU QacuukiasMu: a — 3k3. [IMH, Ne 2922/14; Bun
cOoKy (x12); 6 — sk3. [TMH, Ne 2922/13; nponoiabHOE CeUeHUE HIKHEW TOJOBUHBI KOJIOHUH, BH /-
HBI aBTO300U/bI U HUCXOAsIIHE HupmMaTo300mabl (G3) ¢ munamu (m) (x40); TCK — rpynmnosoe;
MECTOHAXOXICHUE U BO3PACT TE XKe.
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ABTO0300UbI. Y IOPCKUX M MEJIOBBIX Stenolaemata, Kak 1 y COBPEMEHHBIX
MIIIAaHOK, aBTO300U bl BBITIOJIHSITH BaKHEHIIINE KU3HECHHBIC (YHKIIUUA — TTUTA-
HES B pa3MHOXKeHUs. ABTo3oouasl Tubuliporida (puc. 1,a, 6; 2) u Cerioporida
(puc. 1,2, 0; 3) mpencTaBIAIN BapHalli M3BECTKOBBIX IMHUJIWHIPUYCCKUX HIIH
MPU3MATHYECKUX TPYOOK C TEPMHUHAIBHOW OKPYTJIOW WM OKPYTJIO-YIJIOBa-
Toii ameptypoii (Buckosa, 1972, 1992), aBro3oouasl Melicerititida (puc. 4) —
BOPOHKOBHIHBIE (Y MPSMBIX KOJIOHUI) UITH POMOOBHUIHBIC (Y HHKPYCTHPY FOIITHX
¢dopm) kamepsl (Buckosa, 1972, 2016; Taylor, 1994). Aneptypst y Melicerititida
OBIITH TIOTYKPYTIIBIMH, 3aKPBITHIMH U3BECTKOBBIMH OmepKyiryMamu. OHU pac-
IOJIATAJTNCh B AUCTAIBHON MOJIOBUHE (PaCETOK — M3BECTKOBBIX TIACTHH, 3aKPbI-
BaBINKX 0OJI€e KPYITHBIE, YEM arepTypbl, TepPMUHAIBHBIC OTBEPCTHS aBTO300U-
noB. daceTky UMETU BUJ HAPYKHBIX CTCHOK, HO OHU HE TOMOJIOTUYHBI Hapy K-
HBIM CTeHKaM aBTo300u10B Tubuliporida (Buckoga, 2016).

I'erepo3oonanl. Hapsiay ¢ aBTO300M/1aMU B KOJIOHUSIX IOPCKUX U MEJOBBIX
Stenolaemata pa3BuBaIHCh Pa3TUIHOTO THIA reTepo300uabl. CTaHOBJIEHHE TIO-
nuMop(dr3Ma 300110B OBLIO CBSA3aHO ¢ UX MU dhepeHIaleil Ha BBITOJIHEHNE
pa3nuuHBIX QyHKIUN. [0 cCepearHbI FOPBI TETEPO300H, bl OBLITH TPEICTaBICHBI
TOJIBKO BBIBOJIKOBBIMHU KaMepamu u keHo3oouaamu (Walter, 1969; Jablonski et
al., 1997 u np.). B cpenneit tope B orpsine Tubuliporida mosiBHIIMCE PU3OUIBI,
OHUPKYISIPHBIC PENTO300uARI (pucC. 1,4, 6), 6a3aabHBIC PENITO300UILI (pHUC. 2,0),
HaHo300uAbl (puc. 1,6), B orpsme Cerioporida — IMMOBEpXHOCTHBIE JaKyHBI
(puc. 1,0), anbpBeoBl, OHOCIOWHBIE H MHOTOCIOMHBIE (pHC. 3,0), B oTpsine Me-
licerititida — keHO300M B, HeAUPPEPEHITUPOBAHHBIE AIIE0300U b, IEMU300U IbI
u pocrpo3zooussl (puc. 4,a, ¢) (Buckora, 2006, 2007, 2009, 2011; Taylor, 1994).
Bo Bcex Tpex oTpsiax 0coOyI0 pOJib UTPaM BHIBOJKOBBIC KaMephl THIIA TOHO-
300u10B (puc. 2,a). B HUX BBEIHAIMBAINCH JTUYHMHKH, KOTOPBIE 00eCIIeunBaIn
pacceieHre MIITaHOK 1 OCBOCHHE UMW BCEBO3MOXHBIX CyOCTpaTOB.

Bce ynoMsHyThIE reTepo300Habl TOTYUYMIIN IMHPOKOE PACIPOCTPAHEHUE B
MEJIOBYIO 3TIOXY U AOTIOIHUIUCH HOBBIMH. Y MiaHOK Tubuliporida u Cerioporida
MOSIBUJTUCH TEPro300U bl (pHC. 5,a—8), MapTUHAIBHEBIC PEPTO300UIHI (pHC. 5,2),
HHTEP300UIHI (pHUC. 5,0—2iC), CITIOXKHBIE TTOPHI (pHUC. 6,a, 6), ME30300UIbI, YIKCUIIS-
300UIbI, JAKTHJIETPHI, KPUTITO300U B (pHUC. 6,8, 2), pupmarozoouas! (puc. 6,0,
e), creno3oounsl (Buckopa, 1972, 1992, 2004, 2007, 2009; Buge, Voigt, 1972;
Voigt, 1987; Illies, 1981 u np.). Y memossix Melicerititida k pa3muaasiM Bapua-
LUSIM JICMH300HU 0B M POCTPO300HUIOB JI00ABHIIMCH CBOe0Opa3HbIe TPpUdoIHo30-
oupisl (puc. 4,2, 0) (Buckosa, 1972, 2016; Taylor, 1994).

Tpoduueckoe crpykrypupoBanue kosonuii (TCK). B dbopmupoBannu
MOP(OJOTHIECKOTO pa3HOoOOpa3nsl IOPCKUX M MEJIOBEIX Stenolaemata He MeHee
BaxkHy10 posb urpajgo TCK (Buckosa, 2017). OnpenensieTcss OHO XapaKTepoM
pacroyioKeHUs Ha IOBEPXHOCTH KOJIOHUH anepTyp aBTO300H 0B, ICSATEILHOCTh
KOTOpPBIX oOecneunBaa 3(p(HEeKTHBHOE IKCTPArupoBaHUE MULIEBBIX YaCTHUI] U3
BOJIHBIX TTOTOKOB. [IpH OTHOCHTENIEHO PaBHOYIAJICHHOM PACIOIOKEHUH arep-
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Typ umeno Mecto uHauBuayansnoe TCK (puc. 1; 2,a; 4; 5,2), u pasHooOpa3sue
MIIIAaHOK ()OPMHUPOBAIIOCH B OOJIBIICH CTENCHN Pa3InYHBIMU KU3HEHHBIMH (Op-
Mamu. Kononuu, B KOTOpBIX anepTypsl ObUIM cOOpaHbI B Pa3HOIO poza MydKH,
OJIHO-, JIByX-, MHOT'OPSIIHbIC JINHEIHBIC, KOJIBLEBbIC U pajualibHble (HACIUKIN,
xapakrepusoBaiuck rpynnossiM TCK (puc. 2,6, 0; 5,a, 6, 0; 6,a, 6, 0), ux pas-
HOOOpa3ue yCHJIMBAJIOCh pa3HbIME (opMaMu pocta. M3BecTeH ciyvail KoMOu-
HuposanHoro TCK (puc. 3), mpu KOTOPOM B OJHON KOJOHUHU FOPCKON MIIAHKH
nMeno MecTo nHauBUayansHoe u rpynmnoBoe TCK (Buckosa, 2009).

K kon1y mena, ocobeHHO B KaMITaHE B MaacTpHUXTe, Stenolaemata qOCTUTIIH
OIPOMHOT0 MOP(OJIOTHYECKOr0 U KOJIMYECTBEHHOI0 pa3HooOpas3us (Buckoaa,
1995). DTO MOXXHO CBSI3aTh C X HKOJIOTMUECKON TU(PepeHIIMPOBKON U afamnTa-
LMel K HOBBIM OMOTOMAaM, MOSIBUBLIMMCS B pe3ylibTare OOMIMPHBIX TPaHCIpec-
cuii (Hatiquu u ap., 1986). OnHako Ha pyOexe MaacTpUXTa U JaHUs OOJblIas
gacTh Stenolaemata BeIMepIia, IOCIIe Yero Hayajcs UX ABOIIOLMOHHBIN yIIaJoK.
B coBpeMeHHBIX MOPSIX OHU IPEACTABICHBI B OCHOBHOM ME3030MCKMMHU PENUK-
tamu Tubuliporida u Cerioporida.

Astop npusHarenen M.O. Penra 3a oka3aHHYI0 TIOMOILb B OATOTOBKE WJI-
JIFOCTPAIU.
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The formation of the morphological diversity of Bryozoans
Stenolaemata during Jurassic and Cretaceous periods

L.A. Viskova

The most important specialities of Jurassic and Cretaceous bryozoans Stenolaemata —
life forms, autozooids, heterozooids and trophical structuring of colonies are observed.
These and other specialities and their variations make the base of morphological diversity
of the observed bryozoans.
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O®OPMUPOBAHUE PASHOOBPA3HU A BPAXHOIIOJA
OTPALA SPIRIFERIDA HA PYBEKE JEBOHCKOI'O
N KAMEHHOYT'OJIBHOI'O ITEPHOJ1OB

I'A. ApanacbeBa
Ianeonmonoeuueckuui uncmumym um. A.A. bopucaxa PAH
g.afanasjeva@mail.ru

CocTaB U IIOTHOCTH JOHHBIX I'PYHTOB, a TaKX€ MOABHUKHOCTH IMPUIOH-
HBIX BOJI MOPCKHUX BOJJOEMOB paCCMAaTPUBAIOTCA B pAAY OCHOBHBIX d)aKTO-
POB, CTUMYJIUPYIOIIETO ¥ OTPAHUYUBAIOIIETO CBOMCTBA, ONPEACIUBIINX
M3MCHCHHUST TAKCOHOMUYECKOTO COCTABa M IKOJIOTMYECKOr0 THITA OCHOB-
HBIX Tpymi oTpsijga Spiriferida Ha py0eske JEBOHCKOTO U KAMEHHOYTOJIb-
HOT'O TIEPHO/IOB.

Ha ocHOBaHMY aHaM3a JaHHBIX [T0 COCTABY, PACIPOCTPAHEHHIO H (Darrab-
HOU MPUYPOYCHHOCTH OCHOBHBIX I'PYIII criipudepu Ha MaTepranax U3 1eBOH-
CKHMX U KAMEHHOYTOJIBHBIX OTJI0keHU Pycckoii mtardopmel, Ypana, Ky3Herko-
ro Oacceitna, Bepxostabsi, KonbiMckoro 1 OMOJIOHCKOTO MacCHBOB, 3aKaBKas3bsl,
bensrum, Monromnu, ABctpanun, CeBepHON AMEPHKH U JTUTEPATYPHBIX TaH-
HBIX PaCCMOTPEHBI HEKOTOPBIC BO3MOXKHEIE (hakTOPhl (YOPMHUPOBAHUS HX pa3-
HOOOpa3us Ha TPaHHULIE AEBOHA U KapOoHa.

B ucropuu passutus orpsiga Spiriferida, omHoro u3 Hanboree MUPOKO pac-
MPOCTPaHEHHBIX I'PYyNI MaJIC030UCKUX OpaxHorno, Ha pyOeke JAEBOHCKOTO M
KaMEHHOYTOJILHOTO IEPHOJIOB IIPOM30IILIIa OTYCTIIMBAS CMEHA pa3HOOOpasus Ha
YPOBHE HAJCEMEHCTB: B JICBOHE OCHOBHAS Macca POJOB CIIUpU(EpPH T TPUHA-
nexxkana HajceMelcTBy Cyrtospiriferoidea, a B kapoone — Spiriferoidea.

B no3anem peBoHe nuprocnupudeponen OblIN IPeACTaBICHbl HE MEHEE,
yem 23-Ms pomamu. B dameHckoM Beke MX HaCYUTHIBAJIOCH 13, HU ONUH U3
KOTOPBIX HE Mepelies B paHHUN kapOoH. Hanbosee MHOrOUYHMCIIEHHBIMU OBbLITH
npencraButenu ponos: Cyrtospirifer Nalivkin, Tenticospirifer Tien, Spheno-
spira Cooper, Liraspirifer Stainbrook, Syringospira Kindle, Tarandospirifer Si-
makov. ®akTuuecku Ha pyOesxe paMeHCKOro BeKa IO3IHEro IeBOHA U Ty pPHEH-
CKOT'0 BEKa paHHETro KapOOHa MPOM30ILIO MOJHOE BRIMUPAHUE HAJCEMENCTBA
Cyrtospiriferoidea.
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Puc. 1. Cyrtospirifer markovskii Nalivkin; Bepxuuii 1eBoH, GppaHCKHH SIpYC, €BIaHOBCKHI
ropu3oHT [lonMockoBHO# kKoTioBHHBI (CaperueBa, Cokonbekas, 1952).

B pannem kapOone HasicemeiicTBo Spiriferoidea Ob10 IpeCTaBICHO MLIUPOKO
pacrpocTpaHeHHBIMU BHJIAMH, N0 KpaiiHel mepe, 15 pomos. M3 Hux nHauboiee
MHOTOYHCTICHHBIMU ObUTH BB pofoB: Spirifer Sowerby, Unispirifer Campbell,
Imbrexia Nalivkin, Ectochoristites Campbell, Atylephorus Sartenaer et Plodows-
ki, Fernglenia Carter, Prospira Maxwell. [lo3naee, B ocoOeHHOCTH HAYWHAs CO
cpemHero KapOoHa, YUCIIO POJIOB HaJICEMEHCTBa yBEIMUMIOCH 10 Oornee gem 100.

CpaBHUTETBHBIN MOP(O-IKOIOrMUECKUI aHaIN3 MaTepralia okasall, 4YTo Ha
pyOexe neBoHa M KapOOHa U3MEHUIICS TaKKe 3TOJOTMYeCKUi THI criupudepu.

B nozaHem neBoHe nupTocnupudeponicl B OOIBIIMHCTBE CBOEM 00J1a1ain
PAKOBHHOM ¢ IPAMO# nin c1abo 3arHyTOH, HECBEPHYTOH MaKyIIIKOM U BBICOKOI
VIUTOIIEHHOM apeeit OpronrHoi cTBOpKH (puc. 1-4). [lo-BuauMomMy, OHU IPUKPE-
IJISLTUCH BBIXOJSLIEH Yepes NeJIbTUPUN HOXKKOW B BUAE XPALLEBATO-MYCKYJIbHO-
ro TsDKa K TBEPAOMY CyOCTpaTy WIIM K CKeJeTaM JPYTHX OPraHu3MOB Ha Mpo-
TSOKCHUU BCel cBoei sku3HM. [Ipu 3TOM apest OpIOLIHOI CTBOPKHU Mpuieraia K
MOBEPXHOCTH MOPCKOTO JiHa, o0ecrieurBasi Ooyee yCTOWYMBOE IMOJIOKEHUE Ha
cyOcTpare B KadecTBe Omophl. [lonoxkeHne CIMHHONW CTBOPKU B 3aBHCHMOCTH
OT penbeda MOPCKOro AHA MOIJIO ObITh TOPU30HTAIBHBIM HJIM BEPTUKAJIBHBIM

Puc. 2. Tenticospirifer dobroljubovae Besnossova; BepxHwuii 1eBoH, (paMeHCKHUH sApycC, a0BI-
meBckui ropu3oHT Kysnenkoro 6acceiina (besnocosa, 1959).

134



Puc. 3. Sphenospira alta (Hall); Bepxuuii neBon, Bepxuuii pamen CIIIA (Cooper, 1954).

(puc. 5, 6). OTn ciupudepuIbl MPEACTABILINA YCIOKHEHHBIN MOTUIT STKOPHO-
ro sKosoruyeckoro tuna Opaxuonox (MBanosa, 1949). Cesa3b ¢ cybcTparom y
JEBOHCKUX HUPTOCHUPUPEPOUICH MPOSBISIACH OCOOCHHO OTUYETIMBO, TAK KaK
BCE OHU Ha MPOTSHKEHUH BCEH JKM3HH OBLIIM CBA3aHBI C MECTOM MOCENIEHUSI, 110~
CTOSIHHO IIPUKPEIUISISICH K TBEPIIOMY CyOCTpaTy MpH MOMOIIU HOKKH.

Puc. 4. Syringospira prima Kindle; Bepxumuii neBoH, amen CILA (Cooper, 1954).
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Puc. 5. INonoxenus na cyoerpare Tenticospirifer tenticulum (Verneuil): a — ciurHas cTBOp-
Ka pacrojoKeHa rOPU30HTANIBHO; 6 — BEPTUKAJIBHO, BEPXHUU JE€BOH, (paH, Oyperckue ciou
I'maBroOTO NeBoHcKoro nons ([exkep, 1983).

B kap6Oone cnimpudeponaen obnaganu 3arHyTOH CBEpPHYTOH MaKyIIKOW U
HU3KOH BOTHYTOW apeeil OpIOIIHOM CTBOPKH M Pa3BUTHIM MaKyIIEYHBIM yTOJ-
IIEHHEM, KOTOpPOE pPa3BUBAJIOCh C POCTOM PAKOBHHBI B TEUYEHHWE OHTOTCHE3a
(puc. 7-10). Y stux ciimpudepu 1 mI0CKOCTh apen OPIOIITHON CTBOPKU OKa3bIBa-
Jach NPUIIOAHATON Hall CyOCTPaTOM U y’Ke HE MOIJla UTPaTh POJIb OMOPHI, & HOX-
Ka HE MOTJIa CAMOCTOATEIBHO CIYKUTh CPEACTBOM MPUKPEIJICHUS K CyOCTpaTy
PaKOBHHBI B3pOCIBIX 0cO0ei. JIenbTupuil CITy KU AJ1s BBIXO/Ia HOKKH TOJIBKO Y
MOJIOIBIX (OPM, & y B3POCIIBIX 0COOEH ¢ pa3BUTHIM MaKYIICYHBIM YTOIIICHUEM
OH, TIO-BUJJUMOMY, CTAHOBHJICA TIPOXOJIOM ISl TUTYKTOPOB MEXKIY 3aMOYHBIM
OTPOCTKOM U JTHOM OprotrHo# ctBopku (Campbell, 1962). D10 Morno cBuaeTe b
CTBOBATH O TOM, YTO B TE€UEHUE OHTOI'CHE3a IPUKPEIIICHHUE K CyOCTpaTy HOKKOM
Yy HHUX CMEHSUIOCH CBOOOIHBIM JIS)KaHUEM Ha JTHE ¢ YaCTUYHBIM IOTPYKEHHEM
B ocaqok (puc. 11). OHu MpeacTaBIsIIN YK€ KaK OCHOBHOM MOATHII SKOPHOTO
THTA, TaK ¥ yTSKETECHHBIH MOATUIT CBOOOJHOIEKAIIETO IKOJIOTHYECKOTO THIIA
Opaxuomnon (MBanoBa, 1949, Adanaceesa, 2014). B mocriegnem cimydae maxy-
HIEYHOE yTOJILEHHE UIpajo poib Oamnacra. Kpome Toro, HOXKa y 3TUX CHU-

Puc. 6. Ilonoxxenue Ha cydctpare Syringospira Kindle (Rudwick, 1970).
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Puc. 7. Spirifer subgrandis Rotai; HrkHUIT KapOOH, TypHEHCKHI SIPYC, HUKHETEPCUHCK Ut
ropusonT (besnocona, 1959).

pudepua Morna pacrnoyaratbesi BAOJIb apeu B BUJE TsDKA C pa3BETBICHUSMU 110
OOKOBBIM KpasiM, KOTOpbIE YJep)KHBaJIH pakKOBUHY Ha rpyHTe (puc. 12). Ilpen-
MOJIO)KEHUE CYNIECTBOBAHMSI PA3BETBICHHON HOXKKH Y KAMEHHOYTOJIBHBIX CITH-
pudepun (MBanosa, 1949) ocHOBaHO Ha CpaBHCHHWH C COBPEMCHHBIMHU Opaxm-
onoziamu, OOMTAIOMIMMHU Ha TTIOOMTEPUHOBBIX WIIaX M MPHKPEIUISIOMIMMUCS K
paKoBHHAM TITIOOMTEPUH OTBETBICHUSMH HOXKKH (puC. 13).

[lo MHEHUIO MHOTHX UCCIIE0BaTEIeH, sl COBPEMEHHBIX U BHIMEPILUX AIIH-
OMOHTOB pacIpe/e/ICHHUE Pa3InYHBIX ATOJIOTHUYECKUX TUIIOB OTPEIEIISIeTCS TaB-
HBIM 00pa30M XapaKkTepoM cyOcTpara ¥ TUAPOJMHAMUKH MTPHIOHHBIX BOA. [1pu
3TOM CTPYKTYpPHBIE, TEKCTYPHBIE OCOOCHHOCTH M IUIOTHOCTH 0CA/IKa OKA3bIBAIOT
Oorbliee BIUSHUE HA OEHTOC, YeM €ro cocTaB. M3BECTHO, YTO B COBPEMEHHBIX
MOPSIX Ha IJIOTHBIX M MATKUX IPyHTaxX (JOPMUPYIOTCS COBEPIICHHO Pa3JInYHbIE
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Puc. 8. Unispirifer pesassicus (Tolmatschow); HikHUIT kKapOOH, TYpHEHCKHIA ApYyC, HIKHE-
TepcuHckuit ropu3onT Kysnenxoro 6acceiina (besnocosa, 1959).

coobmecTBa. HermoaBm»KHO MpUKpeTUIeHHbIe POPMBI TPE00IIaatoT Ha TBEPIIbIX
I'PYHTaX, a Ha PBIXJIOM CyOCTpaTe U MITKUX TPyHTaX — HETOJIBUIKHBIE CBOOOTHO-
nexanue (Hesecckas, 1981; Hesecckuit, 1999). XapakTep ocakoB BOOOIIIE, 110~
BHUJIMMOMY, BO MHOT'OM OMPEAETISI pacipeieleHne MOPCKUX COOOIIECTB B Kax-
JIOM UHTEpBaJie re0JIOTHYeCKOro BpeMEHH U 00IIasi KapTHHA PaclpoCTPaHCHHSI
OEHTOCHBIX KHUBOTHBIX TI0 JIHY TPEACTaBISAET COOO0N KaK ObI UTOT pealu3alnuu
TpeOoBaHUH, MpeabABIIEMbIX UMU K ocagkaM (CokosoBa, 1977).

Jlnst coBpeMeHHBIX Opaxwuoroj, Kak W JiJIs BCEX MACCHUBHBIX OESHTOCHBIX
(GUNBTPaTOpOB-ceCTOHO(MArOB, B Py OCHOBHBIX (PAKTOPOB CTUMYJIHPYIOLIC-
r0 W OrPaHUYHMBAIOIIETO BO3JCHCTBHUS, ONPEICISIONUX UX PACIpOCTPaHEHHE,
Hapsay ¢ GU3NYECKUMH M XUMUYECKUMH CBOWCTBAMH BOJBI M OMOJIOTHIECKOM
MPOYKTUBHOCTBIO PETHOHA, SIBJISETCS THII TPYHTA — €T0 COCTaB, MIOTHOCTH, &
TaKXe MOJIBIKHOCTH TpHIOHHBIX BoJ (Heliman, 3e3una, Cemenos, 1977). Ectb
OCHOBaHWUS MPEIOJIAraTh, YTO U JIsl TAJICO30MCKUX MPEACTABUTEIICH THIIA 3TH
XKe (aKTOpbl UTPai IEPBOCTEIICHHYIO POJIb, TIOCKOJIBKY OpaxHONoOAbl Ha TPo-
TSOKEHUU BCEW MCTOPUHU CYIIECTBOBaHMUSI, Oyydd MHOI'OYUCICHHBIMH U MOP-
(homorudecku pa3HOOOpa3HBIMU, 00JIATANIA €AUHBIM THIIOM OMOJIOTHYECKOM Op-
raHU3alHUK | Y3KUM ITOJIOro-Tpodraecknm nuamna3zonom (AdanaceeBa, Hesec-

Puc. 9. Ectochoristites wattsi Campbell; HuxHUI KapOoH, TypHEHCKHN Apyc ABCTpaauu
(Campbell, 1957).
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Puc. 10. Podtscheremia ivanovi Nalivkin; HuskHU KapOOH, TYpPHEHCKUH ApyC, KH3EIOBCKUI
ropu3oHT Ypana (Hanuskun, 1979)

ckas, 1994). K Tomy ke B 11e7I0M pa3HOOOpa3ne dTOIOTHYECKIX IPYITUPOBOK BO
BpPEMEHHU MEHSIJIOCH MaJIo.

dopMupoBaHme pazHooOpasus cnupudepu Ha pyOexe JeBOHA B KapOoHa,
MO-BUIUMOMY, MOKHO CBSI3aTh CO 3HAYMTEIbHBIMU NU3MECHCHUSMH B OCAJIKOHA-
KOTLICHUH, KOTOPBIE MTPOU3O0IILIH B 3TO BPeMsl, TIOBIHSIBIIMMHU HA XapakTep TOH-
HBIX TPYHTOB MOPCKHX BOJIOEMOB.

B reocuHKIMHAIBHBIX U MIaT(HOPMEHHBIX METb(OBBIX MOPSX MO3THETO Ae-
BOHa ITpeo0Iiajann KapOOHATHO-TEPPUTEHHBIE OCAIKU. XapaKTEePHBIM ObIJIO pac-
MPOCTPaHEHNE TUIOTHBIX JKECTKUX T'PYHTOB. YUYacTKH TBEPIOTO MOPCKOTO JTHA
MOTJIH 00J1a1aTh HEOOJMBIITUMH pa3MepaMt U OBITH MTPEACTABICHBI (aIlHsIMU KaK
[JIaJIKOT0, TaK U HEPOBHOI'O KAMEHHOT'O MOPCKOI'O JTHA WIJIM PaKyIICYHbIMU (a-

Puc. 11. Spiririfer subgrandis Rotai; nmpeamonaraemoe nprmxku3HEHHOE IOJIOXKEHUE Ha Cy0-
crpare (Adanackesa, 2014).
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Puc. 12. [Ipeanonaraemslii crioco6 npukperieHns k cyocrpary y pona Choristites Fischer
(BanoBa, 1949).

uusmu (I'exkep, 1983). Luprocnupudeponaen, no-BuIUMOMY, CyLIECTBOBAIH,
MOCTOSTHHO MPHUKPEILISSICh HOXKKOW KO JIHY, B OCHOBHOM Ha TBEPJBIX IIOTHBIX
M3BECTKOBO-TEPPUIECHHBIX, TEPPUTCHHBIX, U3BECTKOBO-ICTPUTYCOBBIX I'PYHTaX
W Ha YIUIOTHEHHBIX, OBICTPO 3aTBEPIICBAIONINX U3BECTKOBBIX HMJIAX B YCIOBHUSX
HHU3KOW TUAPOAWHAMUKHU B IPUOPEKHON, MEITKOBOIHOW M OTHOCHTEIIBHO TITY-
OOKOBOIHOM 30HaX MOpsi, a TAK)Ke Ha OTMEIsIX, yialleHHbIX oT Oepera (I'exkep,
1960, 1983; Byko, 1979; Palmer, 1982; HeBecckas, 1998; HeBecckuii, 1998).

B kapOone mpeobnaganu kapOOHATHBIC OCAJKU, B TOM YHCJIEC MSTKHE W3-
BECTKOBBIC MIIbI PAa3JIMYHOrO THIA, Ha KOTOPHIX W CYIIECTBOBAJIM CHUpHUeE-
POUJICH B YCIOBHSIX TPUOPEKHON 30HBI MEITKOBOJIHOTO OTKPBHITOTO Inenbda, B
JaryHax, OyXTax ¥ Ha yJaJleHHbIX OT Oepera OTMeINsX, C Pa3IMIHbIM THAPOIH-
HAMHAYECKHUM PEKUMOM — OT BOJIHOBOT'O TOJIS /IO 3aTHUIIHBIX ydacTkoB (MBaHO-
Ba, 1949, 1958; Capriuea u ap., 1952; Makcumona, 1963, 1984; Ocumnosa u ap.,
1983; Hepecckasi, 1998). O0iiee pa3HooOpa3ue 3aMKOBBIX OpaXHOMO TBEPIbIX
TPYHTOB B KapOOHE MO CPAaBHEHHUIO C JIEBOHOM CYIIECTBEHHO COKPAaTHIIOCH, a
B MEIIKOBOJIHBIX IIETh(OBBIX (DalHSIX YBEIHUNUIOCh, KaK B T€OCHHKIMHAISX,
tak 1 Ha matdopmax (Palmer, 1982; Hesecckas, 1994). Crnimpudepongeu, mo-
BUJIUMOMY, Ha PAaHHUX CTaJUSIX MOTJIU MPUKPEILISITHCS HOKKON K OTACIbHBIM
TBEPBIM JIEMEHTaM CyOCTpaTa B BHJIC TaJIbKU UJTU CKEJIETOB JIOHHBIX OE€CII03BO-
HOYHBIX, 3aTEM MEPEX0/I K CBOOOTHOMY JIS)KAHHUIO HA MATKOM rpyHTe. bombiee
9KOJIOTHYECKOE pa3HOOOpa3ue paHHEKaMEHHOYTONBHBIX CUpH(Epu 1Mo cpas-
HEHUIO C TI03/IHEICBOHCKUMH MOXKHO OOBSCHUTH, TIO-BUIUMOMY, TEM (PaKTOM,
YTO MATKHE TPYyHTHI BOOOIIE MPEACTABIISIIOT OOJIbIIee pa3HOOOpasne yCIOBHA,
YeM TBEpIbIC U, COOTBETCTBEHHO, OONBLINI HA0OD KM3HEHHBIX (opMm. s ka-
MEHHOYTOJBHBIX CIUpU(Epu] cBOOOJHONEKAIIETO IKOIOTUYECKOTO THTIA, KaK
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Puc. 13. Ilpukperuienne pa3BeTBICHHON HOXKKOM K paKOBHHAM TJIOOMT€PHH COBPEMEHHOI
opaxuonoasl Chlidonophora chuni Blochmann (MBanoBa, 1949).

Y TSt Beel anudayHbl MATKUX TPYHTOB, IPUOOPETAET BaXKHOCTh COOTHOIICHU S
MPUTIOAHUMAIOIICHCS HaJT 0CAJIKOM U TIOT'PYKEHHOM B 0CaJIOK YacTel )KUBOTHO-
ro, KOTOpOE JIOJDKHO ObLIO 00ecleunBaTh YCTOMYMBOE MOJIOKEHUE HA TPYHTE,
DTHUM ONPENEISETCS CTEIEHb PA3BUTHSI Y HUX MaKyIIEIHOTO YTOIICHHS.

Ha py0Gexe neBona u kapOoHa B CBS3H C U3MEHEHHEM THIPOIUHAMHUKH Me-
HSUICS, TTO-BHIMMOMY, U XapaKTep MUTaHUs CIupUEPHI, ITOCKOIbKY OOJIBITHH-
CTBO JIOHHBIX )KUBOTHBIX CBSI3aHO C 3THM 3JIEMEHTOM CPe/Ibl OOUTaHUSI HE TOJIb-
KO TOIMYECKH, HO U Tpoduuecku. Tpoduyeckas CTpyKTypa COBpEMEHHBIX Opa-
XHUOIOJIOBBIX OMOIIEHO30B B 3HAYMTEIIBHOM MEpEe 3aBUCHUT OT XapaKTepa rpyHTa
v rugpoauHamMuk (3e3una, 1976, 1985). OTHomeHne 6EHTOCHBIX OPTaHNU3MOB K
cyOcTpary, UX dTOJOTHYECcKasi XapaKTEPUCTHUKA OTPAXKAETCs TaKKe B Tpohude-
ckux knaccuduranusax (Hesecckas, 1981). DTo oTHOCHTCS, TIpexk e BCETO, K HE-
MTOJIBUKHBIM CeCTOHO(araM HMU3KOr0 yPOBHS BOJTHOTO CTOJI0A, KAKOBBIMU SIBJISI-
IOTCSI BC€ OpaxmoIoIbl, Al KOTOPHIX CyOCTpaT U MOABUKHOCTE BOABI HAaJl HUM
UTPAOT BAXHYIO POJb B Ipoliecce MUTaHUs. boyiee BBICOKOE TMOJOKEHUE HAT
MTOBEPXHOCTHIO THA Y KAMEHHOYTOIBHBIX CIUPHU(EPH I, TO-BUIUMOMY, YITydIlia-
710 ycnoBus ux nutanusi. COBpeMeHHbIe 0ECTII03BOHOYHBIE cecTOHO(arn Haps Iy
¢ pu3mYecKrMU CBOMCTBAMU CyOCTpaTa HYKJAIOTCS B OIMPEACIICHHON THIPOIH-
Hamuueckor obctaHoBke Haj HUM (CokosioBa, 1977). B wacTHOCTH, /ISl HBIHE
JKUBYIIUX OpaxwuoINo]l JOCTATOYHOE KOJIHMYECTBO M KAueCTBO OPraHHYCCKOM
B3BECH, KOTOPOH OHU MHUTAIOTCS, O0SCIECUNBACTCS, B TOM YHCJE, ABHIKCHUEM
MpUIOHHBIX Box (3e3una, 1976). BeposaTHO, MOAOOHBIM ke 00pa3oM THIPOIN-
HaMHKa MOTJIa BIIUSITh M HA 00pa3 )KU3HU CIUPUPEPU]T TIO3THETO JICBOHA — PaH-
HEero KapOoHa 1 ObITH OJHUM U3 (aKTOPOB GOPMHUPOBAHMS UX PA3HOOOpA3HsI HA
JTAHHOM JTare.
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Formation tof he diversity of brachiopods Spiriferida order
at the Devonian — Carboniferous boundary

G.A. Afanasjeva

Composition and solidity of seabed grounds, and also the mobility of bottom waters
in sea reservoirs are observed in a row of main factors stimulating and limiting properties,
determining the changes between taxa variety and ecological type of Devonian and Car-
boniferous periods.
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MOP®OJIO'NYECKOE PASHOOBPA3UE CKVYJIBIITYPbI
HAPYKHOH PAKOBUHBI TAJTEO30MCKHX IEDAJIONO/I,
KAK IMOABUJIOCH N1 UTO 3HAYUT?

H.C. bapckos
Taneonmonozuuecxkuti uncmumym um. A.A. Bopucaxa PAH
Mockogckuii eocyoapcmeernnbiil yHugepcumem um. M.B. Jlomonocosa
is_barskov@mail.ru

[lepBbIM THIIOM OpHAMEHTAIMK OBLIO MOSIBJICHUE KOJIBYATBIX PAKOBUH
B PaHHEM OpPJOBHUKE Y IUIEKTPOHOLEPUJI, ILICCMEPOLEPHI, YHJIOUEPHUL.
@OyHKIMOHAIBPHOE 3HAUCHHE 3TOW CKYJIBITYPHI — yBEIMYEHHUE IIaByYe-
ctu (pparmokoHa. [To3xe, cO CpeaHEro OpIOBHKA KOJIbYATHIC PAKOBHHBI
HE3aBHCHMO TMOSBIISUIACH BO BCEX TAKCOHAX 11e(aiono, ¢ OpTOLEPaKOHO-
BOH, IHUPTOIEPAKOHOBOHU, TUIAHOCIIHPATFHON, TeTepOMOpP(HON paKoBU-
Hoit. Co BpeMeHeM IepBUYHAs THAPOCTATHYECKast (QYHKIUS KOIbYATOH
CKYJIBIITYpBI ObllIa yTpaueHa, OJHAKO peOPUCTOCTh HAPYKHOW MOBEPX-
HOCTH PAaKOBHHBI OCTaBajach OQHOW M3 Hauboyee pacmpoCTpaHEHHBIX
TUIOB opHaMeHTanuu. [lepruunoe GyHKIMOHAIBHOE 3HAYEHHUE TPOI0JIb-
HOH OpHaMEHTallMu Yy LUPTOIEPAKOHOBBIX, OPTOLIEPAKOHOBBIX (OpM,
CHHpaJ’leOﬁ OpHaMEHTAllMU Yy CBEPHYTLIX PAKOBUH OCTACTCSA HCACHBLIM.
JlarepanbHble TPUYCTHEBBIC TOPU3OHTAIBHBIC BBICTYIIBI, U3BECTHBIC Y
psiZia HEPOACTBEHHBIX TAKCOHOB B J€BOHE M TTO3/THEM I1aJI€030€, CITYKHIIN
B BHJIC HANPABJISIOMINX IUIOCKOCTEH, MOAJCPKUBAIINX OPHUEHTHPOBAH-
HOE MOJIOKEHHE KUBOTHOTO IIPH AKTHBHOM JIBHYKCHUH C TIOMOLBIO TUIIO-
HOMa. MeJkue 0COOCHHOCTH OpHAMEHTAI[MH PAKOBHHBI, KaK U €e OKpa-
CKY, OYCHb TPYJHO WJIM HEBO3MOXXHO HHTEPIPETHPOBATH (YHKLIMOHAIb-
HO WJIN aJalTHBHO. MOXHO Ipeanojaratb, 4To HanOoiee BepOsSTHOM
«LENbI0» TOSBJICHUS TAaKOW OpPHAMEHTALUHU SBISETCS HEOOXOIUMOCTbH
y3HaBaHUS 0c00el cBOero BuIa (CBOI/9yKOM) MPpH TIOMCKE TapTHEepa JJIs
MPOIOJDKEHUsI posia. Takol THUIT OpHAMEHTAIIMU MOXKHO ObLIO OBl Ha3bl-
BaTh (PyHKIMOHAIBHON KPacOTOM.
BBE/IEHNE
CkynbenTypa Hapy»KHOW pakOBUHBI Iedaionoi, Hapsaay ¢ (popmoii paxo-
BUHBI, SBIISETCA OJHUM U3 XapaKTEPHEUITUX MOPQOJOTHYECKUX IPU3HAKOB.
WHorna (B 0COOCHHOCTH, B aHTIIOSI3BIYHON JIUTEPATYPE) ATy YEPTy PAKOBUHBI
Ha3bIBalOT OpPHAMEHTAIIMEN, BMECTE C TEM, B YaCTHOCTH, JUIS HAIIMUX LEJEH, B
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CBSI3U C OCOOCHHOCTSIMU COXPAaHHOCTH MCKOIIAEMOI'0 MaTepuaia, UMEET CMBICI
pa3inyuaTh MOHSTHS «CKYJIBNTYpa» W «OpPHAMEHTAIUS», XOTA U TO, U JAPYTOE,
HECOMHEHHO, JIEMEHTbl OPHAMEHTa PaKkoBUHBL [lon cKyapnTypoil Mbl Oynem
MTOHMMATh BBIMTYKJIOCTH U BOTHYTOCTH Ha PAKOBUHE, KOTOPBIE 3aXBaTHIBAIOT BCE
PaKOBUHHBIE CJIOM U BBIPAXKEHBI HA BHYTpeHHeM snpe. [log opHaMenTanueil Mol
noHuMaeM 0oJiee MEITKHE HEPOBHOCTH HA MOBEPXHOCTH PAKOBUHBI, KOTOPHIC BbI-
paXeHbl TOJIBKO B HAPY)KHOM CJIO€ PAKOBHHBI U HE OTpa)aloTCs Ha BHYTPEH-
HeM siape. OcOOEHHOCTH HApY’KHOTO OpHAMEHTa MMEIOT Ba)KHOE, Yallle BCETo,
KJIIOYEBOE, 3HAUEHUE KaK AJIs [IO3HAHUS OMOJIOrMYECKOro pa3zHooOpasus 3TOH
I'PyIIIBI MOJITTIOCKOB (CO34aHKE CUCTEMBI), TAK H AJI TEOPETUUECKUX (husiorexe-
TUYECKUX TOCTPOCHMH (HanmpuMmep, npodernyeckre CTaauu 3BOIIOUHUHN (TpOTe-
porenes), [Tanos, 1901). KoandecTBo pomoB co CKyJIbNTHPOBAHHOH PaKOBUHON
B Pa3HBIX TAKCOHAX MaJC030HCKUX 1e(aono U Ha pa3HbIX BPEMEHHBIX YPOB-
HSIX Oy/IeT SICHO U3 TIOCTIETYIOIETO 00CYKICHHUSI.

OnHo U3 00bsICHEeHUH NOSABICHUS U (DY HKIIMOHAIBHOTO 3HAYCHHU ST CKYJIBITY-
pBl Yy amMoHOH I Ob1I0 TipensioxkeHo B.E. PyxeHneBbiM: «DyHKIMOHATBHOE
3HaUYEHHUE CKyIbNTYyphl (amMmMoHouaeH, U.B.) monsitHo. OHa ciyskumna st co3-
JaHus OOJIbIIeH MPOYHOCTH OUYEHb TOHKOW HApy>KHOW CTEHKH ¢ MUHHUMAJIbHOM
3aTpaToil Marepuana W, CJIeJOBaTEIbHO, C HAMMEHBUIUM YyTSKEJICHUEM BCEH
pakoBUHBL Ha IpOTsHKEHUHU IITUTEIRHON UCTOPUHA aMMOHOHUIEH O0TOOp Ime Ha
yIPOYEHHE PAKOBUHBL, UTO JOCTUTAJIOCh, BO-TIEPBBIX, YCHJIEHUEM CKYJIBITYPEI
U, BO-BTOPBIX, YCJIIOKHEHHEM NIEPETOPOIOK — CBOCOOPA3HOr0 BHYTPEHHETO Kap-
Kaca. Byropky u mumsl MOIJIM CITYKUTh TaK)Ke B KaUECTBE 3aLIUTHBIX MPHUCIIO-
coOyieHuit pu HamaieHnn Bparopy (Pyxenues, 1962, c. 262-263).

[IpuBenenHoe paccy’k/IeHHE O 3HAUYEHUH CKYJIBNTYpPbI KaK CPeCTBAa YIPO-
YEHHsI PAKOBUHBI CIIPABENINBO JIMIIB YaCTUIHO. HECOMHEHHO, 4TO CKYJIBITYp-
HBIE AJIEMEHTHI CIIOCOOCTBYIOT YHPOUCHHUIO PAKOBHHBI, ITO3BOJISIS, KPOME TOTO,
MHHHMH3UPOBATh «MaT€pHAJIBHBIE» U SJHEPTETUYECKUE PECYPCHI OpraHu3Ma JJIst
ee MOCTPOCHHUSL. .. UCTIONB3YsI MEHbIIIEe KOTMYECTBO MaTepraa. DTH coodpaske-
HUSI MOT'YT OBITh ITOAKPETIJICHBI CPABHEHUEM MUKPOCTPYKTYPHBIX OCOOCHHOCTEH
PaKOBHHBI aMMOHOHIEH W CBEPHYTHIX HAYTHIIHA. Y CBEPHYTHIX HAYTHIIN[ MIPH
MEPEKPBITUN 000POTOB B JOPCATIBHON CTEHKE MOCIEAYIOUIEro 000poTa COXpaHsi-
I0TCS BCE TPH CJIOS1 PAKOBUHBIL, KaK U B BEHTPAJIBHOM CTEHKE, TOTAa KakK y CBep-
HYTOH PakOBHHBI aMMOHHUTOB B JIOPCaJIbHOM CTEHKE MOCIEIYIOIIEro 000poTa
MIPUCYTCTBYET TOJBKO OJIMH BHYTPEHHUH ci0H. «CIKOHOMJIEHHBII» MaTepual,
BO3MOJKHO, IIIEJT Ha IIOCTPOEHUE CIOKHOU neperopoaku. O0pa3oBaHue IK30THYE-
CKHX BBIPOCTOB PAKOBHHBI M IIIUTIOB MOXKET OBITH 3aITUTHBIM ITPUCTIOCOOTIEHUEM.

BMmecte ¢ Tem, mpemiokeHHas WHTEpHpeTauus (QYHKLUUU CKYJIBITYPbI
JUIIb KaK CPEACTBA YNPOUYCHUS PAKOBUHBI HE OOBSCHSCT MPUYMH €€ TOsIBIIC-
HUs, ee pa3HooOpa3ue U aJanTHBHOE 3HAYCHHE. YTBEPKACHUE O TOM, YTO B 3BO-
JIOIUY aMMOHOU/IEH «0TOOP IIeN Ha YIIPOYSHHE PAaKOBUHBI» H, CIIEIOBATEIBHO,
o0y TN TETFHBIM MOTHBOM 3BOJIIOLIMOHHOTO TPEH/Ia B Pa3BUTHU aMMOHOU/IEH,
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3aKJTIOYAIOIIETOCS B YCIOKHEHUH Pa3INYHBIMU CIIOCOOaMH MEPErOPOIKH U JIO-
MaCTHOW JIMHUH, OBIJIO COBEPIIEHCTBOBAHHE CIIOCOOOB YIPOUYCHMS] PAKOBHHBI,
SBHO TPOTHUBOPEYHUT CaMOW HJIe€ «TEOPHUH OCHOBHOTO 3BEHA», Pa3BHBAEMOI
B.E. PyxenneBsiM. bonee nOrmdHbpIM OOBSICHEHHEM TPENCTABIACTCS THUIIOTE-
32 0 TOM, 4YTO (PYHKIIMOHAJIEHO YCIIO)KHEHHUE TEePErOPOAKU U TIePEropoa0IHOM
JUHUH, OBLIIO OTHUM M3 CIIOCOOOB COBEPILCHCTBOBAHUS yIPABICHHUS TIIABYyYe-
CTBIO — PELICHUEM TTIaBHOM MPOOIEMBI JIsl d)KUBOTHBIX, 00J1aIaBIINX THPOCTA-
tudyeckuM annapatom (bapckos, 1999; Barskov et al., 2008).

Lempro HacTOsIIIIEH pabOTHI ABISIETCS BRISICHEHUE TOTO, KOT/Ia ¥ TIOYEMY BO3-
HUKJIa TIepBasi CKYJBITYpa PAaKOBUHBI y 1e(]aliono, Kak 1 KOTAa MOSBISINCH
pasIUYHbIE THIBI CKYJIBITYPbI B Pa3HBIX TAKCOHAX, MMEET JIM CKYJBbITYpa pa-
KOBHHBI (PyHKIIMOHAJIBHOE U aIallTHBHOE 3HAYCHHE, €CIIN J1a, TO KaKas U KaKoe.

MATEPUAJI

Marepwualibl 1Jis IOJICUETa KOJIMYECTBA POJIOB CO CKYJIBIITUPOBAHHOHN paKo-
BHHOM Pa3HOTO THIIA M WILTIOCTPAIMH B3SITHl B OCHOBHOM, M3 MHPOBBIX CBOJIOK
(Pyxenues (pen.), 1961; Moore (ed.), 1964), c pa3nu4HBIX CATOB B HHTEPHETE,
HCIIOJIb30BaHBI TaKXKe JaHHbIe, TpuBeacHHBIE B padoTe T.b. Jleonosoii (2018).

PE3VIJIBTATBI U OBCYXXKJIEHUE

[NepBbie mpeacTaBUTENH LE(aTONo] U3BECTHBI C TIOCIEIHEH TPETH TO3THE-
ro KeMOpus: 0koy10 40 POIOB TPEX-UETHIPEX OTPSIOB, U BCE OHU UMEIH TIATKYIO
pakoBuHY. [lepBrie ckymbITHPOBaHHBIE (HOPMBI IOSABIIINCH B PAHHEM OPIOBHKE
HezaBucuMoO B oTpsigax Ellesmerocerida, Orthocerida, Endocerida u 6putn ipesi-
CTaBJICHBl MPSIMBIMUA WM COTHYTHIMH PaKOBUHAMH C MOMEPEYHBIMH KOJIbIa-
Mmu. [lepBoHavanbHO Ha KOXKAYIO Kamepy (pparMOKOHA MPUXOAHIIOCH TI0 OTHOMY
konbly (puc. 1,a). PyHKIMOHAIBHOE 3HAYCHHE OOpETEeHUsT KOJIBYaTOCTH — Ca-
MOTO TIEPBOr0 W HamboJiee pacpOCTPAHEHHOTO THIA CKYJIBNTYpPHI — BIOJHE
O00BSACHUMO pPAIMOHATIBHO: 3TO OJWH W3 CIIOCOOOB, M B TO BPEMsl, BEPOSTHO,
CIIMHCTBEHHBIH, YBEIHMUEHHUS 00beMa KaMep (hparMoKOHa, TO €CTh YBEIUUCHUS
MJIaBy4YeCTH MPU COXPaHEHUH BBICOTHI Kamep (parmMokoHa. «boukooOpasHbIe»
KaMephbl IIPU TOH K€ BBICOTE UMEIOT OOJIbIINMI 00hEM, YeM CYOIIUIUHIPHYCCKHE.
[To3xe, co cpemHero OpaOBUKA, TOSIBUIUCH (DOPMBI, ¥ KOTOPBIX HA OTHO KOJIBIIO
MIPUXOIUIIOCH HECKOJIBKO KaMmep (puc. 1,68) 1 GOopMBI ¢ HECKOTBKUMH KOJIBIIAMHU
Ha onHy Kamepy (puc. 1,2). OueHb CKOpPO, OJHAKO, ITa MEPBUYHAS (PYHKIIHS
MOTIEPEYHOM CKYIBOTYPBI ObliIa yTEpsiHA — OBLIIM HAlACHBI APYTHE CIOCOOHI 1O0-
BBIILICHHS TIJIaBy4YeCTH (yBEJIMUYEHHE BBICOTHI KaMEp, CBSI3aHHOE C YCKOPEHUEM
pocTa, COBEpIICHCTBOBaHUE (PYHKIUMU cu(oHa (BBINAJICHUE Ps/ia CIIOCB M UX
MeperpyninupoBka B 0000uke cuoHa — COeAMHUTENBHBIX KOJIEI) U JpyTHE.
Koumpa nmpeBparunuck B onepednsie pedpa. UHTepecHo, 9To 3TO «IpeBpaiile-
HUE», MO-BHINMOMY, MOYKHO Jake TPOCIEeIUTh Ha (DaKTUYECKOM MaTrepHae.
Oco0eHHO XOpOoILo TO BHIHO Yy IpeacTaBuTens pona Eurizoceras u3 orpsaa
Oncocerida (puc. 1,3).Y 3T0Oro 3K3eMIuIsipa COXpaHUIMCh BCE PAKOBUHHBIC CIIOH.
BryTpeHHUH C10i HECET HU3KUE MONEPEUHbIE KOJIbLIA, IT0 OJTHOMY Ha KaMepy, U
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Puc. 1. a—e — nonepeuHas ckynbitypa: a — Protocycloceras lamarcki, orpsn Ellesmero-
cerida, paHHUIT OPIOBYK; 6 — TO e, IPOJOIBHBIN pa3pes; ¢ — Pseudeskimoceras sp., oTpsn Pseu-
dorthocerida, cpennuit opnoBuk; ¢ — Bohemites aculeatus, otpsix Orthocerida, mo3gauit cumyp;
0 — Peismoceras sp., orpsin Barrandeocerida, cunyp; e — Eurizoceras sp., otpsa Oncocerida,
CHITYD; Jic—u — CIUpaJbHAs W IPOJOJIbHAS CKYNIBITypa: o — Rineceras sp., orpsg Nautilida,
panHuit kap6on; 3 — Clathroceras sulcatum, orpsin Oncocerida, cpenuuii cuyp; u — Kionoceras
sp., otpsin Orthocerida, cunyp; k, 71 — ceryaras ckynsntypa: k — Cedarvilleoceras porkunense,
otpsix Orthocerida, curyp; 2 — Nautilus pompilius, otpsn Nautilida, coBpeMeHHBIH, CKYIBITYpa
SMOPHOHAIBHON pakOBHHBI; M — IIHITBL: Cooperoceras texanum, otpsia Nautilida, paHHsIsS mepMb;
H—n — IPUYCThEBbIE OTPOCTKU: H# — Ptenoceras alatum, orpsix Nautilida, pannuii neson; o — Per-
monautilus cornutus, orpsix Nautilida, cpexnusist nepms; n — Solenochilus springeri, oTpsz Nauti-
lida, cpenuuit kap6oH. st Bcex puryp macmrad mpou3BOIBHBIH.
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TOHKHE, HO PeIKue IMolepedHble peOphlki. Ha Hapy»KHOM ciioe KOJIpuaToCTh
MPaKTUYECKH HE BhIpAXKEHA, a PEOPBIIIKK PACIIOIOKEHBI HaMHOro yaimie. Ha
BHYTPEHHEM SIJI[pe 0TOOPAKAIOTCS TOIHKO KOJIBIIA.

INonepevHast KOJIBYATOCTH U PEOPUCTOCTD — CAMBIH PACTIPOCTPAHCHHBIN THTI
CKYJBOTYPBI Y BCEX MO3)KE BO3HUKIIUX TAKCOHOB 11e(hasiono, He3aBUCHMO OT
(dopmbl pakoBuHBI (puc. 1,0).

IIponopuuu CKyJIbITHPOBAHHBIX PAKOBUH B OCHOBHBIX TaKCOHaX HEAMMO-
HOMJIHBIX 11e(hasiono/| oka3aHbl Ha TabauIe (Tadmuia 1).

PaccMmoTpeHue 3ToH TaOJIUIBI TO3BOJISIET CHIENATh CIIEY FOIINE BHIBOJIBI.

PakoBuHBI npeBHEWUIINX NpeacTaBuTeneil nedanomon — orpsn Plectronocer-
ida — He mmenu ckynbNTYphl. B opnoBukckux otpsgax Ellesmerocerida, Tarphy-
cerida, B curypuiickom Ascocerida mpefcTaBiieHa I TONIEPEYIHAS CKYIBIITY-
pa. DTOT TUI CKYJIBOTYPHI SIBISICTCS HAaMOOJIEe paclpOCTPaAaHEHHBIM M BO BCEX
JPYTHX TAKCOHAX HEAMMOHOUIHBIX [Ie(aIono]l.

[IpencraBuTenn pomoOB ¢ MPOAONBHOM, CETYATOW CKYIBNTYpOH W Oojee
WJIU MEHEe BhIPAKEHHBIMH OyTpaMu M NIMITAMU TOSBIISIOTCS Y 00Jiee «ITPOJIBHU-
HYTBIX» TakCOHOB. X Komum4ecTBO KpaliHe He3HauuTesbHO. MHTeprnperanus
MPUCIIOCOOUTENBHBIX aJanTaluidi TUX TUIOB CKYJIBITYpPbl K BHEIIHEH cpene
3aTpyIHUTENIbHA WU BOOOIEe HeBO3MOXKHA. [IpososibHbIe pedpa y oproiepa-

Taoauuma 1. [Ipomopiinu po1oB HEAMMOHOUTHBIX T1e(haIonoz
C pa3HbIMH TUIIAMH CKYJIBITY PHI.

OpHaMeHTaI U Yuc.o|[lonepey.|IIponob-|Cerua-| Byrpsl [(OTpoct-| Beero
pomoB | pedpa Hasi Tasg | WMNBI | KH
TakcoHbI, BO3pacT

Plectronocerida Cm-O1 | 30 - - - - - 0
Ellesmerocerida Cm-O1 | 60 15% - - - - 15%
Tarphycerida OI-D 40 50% - - - - 50%
Endocerida OI-3 80 5% 1 pon - - - 5%
Discosorida O2-D 70 4% 4% - - - 8%
Actinocerida O2-C2 50 4% 2% 2% - - 8%
Pseudorthocerida + 130 28% 8% 1% - - 37%
Orthocerida OI-T
Oncocerida O2-CI 155 8% 2% 6% - - 16%
Ascocerida O3-S 15 38% - - - - 38%
Barrandeocerida O2-D 55 52% 2,5% 2,5% 2% - 59%
Nautilid D-Q 200 17% 8% 3% 8% 3% 39%
Bcero 880 | 22,1% 2,5% | 1,L17% | 0,9 % | 0,27% | 25%
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KOoHOBBIX (hopm oTpsinoB Orthocerida, Pseudorthocerida (puc. 1,7) MoxHO ObLITO
OBl pacleHHBaTh KakK MPHCIOCOONEHUE K CTAaOWIHM3AIMK KHUBOTHOI'O B TOpH-
30HTAJIBHOM IOJIOKEHUH NP IBUKEHHE, HO €€ IIPUCYTCTBHE y COTHYTBIX, H
y ¢opM ¢ O0UOHKOBUHOU pakoBHHON oTpsaa Oncocerida (puc. 1,01c) HENMB3st
00BSICHUTH Takol agantauueil. Kak n ananoruuHoi (CiupanbHON) CKYJIBOTYPBI
y cBepHYTHIX pakoBuH oTpsiaa Nautilida (puc. 1,e). CetuaTast (peTHKYIsIpHAsT)
CKyJIbITYypa (pucC. 1,1, k) B3pOCIBIX PAKOBUH CBOMCTBEHHA SAUHUYHBIM PO/IAM,
BeChbMa PAclpOCTpPaHEHa B Ka4eCTBE CKYIBITYPhl IMOPHOHATBHBIX PAKOBHH Y
cBepHYTHIX Nautilida Ha BceM MPOTSHKEHUH BpEMEHH WX CIIECTBOBAHUS BIJIOTH
10 coBpeMeHHocTU. CKynbITypa ¢ munamu (puc. 1,#), kak u nonarain PyxeHues
(1961), Morna cy>KUTh B KQUECTBE 3aIIUTHOTIO IPUCTIOCOOICHHU .

CKyJIBIOTYPY B BHJIE TPUYCTHEBBIX OTPOCTKOB, MOSBUBIIYIOCS HE3aBHCUMO B
pasHoe BpeMs y HecKoJIbKHX pojioB oTpsiyia Nautilida (puc. 1,m—n), no-BuauMomy,
MOYKHO PaccMaTpuBaTh KakK MIPUCHOCOOIEHUE K CTa0MIIN3aLUH KUBOTHOTO NIPH
JOBM)KEHUH, TUIIA HECYLIUX IUIOCKOCTEH. XapaKTepHO, YTO 3TH CKYJIBITYpPHbIE
3JIEMEHTBI MOTYT MOSIBIIATHCS HA MOCIEAHEH CTaAMH POCTa KUBOTHOTO (pHC. 1,0,
71) 1 Ha HECKOJIBKUX CTaIUsAX OHTOreHesa (puc. 1,m).

W3meHeHne KOMMYecTBa POJIOB CO CKYJIBIITYPOU Cpelr HEaMMOHOHMIHBIX 11e-
(hasI01I0/1 110 OT/ICIIBHBIM BPEMEHHBIM OTPE3KaM I1aJ1e0305 [IOKa3aHo Ha TadIuIIe 2.

B nenom, pakoBHHA Ka)KJI0I0 TPETHET0-4YETBEPTOro poJa HEAMMOHOU THBIX
nedanonon B najgeo3oe odsagana CKyJIbITYpPOol TOro uiu uHoro tuna. Cpeau
HUX npeoOnaganu GopMbl ¢ MONEPEYHBIMU KoJibLaMu 1 pedpamu. Vckiroue-

Ta6amua 2. CooTHOIIEHNE POJIOB HEAMMOHOHIHBIX 1Ie(aionos co
CKYJBIITUPOBAHHON PAKOBUHOM BO BPEMEHH.

Bo3pact|Bcero| Ponos co (Ilonepeunasi| [Ipogoa. |Ceruarasi| Byrper | Otpoct-
poaoB|ckyabnTypoii| UYmciao Yucno | Yucao | mmmbl KH

Yucno ponoB/% |pomos/% | ponoB/% | Yucao | Yuciao
ponoB/% ponos/% | ponos/%

O, 137 16 12% 16 100%

0,, 200 | 43 23% | 37 86% | 6 14%

S, 35 9 25% 6 66% | 3 34%

S, , 136 | 38 28% | 29 84% |7 11% | 2 5%

D, 40 7 18% 3 43% | 2 28% 1 14% 1 14%

D, , 119 | 27 23% 12 44% |3 11% | 3 11% 726% | 2 7%

C, 67 21 31% 6 10% |[1152% |1 3% |2 6% |1 3%

C,, 36 11 30% 6 54% | 3 27% 1 13% 1 14%

P 25 20 80% 10 50% [5 25% | 1 5% | 210% 2 10%

P, 25 9 36% 4 44% |1 1% | 1 11% | 334%

Bceero| 820 | 203 25% 129 66% | 4120% | 8 4% 168% | 7 2%
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HUEM SIBIISIETCSI HHTEPBAJ PaHHETO KapOoHa, rae 0oJiee MOJIOBHHBI POJIOB HECITH
MPOIOJIEHYIO CKYJIBITYPY (B OCHOBHOM, 3TO IpeacTaBuTenu otpsiia Nautilida).

JpyTroii HeOOBIYHBI HHTEPBAI — PAHHSS TIEPMb. 311eCh U3 25 CYIIECCTBOBAB-
mux ponos 20 (80%) nMenn pakoBHHY CO CKYJIBITYPOM, IOJIOBUHA U3 KOTOPBIX
HeCJIa MoTiepeyHbIe pedpa.

WHTepecHO OTMETUTH, YTO M3 MpUMEpPHO 60 PONOB HAYTHUIIUI, NU3BECTHBIX
W3 ME3030s1 U KaifHO30sI, MEHee JeCATH 00J1aalid PaKOBUHON CO CKYJBIITY POt
W3 TOHKHUX TOMEPEYHBIX WIJIM KOCBIX PEOPBINIEK U MPOAOJIBHBIX BEHTPAIBHBIX
kwiteid. OcTanbHbBIE TIaIKHE.

BbIBO/IbI

CaMBbIM NEPBBIM TUIIOM CKYJBITYPBl PAKOBHHBI HEAMMOHOUAHBIX Liedao-
MOJ ¥ TaKcoleHa 11e(aiono B 1eJoM ObLIO HE3aBUCHMOE MOSIBIICHHE B PAHHEM
OPIIOBHKE KOJBYATHIX OPTOLEPAKOHOBBIX M IIUPTOIIEPAKOHOBBIX PAKOBUH B CO-
craBe otpsiaoB Ellesmerocerida, Endocerida, Orthocerida. IlosiBieHue xoip4a-
TOCTH MMEJNI OYeBHIHOE aallTHBHOE 3HAYEHWE — ATO OBLI OJWH M3 MPOCTEH-
IIUX CIIOCOOOB TOBBIMIEHUS TJIaBYy4YeCTH (PparMOKOHA, UCXOIHO O0JIaaBIIeTo
HU3KMUMH KaMepaMH, 3a CUCT YBEIMUYCHHS X 00beMa NMPU COXPaHCHHH BBICO-
ThI Kamep. C pa3BUTHEM JPYTHUX CHOCOOOB MOBBILICHHUS TUIABYYECTH ITOT THII
CKYJIBITYPBI YTPaTHII CBOE MEPBUYHOE (DYHKIIMOHAIBHOE 3HAYCHHE W TPAHC-
(hopMupoBaiCs B CKYIBITYPY MOMEPEUHBIX U KOCBIX pedep U peOphImeK pas-
nuyHOTO cTpoeHus. [lomepednast CKynbpNTypa Ha MPOTSHKEHUH BCEH UCTOPHH
Pa3BUTHS BCEX OCHOBHBIX TAaKCOHOB HEaMMOHOWJIHBIX Iedaiomnon Oblia Hau-
OoJee pacipoCTpaHEHHOMW, COCTaBIIsIs 00Jiee MOJIOBHHBI BCEX CYIIECTBOBABIINX
POAOB €O CKyIbNTYpoH. Jliiss aMMOHOMIEH, BOBHUKIIUX OT peOpHCTHIX (hopm
OaKTpUTOUIEH, OHA ObIJIAa HCXOAHBIM THIIOM CKYJIBITYPbl PAKOBUHBI.

Jpyrue THIIBI CKYIBNTYPBI: MPOIOJIbHAS (CITpAIbHAS y CBEPHYTHIX PaKo-
BHH), ceT4aras (peTUKYIsApHas), ¢ MIUIMaMH U OyrpamMu MOSBUIIUCH TTO3XKE T10-
nepeyHo-pedprctoil. OHM XapaKTepHBI A 00JIee «ITPOIBUHYTHIX)» TAKCOHOB
ObUTH OTHOCHTEIBHO PEAKUMH, cocTaBiisisi MeHee 10% Bcex pakoBHH CO CKYIb-
ntypoi. IlpucyTcTBre 3TUX THIOB CKYJIBNTYpPHI, Kak M Oojee MEIKOM u pas-
HOOOpa3HOW OpHAMEHTAIIMM U OKPACKH (MMEIOTCS CBHACTEIHCTBA O HAJTWUUS
OKpacKH y NCKOTIaeMbIX HApPY>KHOPAKOBUHHBIX I1e(DaIorno), CI0’)KHO OOBSICHUTD
MPOCTOH ajanTalueil K yCJIoBUSIM BHEIITHEH cpeibl niin pyHKInoHansHo. [Ipen-
CTaBIISIETCS, YTO €AMHCTBECHHBIM 3BOJIIOLIMOHHBIM «CMBICIOM) TOSIBJICHUS, CY-
LIECTBOBAHMS U Pa3HOOOPa3Ms TAKHX «YKPAIICHUI» PAKOBUHBI (KAK U OKPACKH)
MOET OBITh Pa3jUYCHHE KMBOTHBIMU 0COOCH CBOEro BUJA ((CBOH—UYXKOM))
JUTsE O0JIerdeH s TONCKa MapTHEPa ¢ IeNbI0 MPOAoIDKeHHsI pona. Takum oOpa-
30M, MOXKHO CKa3aTh, 4TO 3TO — (DyHKIIMOHATbHAS KPacoTa.

Ocoboe MecTo 3aHMMAET THII CKYJIBITYPHI B BUE IPUYCTHEBBIX OTPOCTKOB,
KOTOPBII HE3aBUCHMO TOSIBHJICSI Ha Pa3HBIX BPEMEHHBIX YPOBHSX M B Pa3HBIX
cemeiicTBax orpsaa Nautilida.OTu BEIpOCTEI, pacHoiaraBIIAeCs y YCThs pako-
BUHBI TOPU30HTAJIBHO, IPH BEPTUKATBHOM IMTOJIOXKEHUH YCThSI U TOJIOBBI JKHBOT-
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HOT'O MOTJIM CIy’)KHThb B Ka4eCTBE CTAOMIM3HPYIOIUX MOJOKEHUE KUBOTHOTO
MIPH UHTECHCUBHOM JIBUKCHUU.
BJIATOJJAPHOCTU

Pabora BrimonHeHa B pamkax mporpamMmbl Ne 17 (yHIaMEHTAIBHBIX HC-
cnenosannii [Ipesuanyma PAH «3OBomonns oprannueckoro Mupa. Pons u Biu-
STHUE TJIaHETapHBIX TpoleccoBy (moamporpamMma 1 «Pa3BuTHE KM3HEHHBIX U
OrochepHBIX MpoleccoBy), mpoekT «llepecTpoiiku MOP(HOIOTHYSCKON U KO-
JIOTUYECKON CTPYKTYPbI MEJarn4eckuX COOOIIECTB Ha KPUTHUECKUX PyOekax
(harepo30s», TOCOIOMKETHON TeMBI Teosormaeckoro dakymsrera MI'Y «Ctpa-
TUrpaduyeckasl U HaJCOHTOJOIMYECKas XapaKTePUCTHKA (PaHEPO3OMCKUX M
MO3AHENIPOTEPO3OMCKUX OTIIOKEHUI Poccuu U conpenenbHbIX TEPPUTOPHUII.
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The morphological diversity of the outer shell sculptures
of paleozoic cephalopods. How did it appear and what does it mean?

I.S. Barskov

The initial appearance and the functional significance of external conch ornamenta-
tion in main orders nonammonoid cephalopods is discussed. The first type of ornamenta-
tion to appear was the annulated shell of some Early Ordovician Plectronocerida, Elles-
merocerida, Endocerida. Function of the ornamentation was to increase the buoyancy
of the phragmocone. Later annulated conchs only appeared from the Middle Ordovician
in all orthoceraconic, cyrtoveraconic, planospiral and heteromorph. Over time, the pri-
mary hydrostatic function of the annulations was apparently lost, while the buoyancy of
the external conch remained to be the one of the most diverse ornamentation type. The
original functional significance of longitudinal ornamentation in cyrtoceraconic and
orthoceraconic and spiral ornamentation in coiled conch remains unclear. The lateral
apertural flanges (lappets), present in some Devonian and late Paleozoic Nautilida prob-
ably served as directing planes/wings, which allowed the animal to maintain an oriented
position while moving rapidly using its hyponome. The other sculptural types and minor
conch ornamentation and colouring are very difficult or impossible to interprete func-
tionally or adaptively. It can be proposed that their more likely evolutional sense was the
identification of same species (friend or foe) in order to find a partner for procreation&
This type of ornamentation could be named as the functional beauty.
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Onmoeenes u ¢hopmupoganue OUONIO02UYECKO20 PA3HOOOPA3USL.
Cepus «I eo-buonocuueckue cucmemol ¢ npoutiomy». M.: I[THH PAH, 2018. C. 153—164.
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®OPMUPOBAHUE MOP®OJIOTMYECKOI'O PASHOOBPA3U S
MAJIEO30MCKUX AMMOHOH! IEN

T.b. JleonoBa
llaneonmonozuuecxkuti uncmumym um. A.A. bopucaxa PAH
tleon@paleo.ru

Uctopust ¢dopmupoBanus MOp(OJIOrHYECKOro pasHOOOpa3usi Imaeo-
30/{CKMX aMMOHOHU/JIEH pacrajgaeTcs Ha JBa KPYIHBIX dTana: JeBOHCKUI
U KaMEHHOYTOJbHO-TIepMCKUH. OHO MPOMCXOJUIIO TIO JIBYM OCHOBHBIM
HaIpaBJICHNUSIM: U3MEHEHHE BHEITHEH MOP(OJIOrH PAKOBHHBI U U3MEHE-
HUE JIONAaCTHOW JINHUY, TPU3HAKA, XapaKTEPHOT'O TOJIBKO JUJISl 3TOH IpyTI-
nbl. [IpakTH4eckn BCe OCHOBHBIE THIIBI (JOPMBI PAKOBUHBI M CKYJIBITY-
PHI TOSIBUITUCH HAa PAaHHMX CTaJMSIX SBOJIOIHMH TOJIKJIAcca (apXanyeckoe
MHorooOpasue). JlonactHast TMHMS y ApEeBHUX GOpM ObliIa MpecTaBiIeHa
MOYTH BCEMH THIIAMH, U3BECTHBIMHM JIs TOU Tpymnbl. VckintoueHne co-
CTaBJISIFOT JIUIIb CIIO’KHO PACCEUSHHBIE JIOMACTHBIC IMHUU «ME3030HCKOT0
THUIIa», TIOSIBUBILNECS B KOHIIE MaJIe030MCKON 3pbl. 3a BpeMsl CyILECTBO-
BaHUs MOJAKJIAcca JEBOHCKHE MOP(OTHIIBI HEOIHOKPATHO TOSBIISIMCH
B pasHbIX oTpsanax. CHHHIIBHOE (CTapyeckoe) MHOIooOpas3ue CBsI3aHO
C PAaCLBETOM 7K30TOB B KOHIIE CyI[ECTBOBAaHHS aMMOHOUEH.

BBEJIEHUE

Moposornueckas CTpyKTypa aMMOHOHMAEH, OSBUBLIMXCS B KOHLIE paHHE-
ro JieBoHa, okosio 400 MJIH. JIeT Ha3aJ U BRIMEPILUX Ha TpaHHIlEC Meja U TaJie-
OreHa, ONpesieNsieTcs CIUPalIbHO CBEPHYTOW PAKOBUHOM, CIIOKHOM JIOMACcTHOM
JINHUEW W HaJW4YMeM MPOTOKOHXA. PakoBMHA MMela CIOKHYIO KOHCTPYKLIHIO
U cocTosuta u3 ko kamepsl (0T 0.5 1o 1.5 o6opora) u MHOroKamepHoro ¢par-
MOKOHA, Pa3A€JIEHHOI0 CI0KHO-U30THYThIMHU Ileperoponkamu. Kamepsl coenu-
HSJIUCh CU(OHOM U MPEACTABISAIN cOOON CIIOXKHBIA T'MIPOCTATHUECKUH amra-
pat. IlockonbKy pakoBHHa NOCTOSHHO HaJACTpauBallach BOKPYI IPOTOKOHXA,
Ka)KJbIH MOCTEeAy oMU 000pOT COXPaHsI ONMpeNesIeHHYIO CTaIui0 HHIUBUIY-
AJBHOTO PAa3BUTHS. ITOT (AKTOP C YCIIEXOM UCITIONb3YETCS ISl PEKOHCTPYKIIHH
MopdoreHesa rpyIi pa3IniyHOr0 CHCTEMAaTHYECKOTO PaHra.

PE3VYJIBTATBI U OBCYXKJIEHU A
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Buewmnsis mopgonocus. Ins aMMOHOMJEH HamOOIee TUMHUYHA ILIOCKO-
CIHMpajbHasl PAKOBUHA C PA3JTMYHBIMH COOTHONICHUSIMU BBICOTHI M IIMPUHBI
1 pa3HOU CTEMEHBI0 HHBOJIOTHOCTH (00BeMiIeMoCcTH) 000poTOoB. CaMble IepBhIe
MpecTaBUTeN! nojikiacca (Anetoceras, Erbenoceras, Mimosphinctes), NosiBUB-
Irecs: B KOHIIE PaHHETO JeBOHA (CEpearHa IMCKOT0 BEKa), UMEININ pa3BepHYThHIE
WJIY HEIUIOTHO CBEpHYTHIE criupainu. [IpuMedarenbHo, 4TO 3TOT MPU3HAK BHOBD
MOSIBUJICS. B KOHIIE Pa3BUTHS MOJKJIACCA Y Me3030HcKuX rerepomopd (puc. 1,a,
0). Bckope mocie BOZHUKHOBEHHS, K KOHITY 3Mca, ClihpajibHas pakoBHHA CTa-
Jla TUIOTHO CBEPHYTOH, IockocmMMeTpuuHoi (borocmoBckmit, 1969, 1971;
HuxonaeBa, borocnosckuii, 2005). Ha 6a3e 3To#i mimockoit cimpanu odpasoBa-

Puc. 1. ®opma pakoBHHBI JEBOHCKMX aMMOHOM/eH: a — Agoniatitina, Anetoceras arduen-
nense (Steininger), D,, smc; 6 — Agoniatitina, Mimagoniatites obesus Erben, D,, s¥idenn, nepsoie
0060pOTHI ¢ MPOTOKOHXOM JaHbl ¢ yBennuenuem; ¢ — Clymeiina, Platyclymenia annulata rich-
teri Wedekind, D,, pamen; 2 — Gonioclymeiina, Soliclymenia paradoxa (Munster), D,, dpamen;
0 — Anarcestina, Cabrieroceras rouvillei (Koenen), D,, sxuseT; e — Gephuroceratina, Ponticeras
tschernyschevi (Hopzapfel), D,, dpan; o — Clymeiina, Rectoclymenia lirata Nikolaeva et Bogo-
slovsky, D,, bamen; 3 — Anarcestina, Werneroceras altaicum Bogoslovsky, D,, siidens; u — Cly-
meiina, Pricella tuberculate (Kind), D,, pamen; x — Gephuroceratina, Carinoceras menneri G.
Ljaschenko, D,, dpamn; 2 — Tornoceratina, Sporadoceras semiflexum Schindewolf, D,, pamen; v —
Sporadoceras posthumum Wedekind, D,, pamen; 1 — Prionoceras sulcatum (Miinster), D,, pamen;
o — Anarcestina, Prolobites delphinus (Sandberger et Sandberger), D,, pamen. Mcrounnku uio-
crpanuii: borocmosckuit, 1969, 1971, 1981; Pyxenues, 1960; Hukomaesa, borocnosckwuii, 2005.
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JIUCh PaKOBUHBI BCEX M3BECTHBIX TUIIOB. Y MpPEICTABUTENCH NEBOHCKUX OTpS-
noB Anarcestida (momotpsiasr Agoniatitina, Auguritina, Anarcestina, Gephuroc-
eratina, Timanoceratina), Tornoceratida (mogotpsix Tornoceratina) u Clymeniida
(momotpsiaer Gonioclymeniina u Clymeniina) HaOmronaloTcs pakOBHHBI BCEX
M3BECTHBIX TUHOB. [Io 00BeMIIEMOCTH 000POTOB — OT COBEPIICHHO BOIIOTHBIX
710 TUIIEPUHBOIIOTHBIX, 10 COOTHOLICHUIO BBICOTHI U LIMPUHBI 060poTa — ou-
OKOHOBBIE (puc. 1,8), MiIaTUKOHOBBIE (puC. 1,e), TuCKOKOHOBBIE (puc. 1,7), ma-
XUKOHOBBIC (puc. 1,3), kanmkoHoBbIe (puc. 1,0) m chepokonosrie (puc. 1,0),
C YMOWJIMKOM OT 3aKpBITOTO 10 OYeHBL ITUpokoro (puc. 1,6—0) (TepMuHOIO-
rus no: Pyxenues, borociosckas, 1971). BentpanbHas cropoHa Moriia ObITH
MPHOCTPEHHON MM KujeBaTtoi (puc. 1,01c, k), OOKOBbIE CTOPOHBI — MJIOCKUMHU
(puc. l,e, ) mnu BeIMyKJIBIMH (pHC. 1,1—0). KpoMe «IpaBUIBHBIX» CHHpaleh
TaK)ke MPHUCYTCTBOBAIHN PAKOBHHBI C «HEIPABUILHBIMY» TPEYTOJILHBIM HaBHUBA-
HUEM ¥ JTWH30BUHBIE (pHC. 1,2). DTO 3HAYUT, YTO 32 BCIO MOCIEAYIOIYIO HCTO-
PHIO CYyLIECTBOBaHMS IOJKJIAcca He 00pa30BajoCh HU OJHOI'O PUHLIMIIUAIBHO
HOBOro MOp(hoTHIa PAKOBUHBI. VICKIIOUEHNE COCTABIISIIOT JINIIb IeTEPOMOPDEI
C KJIyOKOBHIHBIMH M MPOYUMH IK30THUECKUMHU PaKOBUHAMH. TakuM 00pasom,
B TEUCHHE YPE3BBIYAIHO KOPOTKOTO BPEMEHH (B I€OJOrMYECKUX MaciuTadax)
OT €IMHCTBEHHOTO MOP(OTHUIIA MOYPa3BEPHYTHIX PAKOBUH C HECONPUKACAIO-
LIMMUCS U30METPUYIHBIMU 000pPOTaMM IIPOM3O0LUIN BCE U3BECTHBIE TUIIBI (Op-
MBI pAaKOBHHBI 3TOW OOIIMPHOM TpyIsl nedasonon (puc. 2).

PakoBuHBI aMmMOHOUMIEH OBLITH TUOO TTIAAKUMH, TUOO B TOW UITW UHOU Mepe
CKYJIBNTHUPOBaHHBIMU. OCHOBHBIE, «0a30BbIC)» TUIIBI OPHAMEHTALIMHU: MONEped-
Hasi, IpofoJibHAs U ceTdaTas. Mctopus GopMHpOBaHHS CKYJIBITYpPhl HEAMMO-
HOMIHBIX Hedanonon paccmorpena N.C. bapckosbim (Barskov, 2017; Bapckos,
2018). Y amMoHOUIEH, Kak U y IPyTUX TOJIOBOHOTUX, CHadaja MOSBIIACH IT0-
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Puc. 2. lunamuka U3MEHEHHs pa3HOOOpa3usl Male030iCKUX aMMOHOUIEH 1o (Gopme pa-
KOBUHBI U JIONIACTHBIM JMHUSAM. YCIOBHBIE 0003HaUeHUA: | — MOp(HOTHIIBI (GOPMBI PAaKOBHHBI;
2— MOp(bOTI/Il'IbI JIONACTHBIX JIMHUM.
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Puc. 3. I'padux pacnpeneneHuss OCHOBHBIX THIIOB CKYJIBITYPBI
0 rpynam najeo30iCKUX aMMOHOUIEH.

nepeyHas ckynbnrypa. Jpesueitiue dhopmer (poasl Anetoceras, Erbenoceras,
Mimosphinctes) ©Meny MoNepevHO-peOPUCTYIO PAKOBUHY, TT0-BHINMOMY, YHAC-
JIEOBaHHYIO OT MPEAKOB, OakTpHUTOB. [IpocThie monepednsie pedpa B KOPOTKOE
BpeMs MPUOOPENH MHOXKECTBO Pa3HOBUIHOCTEW: OHM MOTIH OBITh TOHKHMH
U TpyObIMU, TIJIOCKMMH W BBITYKJIBIMH, JTJIWHHBIMA H KOPOTKHMH, TPSIMBIMH
W M30THYTHIMH. TakXe MOSBWIMCH U JIUXOTOMHUPYIOIIME, BETBALIUECS pe-
Opa, «myukm» pebep. [louTn Toraa ke, B caMoOM Hauaje CylIeCTBOBaHHS IO/~
Kjacca (KOHEIl 5Mca) TOSBUJIUCh aMMOHOHUCH C TJIAAKUMH paKOBHHAMU (poj
Taskanites). Bckope 1ocie mosiBICHUSI 3TOT MOP(MOTHIT CTaJI OMHUM M3 CaMBIX
pacnpoctpaHeHHbIX. U3 41 cemelicTBa IEBOHCKMX aMMOHOMIEH TPEACTABUTEIN
40 uMenu MONEpPEeYHYI0 CKYJIBNTYpPY, a 34 MMeNnu majakyto pakoBuHy. Cpenn
MpeacTaBUTeIe OJJHOr0 CeMEHCTBA YacTO MPUCYTCTBOBAIN TAKCOHBI C Pa3HbI-
MU THIIAMHU CKYJIBITYPBI.

[Ipeobnaganue 3TUX ABYX MOP(OTHUIIOB COXPAHHIIOCH W B JaJbHEHIICH
HUCTOPUHU MOjKJIacca. AHaIu3 63 KaMEHHOYTOJIbHO-TIEPMCKUX CEMEUCTB TakKe
MMOKa3bIBAET, YTO MMEHHO JTH JIBa THIIA OPHAMEHTAINH (TJIaKasl U ITOTIePEYHO-
pebpucTasi) HanboJee YacTO BCTPEUAIOTCS U Y MPEACTaBUTENeH OTPsII0B TOHH-
aTHTOB, MPOJIEKAHUTOB M 1IepaTuTOB (pHC. 3). Y MEPBBIX ABYX OHU COCTABIISIH
27 (rnagkue) u 38 ceMelcTB (C MOMEPEYHON CKYJIBITYPOIi), a y LIEpaTUTOB Ye-
THIPE W MIECTh COOTBETCTBEHHO. BecbMa cKpoMHBIE TUQPHI TSI IEPATUTOB 00-
YCIIOBIIEHBI TEM, YTO B KOHIIE TIAJI€030s TOJIBKO UTO MosBUBIIUKCS oTpsan Cera-
titida (mpemMyIIeCTBEHHO ME3030MCKUI) HACYUTBIBAI BCETO IIECTh CEMEHCTB.
BapuanTsl coyetanust popMbl paKOBUHBI M TUIIMYHBIX MOP(QOTHUIIOB CKYJIBITY-
PBl MOTJI OBITH CAMBIMH Pa3HOOOPA3HBIMU: TJIa/IKHE PAKOBUHBI O()MOKOHOBOH,
KaJUKOHOBOM, MTAXUKOHOBOW U OKCHKOHOBOH (hOpMEBI U T. 1. (puc. 4,a—0); 9BO-
JOTHBIE PAKOBHHBI C KOPOTKUMH pedpamMu B yMOWIMKaJIbHON 30HE WM WH-
BOJIFOTHBIE — C JNTMHHBIMHU peOpaMu, paKOBHHBI JIFO00H (POPMBI ¢ BBEITTYKIBIMH
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Puc. 4. Ckynbnrypa majneo3oiickux ammoHousei. [nagkue pakoBusbsl: a — Tornoceratina,
Sporadoceras semiflexum Schindewolf, D,, damen; b — Anarcestina, Cabrieroceras rouvillei
(Koenen), D,, xwuset; 6 — Medlicottiina, Parasicanites meridionalis Leonova, P, kynryp; e —
Goniatitina, Juresanites karakhorum Ruzhencev, P, cakmapa; 0 — Cyclolobina, Waagenoceras
mojsisovicsi Gemmellaro, P, Bopx. Ilonepeunas ckynasntypa: e — Clymeiina, Platyclymenia anu-
lata richteri Wedekind, D,, pamen; oc — Goniatitina, Anatsabites multiliratus (Plummer et Scott),
P,, Bopn; 3 — Changhsingoceras meishanense Chao et Liang, P, wancun;  — Pamiropopanoceras
meridionale Leonova, P, kynryp; x — Paraceltitina, Paraceltites elegans Girty, P,, poyx; 2 — Al-
mites invariabilis Ruzhencev, P, apru. CeTuaras cxynbnrypa u npogonbHas: m — Clymeiina,
Rectoclymenia lyrata Nikolaeva et Bogoslovsky, D,, bamen; # — Adrianitina, Adrianites elegans
Gemmellaro, P,, Bopx; o — Goniatitina, Ferganoceras elegans Librovitch, C, Buse; n — Adriani-
tina, Epadrianites timorensis (Boehm), P,, amapaccuii. Dx3oTuueckas ckynbnrypa: p — Goni-
atitina, Entogonites grimmeri (Kittl), C; ¢ — Goniatitina, Aristoceras chkalovi Ruzhencev, C,,
rxenb; m — Medlicottiina, Episageceras noetlilingi Haniel, P,, amapaccuii; y — Clymeiina, Spino-
clymenia aculeata Bogoslovsky, D,, bamen; ¢ — Adrianitina, Pseudagathiceras spinosum Miller,
P,, Bopx; x — Clymeiina, Pricella tuberculata (Kind), D,, pamen; u — Medlicottiina, Synartinskia
principalis Ruzhencev, P, cakxmapa; w — Tornoceratina, Elephantoceras nodosum Zhao et Zheng,
P,, poyn. Mictounuku unmoctpaunii: borocnosekuit, 1969, 1971; Pysxenues, 1960; Hukonaesa,
Borocnosckuii, 2005; Leonova, 2002; Furnish et al., 2009.

JUXOTOMUPYIOLIMMH WJIM BETBSIIIUMHUCA peOpaMu, oO0pa3yromuMu MyYKH WU
rpebnu (puc. 4,e—«). BTopoii aneMeHT nonepedHoi CKyIbITYphl — JJaMelIbl (Ha-
Jieraroiye Apyr Ha IpyTa YIJIOICHHBIC TOHKHE TTaCTUHBI) U3BECTHBI Y OTpaHH-
YEHHOI'0 4Hcia IIpeAcTaBuTeNlell HECKOIbKUX MOAOTPSAIOB, OHU Hauboiee Xa-
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PaKTEpHBI JJIs1 KAMEHHOYTOIbHO-TIepMcKoro nogotpsizia Cyclolobina (puc. 4,7).

[IpononbHas opHaMeHTaNMs Oblia pacpoCTpaHeHa Y Male030HCKIX aMMO-
HOWICH HE CTOJIb MUPOKO. KU 1 Tpo10iIbHEBIC O60PO3/BI Ha BEHTPATLHON CTOPO-
HE W BEHTPO-JaTepaIbHOM nepernoe (puc. 4,p—ni) U3BECTHBI ¢ HAYaNIa CPEITHETO
neBoHa (pox Parentites, Hu3bl 3idens). A Tupbl, HanOoIee TUIIUYHBINA HIEMEHT
MPOIOIIBHOM CKYJIBITYPBI, MOSBUIUCH B KAYECTBE CAMOCTOSITEIILHOIO MOp(HOTH-
na B paHHeM kapOoHe (mogorpsi Goniatitina, cem. Goniatitidae). Ectb ykazanus
(borocnosckwii, 1971, 1981), 4To y ABYX MO3AHENEBOHCKUX ((haMEHCKHX) POJIOB
HaOTIOIANKCh claldble MPOJOJIBHBIC 3JIEMEHTHI, HO OHU COMPOBOXKJIAIKChH TI0-
MEePEYHbIMH, 00pa3ysl ceTyaryro CKyabnTypy. Hy>KHO OTMETHUTh, YTO JIUPBI HE
CTOJIb Pa3HOOOPA3HBI, KaK IoINepedHble pedpa, OHM Pa3InyaroTcs Mo MIMPHHE,
BBIITYKJIOCTH, @ TaKXe MO BEJIMYMHE MPOMEKYTKOB MEXKIYy HUMHU (puc. 4,0—n).
VY naseo30MCKUX IepaTUTOB JINPATHOM CKYJIBITYPBI HE HAOII0AAIOC.

Eme onuu u3 BUIOB «06a30BOi» CKyIBOTYPHI — ceTdaras. OHa OblIa mocTa-
TOYHO MIUPOKO PACHPOCTPAHEHA Y MaNIC030MCKUX (OPM, OTINYASICH CTEIICHBIO
WHTEHCUBHOCTHU MPOJOIBHBIX WM MOMEPEUYHBIX DIIEMEHTOB, (puc. 4,n—H). Kak
y’Ke€ YIIOMHUHAJIOCh, BIIEPBBIC STOT THII OSBUJICS B KOHIIE IEBOHA Y OTHOT'O poJa
Tornoceratida (Sporadoceras) u y onnoro pona Clymeniida (Rectoclymenia).
Ceryarelii MophoTHn Haubosiee XapakTepeH JJisl IpeJcTaBUTeNeH KaMEeHHOY-
roneHBIX Goniatitina (cem. Cravenoceratidae, Neoglyphioceratidae, Reticulo-
ceratidae, Gastrioceratidae, Rhymmoceratidae n np.) u nepmckux Adrianitina
(Adrianitidae). Ha ceromHsimiauil IeHh HE M3BECTHO MAJICO30MCKUX LIEPATHTOB
C CETUYaTOM CKYJIBIITYPOU.

VY psia TakCOHOB HAONIOJAIOTCS «IK30TUUYECKIE» TUIIBI CKYJBITYPBI, TIPE-
CTaBJICHHBIC COUYETAHUSIMHU CAMBIX PA3HOPOHBIX U YACTO THIIEPTPOPHUPOBAHHBIX
3JIEMEHTOB: IITHUTIAMH Pa3HOW (OPMBI B BETUUUHBI (pHC. 4,y—@), TIOTIEPEITHBIMHU
BaJUKaMU C TPOJIOJIbHBIMU PEOPBINIKAMH, IMUMTUKAMHU, OyTOPKAMH Pa3IHIHBIX
pasmepoB u Gpopmsl (puc. 4,x—us). MakCHMabHBIN paciBET MOJOOHBIX SK30TOB
0OBIYHO COBMAJAET C KOHEYHBIM ITAIIOM Pa3BUTHsI TaKkcoHa. J{J1s maieo30HcKux
(dhopMm — 3T0 npencrasuTenu noaotpsnos Clymeniina B koHIle (haMeHa, HEKOTO-
prie Goniatitina B koHIIe paHHero kapooHa, Pseudohaloritina Bo BTOpoii onosu-
HE TepMH (KOHIIE TTaJIe030MCKOM 3phl). B memoM i monkiaacca MakCUMalIbHOE
pazHoo0pasue «IK30TOBY» U TeTepOMOPd MPUXOAUTCS HA KOHEIl ME30305, SMOXY
3akara rpynisl (Shevyrev, 2005).

Kak cnenyeT u3 mpuBeIeHHBIX BBIIE TPIMEPOB, OCHOBHASI 4YacTh MOP(OTH-
OB PaKOBUHBI M CKYJBITYPHI MOSBUJIACH HA PAaHHUX CTAJHUSIX CYIICCTBOBAHUS
MoJIKJIacca, elie pa3 MOATBEPXKJas CIPABEIIUBOCTh THIIOTE3bI apXamyuecKoro
MHOT000pasus. Briepebie MOSIBUBIIUCE B ICBOHE, STH MOP(POTHUITHI HEOTHOKPATHO
MIOBTOPSUIMCH B TOM MJIM MHOM BH/JIE B CaMbIX pa3HbIX rpymnmax (Jleonosa, 2016).

Jlomacthnasi nuaus. Haumbonee crnenuduyHbld MpH3HAK aMMOHOMIEH —
CJIOJKHAs JIONACTHAS JIMHUA. Y MaJe030MCKUX aMMOHOUCH JIOTIACTHBIC JTMHUH
OTIMYAIOTCS OUSHD MAJIOW M3MEHYUBOCTHIO BHYTPH KaXKI0TO TAKCOHA U CITYKaT

158



- e ;/ W / ’Iz‘_alciclymenia D i —T— D\\
§ : § VMVVVAY, A UUUU u‘u'u’\ vt~ |\\ ' PN Jrizdl] s 2 ﬁ|
L WMAAN W, \ NV NN\ S asocymena |
J g b\ T T = /
| Beloceras \\ \‘ Sporadoceras \\\ N Clymenia /
i b | b Clymenida
F\TJ/\_'V\I’\D/ Augurites | | \‘ " "
|| Foordiceras 1 u | S
g | r\p«M Tornoceras
H \ v u 1 D L\ m
S Tamﬁ;{U ;,f Tornoceratida /
i J
é | Anarcestes ; | //

f % LIS Dy [
1 f + i |

Ilf v  Erbenoceras / J;"

U L i Ay

\ ; »

~__Anarcestida e

MG

Puc. 5. Mopdorenes J00acTHbIX TUHUI JCBOHCKUX aMMOHOMICH.

BaKHEHIIIUM JUArHOCTUYECKUM MPU3HAKOM. THII JIONACTHOM JIMHUU Ompees-
€TCS 10 CTPOCHUIO MTPUMACYTYPhI, CPOPMHUPOBAHHOW BBIXOASIICH U3 sTIa JTH-
YUHKON, 1 HECKOJBKUX CIEOYIOINX 3a Hel neperoponok. [lopsanok 3anoxeHus
JonacTeld ¥ oOLIMH MIaH CTPOCHHUS JIONACTHON JIMHUU XapaKTePU3YeT TPYTIITbI
OTPSITHOTO M paHra, Oojee MeJKue JIeTalu — CeMeHCTBa, poabl U BUABL. Dop-
MHPOBaHHUE CIIOKHO M30THYTOH MEPErOpOAKH W PacceYeHHOW JIOMACTHOW JIU-
HHH SBIISICTCS OCHOBHBIM 3BEHOM B ABOJTIOIIMHA aMmMoHoueH (Pyxenties, 1960).
OyHKIMOHAIBHOE 3HAUEHHUE 3TOT0 IIpoIlecca, TIIABHBIM 00pa3oM, COCTOSIIO
B ONITHMH3AIMH paboThl rUApocTaTHdeckoro anmnapata (bapckos, 1999; Barskov
et al., 2008). B masieo30e copMUpOBAIIUCH [TOYTH BCE MOP(POTHIIBI JIOIACTHOM
JIMHUM, COOTHOIICHNUE WX Pa3HO00pasus ¢ pasHooOpaszueM (OpMBI PaKOBHHBI
MTOKa3aHo Ha puc. 2. I'paduk mMOKa3BIBAET, YTO YHCIO MOP(OTHUIIOB JIOMACTHBIX
JIMHUH TPEBBIIIAECT pa3HOOOpa3ue GOpPMEI.

JpeBHeline MpeACTaBUTENH MOJKJIAacca (AIMCKUH spyc, KOHEI PaHHEro
JIeBOHA) 00J1agaiy MPOCTEHILEH, By XJIONACTHON JINHUEH, YHACIEIOBAaHHON OT
OakTpuToB ¢ hopmyinoi VO (BeHTpanbHas 1 OMHIUIATEpaTIbHASL, MIIH «BCEOOKO-
Bast», JonacTu). B xauecTBe mpuMepa MOTYT ObITh Ha3BaHbI JIPEBHEHIIIHE POJIBI
Anetoceras, Erbenoceras n np. (oTp. Anarcestida, cem. Anetoceratidae) (puc. 5).
3arem nosiBUsachk qopcaibHas jgonacts (VO:D, koHen 3McKoro Beka), OMHHUJIIA-
TepasbHas JonacTh Obuta 3aMenieHa ymounukaneroi (U) (VU:D, pyOex pan-
HETO U CPeIHEero JIeBOoHA) (puc. 5). B skuBeTe (cpenHuii 1eBOH) MPOU3OIILIO 00-
paszoBanue BHyTpeHHel 6okoBoii jonactu (I) (VU:ID). B orpsine Tornoceratida
TaK)Xe B CPEIHEM JIEBOHE BIIEPBBIC MOABIIIACH HAapyKHast O0okoBas yornacth (L),
(VLU:D) (pon Tornoceras n np.). B mo3naem nesone (pameH) cpeau TOpHO-
ueparuna Bo3Hukim narmionactasie (VLU:ID) Sporadoceratidae (puc. 5). Bee
MocJeAyomre MOJU(PHUKAIIMH JTONACTHOW JTMHUH MPOU3O0LUIH HAa OCHOBE 3THUX
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MATH OCHOBHBIX JIOTIACTEH, UX COOTHOIICHHUE ONpEeNsieT COBPEMEHHYIO CHCTE-
My mofkiacca ammonouel (Leonova, 2017).

Cpemn Anarcestida (paHHUN 1TeBOH (AMC) — KOHEIl JE€BOHA) MPAKTHUCCKU
MOXHO HaliTH BCe pa3HOOOpasne TUIIOB CTPOEHUS Kpas MEePEeropoiKH (JIomacT-
HBIX JIMHH), BCTPEYAIOIIHUXCS Y TAIe030UCKUX aMMOHouAeH (puc. 5). HecmoTpst
Ha TO, YTO B JICBOHE HAOJIIOAACTCS ACHCTBUTENIBHO apXanueckoe MHOrooOpasue
JUHHUH B pa3HbIX, 4ACTO HEMHOTOYHCIICHHBIX 1 KOPOTKO CYIIECTBOBABIINX I'PYTI-
Tax, He BCE THITBI JIONACTHBIX JINHUH MOSBUIIMCH B OJIN3KOM HHTEPBAIIC BPEMEHH.
HexoTopsle u3 AeBOHCKUX MOP(OTHUIIOB OO0JIbIIIE HUKOIIA HE BOSHUKAJIU HU B OJI-
HOM TAaKCOHE aMMOHOMIi. DTO M OYE€Hb IPOCTHIC — TPEXJIONACTHBIE U MHOT0JIO-
MACTHBIC TUHUH, CO CIOKHBIMH BEHTPAJIbHBIMU 1 MHOTOYHMCICHHBIMU yMOHIIU-
KaJIbHBIMU JomacTsIMU. «LlepaTuToBBIX» M «aMMOHUTOBBIX» JTHHHUN Yy ApeBHEH-
LIMX TPeACTaBUTENeH MoAKIacca He 00HapykeHo. MopdoTHIIBI ¢ 3yOUaThIMU 1
MHOTOJICTIECTKOBBIMH JIOTIACTSIMH, TTO-BUAMMOMY, SIBUITHCH TPOJTYKTOM JITUTEIb-
HOH 3BOJIIOLIMH, [IEPBBIC U3 HUX MTOSABUIINCH B KOHLIE KapOoHa, HO OoJiee LIMpOKoe
pacrpocTpaHeHHe MOTYUNIIN B IEPMH, B CAMOM KOHILIE N1aJIC030HCKOI IPHI.

[IpeacraButenu otpsana Clymeniida cymecTBoBanu O4eHb HEJONTO, B Te-
4yeHue ofHoro (hameHckoro Beka. OHHM Pe3KO OTIMYAINCh OT BCEX OCTaJIBHBIX
aMMOHOHIel. BMecTo BeHTpasbHOU JIOMAacTH y HUX 00pa30BajoCh BEHTPAb-
HoOe cemto (puc. 5), 9To OBLIO CBSI3aHO C TOPCATBHBIM, a HE BEHTPAIBHBIM, KaK
y OOJBIIMHCTBA TPYIII, MoJIokeHHeM cudoHa. [locie BCOBIIIKN «apXanuecKoro
paszHooOpa3us» IEBOHCKMX aMMOHOUJEH, OTHOCUMBIX K OoTpsigaM Anarcestida
¢ nsTeto nogorpsgamu U Clymeniida ¢ asyms nogpotpsaamu (Lllesbipes, 20006),
MPOU3OIIEI CePhe3HbI OMOTHYECKUN KPU3UC, U TPAKTHUECKU BCE JICBOHCKHUE
rpymnmsl BeiMepiH. ['panuily kapboHa mepenuin eguHuU4HBIE Tornoceratida c
IIPOCTONH BEHTPAJIbHOI JIONACThIO, OT KOTOPHIX HMPOU3OLLUIM HOBbIE KPYIIHbIE
TAKCOHBI AaMMOHOUICH.

B camom Havane kapOoHa KapAWHAJIBLHO U3MEHHIIACh KaK TAKCOHOMHUYECKa,
TaK ¥ MOpQoornyeckasi CTpyKTypa TaKColleHa aMMOHOUIeH. B 3To Bpemst mo-
SIBUJIOCH J1Ba HOBBIX oTpsiia Goniatitida u Prolecanitida, koTopeie cocTaBuiin
OCHOBHOE pa3HOOOpa3ue aMMOHOUJICH B TEUEHHUE JBYX MOCIEIHUX DIIOX IMajie-
0304. Goniatitida B ;oM xapakTepH30BaIHUCh ABYBETBUCTON BEHTPAIBHOI JI0-
MacTklo, a y Prolecanitida sTa JonacTs ObliIa y3KOH, TITyOOKOM, TpeXpa3aeabHOH.

Otpsin Prolecanitida panee BKJIroYaics B COCTaB JEBOHCKOTO OTpsAna Ago-
niatitida (Pyxenues, 1960; borocioBckuii, 1969 u ap.), IOCKOIBKY CYUTAIIOCH,
YTO €ro UCXOHAS JIOMACTHAS JIMHUS cocTouT u3 Tpex jomacteir VU:D. Uccne-
TOBaHUS mocienHux necsatuietuii (Jleonosa, Boponos, 1989; Korn et al., 2002)
MoKa3aliv, 9TO y MPOJIeKaHUTHU PopMHupoBaiack kak Tpexionactaas (VU:D),
tak 1 yetsipexsonactHas (VU:ID), a B HEKOTOPBIX CIIydasx — Jaxe MATHIIONacT-
Has (VLU:ID) nunust. OTpsit 9€TKO JSIUTCS Ha JIBE MOP(OJIOTHYSCKHUX TPYIIITHL.
OpnHa 13 HUX OCTaBaJlach Ype3BbIUaiiHO KOHCEpBAaTUBHOM (opoTpsi Prolecaniti-
Na) ¢ OTHOCUTEIBHO MTUPOKOI BEHTPAILHON 1 HEMHOTOUHCICHHBIMU OOKOBBIMH
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Puc. 6. Mop¢orenes n1omnacTHbIX TUHUNH KAMEHHOYTOJIbHO-IIEPMCKHUX aMMOHOHICH.

1 yMOWIMKaJIbHBIMU JIONACTSAMU. BTOpas rpymnmna mporpeccMBHO pa3BHBAJIACH
(mopotpsin Medlicottiina). OCHOBHBIM 3B€HOM Pa3BHTHSA B 3TOM IOIOTPSJIC CTa-
JIO YCIIOKHEHUE HApY>KHOTO CeJia M yBEITMYEHHUE YHCIIa JIonacTeld Ha OOKOBOU
ctopone 110 20, COmpoBOXKAAEMOE UX YIITyOJIeHHeM U paccederueM (puc. 6). [o-
BUJIMMOMY, MepBasi HECTICI[HATN3UPOBAHHAS BETBb MPOJICKAHUTH/T JaJla HAYaJIo
Me3030iickoMy oTpsany Ceratitida Ha rpaHuIe paHHeH U CpeaHEN IEpMU.

B cocrtaBe camMmoro MHOTOYHCIIEHHOTO KAMEHHOYTOJIBHO-IIEPMCKOTO OTpsiia
Goniatitida (TypHe—4aHCHH) BBIJICJISIETCS TPH T'PYIIIBI (B paHre mojaoTpsaa) Ha
OCHOBE ITPUHIIMITHATBHBIX PA3JIMYUI B Pa3BUTHH IIEPBHYHBIX 00Kk0BO¥ (L) 1 ym-
ommkansHOM (U) momacteit: Goniatitina, Adrianitina u Cyclolobina (Leo-nova,
2002). Y Goniatitina o01mee 9uci0 JomacTeii BOKpYT 000poTa 0CTaBajIoOCh PaB-
HBIM BOCBMH (32 PEIKUM HCKJITIOUYCHUEM) OYTH Ha BCEM MPOTSIKCHUH MX UCTO-
puu. Y NOAABIISIIONIET0 OOJBIIMHCTBA TOHUATUTHH YCIOXKHEHHUE JIONACTHOM JIH-
HHUHU JOCTUTAJIOCh TYTEM U3MCHCHU A HIUPUHEBI U FJ'IY6I/IHBI OCHOBHBIX HOHaCTeI‘/'I,
3HAYHUTEIHHO peke — 00pa3oBaHust 3yOIIOB M BBICTYTIOB HA OCHOBHBIX JIOTACTSX,
no4TH 6e3 GOpMUPOBAHUS HOBBIX dIIeMeHTOB. Kak mpaBuiio, TonacTv U ceisia
OCTaBaJIUCh IebHOKpaitHUMU (puc. 6). CleayeT OTMETUTh, YTO BO BCEX TPYII-
rnax aMMOHOWJICH NMPUYyMOMIIMKATbHBIA OTPE30K JIOMACTHOW JIMHUU O0Jajat
MaKCUMaJIbHOMW IJIACTUYHOCTBIO.

Monotpsia Adrianitina (mo3gHui KapOOH, KACHMOB — CPEIHSS IIEPMb, KIIIHU-
TEH) XapaKTepHU3yeTCsl CIIOKHOHM JIOMMACTHON JTWHUEH, GopMHUpOBaHUE KOTOPOIt
MPOUCXOIUIIO OUCHb CHIEIU(PUIECCKUM CITOCOOOM: HOBBIC YMOMIMKAIBHBIC JIOMA-
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CTH 00pa30BBIBAJIKCH B BEPIIMHE YMOMIMKAIBHOTO Ce/ijia M OOYEePEeTHO CMellia-
JIUCh CHayaJsia Ha BHYTPEHHIOKO U 3aTe€M Ha HapYKHYIO CTOPOHBI PaKOBHHEI. Yuc-
JIO JIoNIacTe B Pa3HbIX TAKCOHAX MOIVIO MEHSTHCS B IIMPOKUX IIpeesiax, HO IIpu
9TOM BCE JIOMACTH OCTABAHCH IeTFHOKpaitHUMU (puc. 6). DTa rpyrma 000coou-
Jlach OT TOHMATUTHH K HavyaJly TO3AHEro KapOoHa, HO OCHOBHOT'O pa3Ho00pa3us
OHa JIOCTHIJIA B TIEPMH, TJI€ Pa3BHIIOCH HECKOJIBKO BETBEW apUaHUTH]I, XapaKTe-
PU3YIOMIMXCS pa3HbIMHU TeHJCHIMSIMU pa3BuTus (Jleonosa, boiiko, 2015).

Cambie mpopBuHyThie W3 roHuatutui, Cyclolobina (mo3mHuii KapOoH,
IKeJb — KOHEll IIEPMH, YaHCHUH) JOCTUIIM MAaKCUMAaJIbHOW CIIOKHOCTH JIONACT-
Holi TuHUHM. OHa XapaKTepU3yeTCsl HIEPBUYHO TPEXUIICHHBIM JeJICHUEM OOKOBOI
gonactu L — (L,L L)) —» L)L L, ay psaaarpynn u 1aabHEANINM JIENEHUEM Tpe-
TheW HapyXKHOU OOKOBOU JionacTu. BHyTpeHHsist 6okoBast (1) u ymOuinkaabHas
(U) nomacté B pa3HBIX HaJCEeMENUCTBAX TaKXKe IOIBEPrajich TPeX- WIH JABYY-
JICHHOMY JICJICHUIO, IPUYEM B Pa3JIMYHBIX BETBIX 3TH MPEOOPA30BAHUS TIPOHC-
XOIUJIM no-pazHoMy. Kpome 3Toro, Bo Bcex rpynmnax orMedaercsi 00pa3oBaHUe
MHOT'OYMCJICHHBIX 3yOLIOB M JICTIECTKOB HA JIONMACTAX M ceayax (puc. 6). O1oT
MOAOTPA BKJIIOYACT HAJCEMEcTBa ¢ HauboJiee CIOXKHBIMU JIONACTHBIMH JIU-
nusmu: Cycloloboidea (o0miee 4ucio onacTeil B IONaCTHOW JTUHUH JOCTUTAIIO
60), Shumarditoidea, Marathonitoidea, Popanoceratoidea.

B Havane cpenneit nepmu (poy/) TOSBUINCEH TEPBbIC MPECTABUTEIN ME30-
3ofickoro orpsga Ceratitida. Hanbomee BeposSTHOW IMpEACTaBISIETCS THUITOTE3a,
CBSI3BbIBAIOILAS UX IMpoHcXOxkIeHHe ¢ Prolecanitina. J{is nepaTuToB XapakTepHO
pasBuTHe OT TpexjonacTHoW (y mepmckux Paraceltitina) mpumacytypsr VU:D
k naruionactaoit VLU:ID, nanee B OHTOreHe3e IMPOUCXOIUT MOTEPS YMOUITUKAITb-
soit mommactu (VL:ID), a Ha Oosee MOo3MHUX CTAIUSIX MOSIBISETCS JOMOTHUTEIbHAS
BHyTpeHHss nonacts (V,V )LII'(D D,). Bropoit nepmckuii nogorpsa Otocera-
tina XapaKTepu3yeTcsl YeThIpexyonacTHol nmpumacytypoit VL:ID. [lansHelimee
YCIIO’KHEHHE KOTOPOI IPOUCXOIUT 3a CUET 00pa30BaHMUs HOBBIX YMOUIIMKAIbHBIX
nomacreii (V,V )LU'U*II(D,D,) (puc. 6). Takoii croco ycnoxxHeHus JTonacTHOI
TUHUK KapanHaibHO oTiandaeT Ceratitida ot Prolecanitida u Goniatitida.

B KkaxIoM H©3 pacCMOTPEHHBIX «CTBOJIOB» HAaONIOJacTCs MHOMXKECTBO
HE CTOJb KapIMHAIBHBIX W YaCTO TMapalieIbHbIX U3MEHCHUU Pa3lInIHbIX dJie-
MEHTOB JIONIACTHOH JIMHUY (4nciio u ¢popma JIonacTeil U cesiell, CTeleHb UX pac-
YIEHEHHOCTH). DTU MPU3HAKU OOBIYHO YUUTBIBAIOTCS NPH KJIACCU(UKALINU TaK-
COHOB 0oJiee HM3KOI'O paHra: CEMEHCTB, POIOB M BUAOB. M3yueHne J0nacTHHIX
JUHUH aeT IMHUPOKHE BO3MOKHOCTH MOACTHPOBAHMS pa3HOOOpa3HBIX HAIPaB-
JICHUH W MEXaHU3MOB MOpQOreHe3a: napajuiebHOr0 Pa3BUTHUs (CHHXPOHHOTO
W aCHHXPOHHOT'0), TETEPOXPOHH, PEKAUTYIISINH, 1e1oMopdo3a, BOZHUKHO-
BeHHe Mo3andHbBIX (hopm (Leonova, 2015, 2016). Couetanue UX ¢ pa3IMIHBIMHU
TPEHIIaMH PAa3BUTHS CKYJIBITYPbI U (POPMBI PAKOBUHBI IAIOT Oorareiinii Mmare-
pHa s 3BONIOLMOHHBIX TOCTPOCHHH.

3AKJIFOYEHUE
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Takum o0OpazoM, popMupoBaHue MOPQOIOTHYECKOTO PazHOOOpa3usi am-
MOHOU/ICH MPHUBENIO0 K BOBHUKHOBEHHIO BCEX M3BECTHBIX MOP(HOTHIIOB QOPMEI
PaKOBHHBI U CKYJIBITYPHI YXKe B JeBoHe. PazHooOpasne MOpQOTHIIOB JI0OMACT-
HBIX JIMHUH K KOHITY TOH 3IIOXH OBLIO MAaKCHMAJIBHBIM JJISI BCEX aMMOHOHJICH.
B nanpHelinieit CTOpHH aMMOHOMJICH «JIEBOHCKUE» MOP(OTUIIBI HEOJHOKpAT-
HO TOSIBIISIIUCH B CaMBIX Pa3HBIX OTpsax. B KoHIE CylecTBOBaHUS KaxIOiH
KpYITHOH TPYMIBI, KaK MPaBUJIO, TMOSBISUIMCH MHOTOYHCICHHBIE MOP(OTHITHI,
JACMOHCTPpUPYIOUIUEC Kpaf/'IHee BBIPAXXCHUEC OCHOBHBLIX IMPHU3HAKOB, TaK Ha3bIBa-
eMble «IK30Th». Hanbonee spko CHHMIBHOE, MIIM CTapueckoe, MHOrooOpasne
CBSI3aHO C PACI[BETOM MOMOOHBIX ()OPM B KOHIIE CYIIECTBOBaHHS MOIKIIACCA aM-
MOHOU/JICH B KOHILIE Mea.

PaGorta BeImonmHena mnpu noxpnepxkke [Iporpammbl  (QyHAaMEHTaIBHBIX
nccnenoBannii Ne 17 Ilpesunnyma PAH «OBomtonus opraHuyeckoro Mupa.
Ponp n BimsiHNE IJIaHECTAPHBIX ITPOLECCOB), MOAIIpOTrpaMmMa 1 «Pa3Burne xus-
HEHHBIX U OMOC(HEPHBIX ITPOIIECCCOBY.
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Formation of the Paleozoic ammonoids morphological diversity

T.B. Leonova

The history of Paleozoic ammonoids diversity can be subdivided into two large
stages: Devonian and Carboniferous-Permian. There were two major evolutionary path-
ways: changes in the external shell morphology and changes in the suture, the character
observed only in cephalopods. Almost all major shell types and ornamentation appeared
at the early stages of the evolution of the subclass Ammonoidea (archaic diversity). The
suture in ancient taxa in this group was represented by virtually all the known types,
characteristic for the group. Exception are the complexly dissected suture lines of the
“Mesozoic type” that appeared only at the end of the Palacozoic. During the time of the
subclass existence, Devonian morphotypes recurrently appeared in different orders. The
senile diversity is associated with the diversification of exotic taxa at the end of the Am-
monoidea evolution.
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®OPMOOBPA30OBAHUE HAPYKHOI'O CKEJIETA
Y APEBHUX IIO3BOHOYHBIX (OSTEOSTRACI, AGNATHA):
OCOBEHHOCTHU CTPOEHU S
N OBIIME 3AKOHOMEPHOCTHU PA3BUTU A

0O.b. AdpanacseBa
Taneonmonozuuecxkuti uncmumym um. A.A. Bopucaxa PAH
oafan@paleo.ru

C yd4eToM HOBBIX JAHHBIX CAEJIaH KPAaTKUH 0030p MO OCOOEHHOCTSIM
CTPOCHHUS M 3aKOHOMEPHOCTSIM (hOpMOOOPA30BaHMUsI HAPYIKHOT'O CKeJIeTa
OJIHOH M3 APEBHEUIIMX I'PYIII TO3BOHOYHBIX, ViZ., — KOCTHONAHIIUPHBIM
oecuentocTHbIM (Osteostraci, Agnatha).

OcreocTpaky (KOCTHOMIAHIIMPHBIE) — TPYTIIa UCKOTAEMBIX OECUSTIOCTHBIX
ITO3BOHOYHBIX, CYIIECTBOBABIAS C PAHHETO CHJIypa J0 MO3/IHEr0 JeBOHA, U 00-
Ja/IaBIIasi XOPOIIO Pa3BUTHIM HaPYKHBIM CKeleToM (maHiupem). TBepibie Ha-
PY>KHBIE IIOKPOBBI OCTEOCTPAKOB IIPEACTABIICHBI YILIOMECHHBIM JOPCOBEHTPAJIb-
HO IIUTOM, IMOKPBIBAIOIIUM TOJIOBHOH U I‘py,]:[HOfI OTACIbI, U YCIIYAMU IIOABUK-
HOI yacTu TynoBuma (puc. 1).

HcTopust n3ydeHns: OCTEOCTPAKOB HACUHUTHIBAET OoJiee TIOTYyTOpa BEKOB H
TECHO CBs3aHa C M3YUYCHHEM WX TBEPIbIX MOKPOBOB. 3HAYUTENbHAS YACTh WH-
(hopManuu 1o 3K30CKeNIETY PAHHUX OCTEOCTPAKOB MOJIy4YCHA IPU UCCIICAOBAHUU
HCKOMAeMbIX MaTePHUAJIOB U3 CHIIypa DCTOHUH, pexk e Bcero o. Caapemaa, Xo-
pouiasa COXpaHHOCTb KOTOPBIX IMO3BOJIACT U3YYaTh TOHKOC CTPOCHUE HAPYIKHOI'O
ckeneta (Pander, 1856; Denison, 1947, 1951a, b; Gross, 1961, 1968; Janvier, 1985;
Mspcc, 1986; AdanacbeBa, 1991, 1996, 2004; Afanassieva, 1995, 2004b, 2014;
AdanacweBa, Mspcc, 1997, 2014; Mérss, Afanassieva, Blom, 2014). 3nagnrens-
HBIN BKJIaJl B UCCJICJOBAHUS TUCTOXAPAKTEPUCTHK IK30CKENETa 3TOU TPYyIIIbI
BHECJIU IIBEJICKHE MMAJICOMXTHUOJIOTH, MOHOTPa(UUYECKHU OMKCABIINE OCTEOCTpa-
koB U3 najieo3os Hopeeruu (IlInunbepren) n Benukodpuranuu (Stensio, 1927,
1932; Wingsjo, 1952). B mocienane necaTuiIeTHs HAMU TOJTydeHa YHUKATbHAS
nH(MOpPMAIUS TI0 CTPYKTYpPE TBEPIABIX HAPYKHBIX IMOKPOBOB HOBBIX TaKCOHOB
OCTEOCTPAKOB, MPEXKIE BCET0, U3 CHIIYPUUCKUX U JCBOHCKHX OTIOKEHHUH ap-
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Puc. 1. CxemaTndeckasi peKOHCTPYKIUSA edaaciuc-nomgoo-
Horo ocreoctpaka (mo: Afanassieva, 1992, ¢ nuameHeHHSIMH).

xunenara CeBepHast 3emuist 1 CeBepHoro Tumana (AdanaceeBa, 2011, 2016;
Adanacnena, Kapartatore-Tanumaa, 1998, 2013; Afanassieva, 1999, 2004a, 2014;
Afanassieva, Karatajiite-Talimaa, 2009).

['010BOTYJIOBUIITHBIN IIUT KOCTHONAHIIMPHBIX OECUEIIOCTHBIX CllaraeTcs U3
Oosee WM MEHEEe CIUTHBIX IUIACTUHOK (Teccep), MPH 3TOM IUIACTUHKH MOTYT
OBITH XOPOIIO Pa3IUYMMbI HA IOBEPXHOCTH IIUTA (TECCEPUPOBAHHBIN LIUT) I
OH 0OoJiee UJIM MEHEee CIUTHBIN (KOHCOMUANPOBAHHBIN mUT). DopMa rooBoOTy-
JIOBUIIIHOTO NIMTa OCTEOCTPAKOB Pa3HOOOpa3HA: IUT MOXKET OBITh OBaJBHBIM,
MOJTYKPYTJIBIM MJIM OH UMEET PAa3IMUHYyI0 KOH(QUTYpPaAIUIO 332 CYET BHIPOCTOB B
nepeaHel 1 OOKOBBIX YaCTSAX — POCTPyMa, HapHBIX NEPEAHEO0KOBBIX OTPOCTKOB
WJIM pOroB (cornua). 3amHSs 9acTh IIUTA OOBIYHO HeceT Oosee WM MEeHee pas-
BUTHIH JIOpCOMEIUANbHBIN rpedeHb. Pasmepsl muTa MOryT 3HaYUTEIBHO Pas3-
JUYATHCS: UTMHA IIUTA COCTABIISICT OT OJJHOTO CAHTUMETPA Y TPEeMaTacIliJHBIX
OCTEOCTPAKOB JI0 HECKOJIBKHMX JECATKOB CAHTUMETPOB Y OCHHEBHACIIUIUI U
3CKyMHUHACIU U,

CKkynbITYypa K30CKeJIeTa KOCTHONAHIUPHBIX OeCUeNIOCTHBIX Ype3BblUaii-
HO pa3HooOpa3Ha, onucaHbl OyrOpKH M BaJIMKH Pa3InYHON (GOPMBI U pa3mepa,
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Puc. 2. TpexmepHasi cxema CTPOCHUS IK30CKeIeTa TOPCATBHON CTOPOHBI muTa Dartmuthia
gemmifera. Yciosnvie o603nauenus: bl — 6a3anbHBIA CIOW; ¢i — KPYroBOW KaHas moja Oyrop-
KOM; ml — cpetHuil cI0it; mp — MEUKPOOTBEPCTHS TepHOPUPOBAHHON CEIITHI; /1S — ME30ACHTHH;
ps — nephopupoBaHHasI CENTA; 7'C — paJAuaIbHbIE KaHAJBI; SC — CEHCOPHBIN NITH CIIN3EBON KaHaT,
s/ — TIOBEpXHOCTHBIH CJI0if;  — OYyropoK; tes — Teccephl; Ve — COCYAUCThIe KaHalbl (AdaHacheBa,
2004).

CCTHU U CIJIA’KCHHBIC MMOBEPXHOCTHU, NPOHMU3AHHBIC PA3HOPA3SMCPHBIMU MTOPpaMHU
(0030p cm. AdanacbeBa, 2004; Mérss, Afanassieva, Blom, 2014). BeisiBiieHo, 4TO
yKa3aHHbBIE TBEpPAbIE CTPYKTYPHl MOTJIIM OOpa30BBIBATHCS KaK MEPBHYHO, TaK
¥ BTOPHUYHO, IO Mepe (OPMHUPOBAHUS MAHIMPS, MTPH I3TOM, BOIPEKH MHEHUIO
[PEIIIeCTBEHHUKOB, ITOJIaTraloUIeMy YPe3BbIYaiiHYI0 PEAKOCTh 3TOro ()eHOMEHa
y KOCTHOMaHIMPHBIX (Wingsjo, 1952), HaMu MpEeaNoNoKeHo ero OpAuHapHOe
MPUCYTCTBHE B psific PUICTHUECKUX JIMHUN ocTeocTpakoB (Afanassieva, 2014).
B aKk30cKkenere ocTeoCTpaKkoB MPEACTABICHBI TPU CJIOS TKAHEH, XapaKTepHbIe
IUUTS. TIO3BOHOYHBIX: CPEIHUM TyOUaThIi, 0a3aIbHBIA JIAMEIITSIPHBIA (KOCTHEIC)
Y TIOBEPXHOCTHBIN (JICHTUHOBBIH), UMEIOIINE PA3INYHYIO CTEIIeHb Pa3BUTHUS Y
pasHBIX TakcoHOB (puc. 2). B cpeaneM cioe y 0CTeOCTPakoB ¢ XOPOIIO Pa3BH-
TBHIM 9K30CKEJIETOM, PACIIONI0KEHA CETh IOJIMTOHATIBHBIX KaHAJIOB, 00pa3yIoImnux
peryispHbIe STYeHKH U HAMIPSIMYIO CBSI3aHHBIX C CUCTEMOH KaHaJIOB OOKOBO JIH-
HUH, a TAKXKe pa3MellleHa pa3BUTas CETh COCYIUCTHIX KaHaoB. MccienoBanus
TOHKOT'O CTPOEHUSI M TUCTOJIOTUU HAPYKHBIX U BHYTPEHHHUX CTPYKTYP IK30CKe-
JeTa y pa3HbIX ()OpM OCTEOCTPAKOB, B TOM YUCIIC BHOBbH ONHMCAHHBIX, BHISIBUIIH
OobIioe pasHooOpasue B ero crpoeHnn (Afanassieva, 1995, 2014; Afanassieva,
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Karatajuté-Talimaa, 2009; Marss, Afanassieva, Blom, 2014 u np.). Beuto ycra-
HOBJICHO, YTO TO Pa3HOOOpa3me JJOCTHTAJIOCh 32 CUET Pa3IMYHON CTENICHH pas3-
BHTHS CJIAralolINX €ro CI0eB W KOMOWHAINY aJIFTEPHATHBHBIX MPU3HAKOB, Xa-
PaKTEepU3YIONIUX IK30CKeNeT (HAaTNYNe/0TCYTCTBHE TIOPOBEIX TMOJIEH, panalib-
HBIX KaHAJIOB, CEHCOPHBIX TOP dK30cKeneTa u Ap.) (Afanassieva, 2014).

OcteocTpaku 10 HEJaBHETO BPEMEHH OCTaBaJIMCh CAMHCTBEHHON KpPYyITHOM
I'PyNION MO3BOHOYHBIX, Y KOTOPOW HE OMHUCAHBI CIOCOObI occu(UKaLUU Aep-
MaJILHOTO CKelleTa, TaK KaK He ObUIM OOHApy KEHBI HCKOMAEMblE OCTATKH IOBE-
HIUTBHBIX 0Cc00€H ¢ coxpaHuBITUMCS 3Kk30ckeneToM (Greeniaus, Wilson, 2003).
B 2008 rony BrepBble OBUTH MONYUYEHBI JJAHHBIE IO XOPOIIO COXPAHUBIIMMCS
IOBEHWJIBHBIM dK3eMIUIsipaM Superciliaspis gabrielsei n3 Huxxnero nesona Ka-
HaJbl, TO3BOJMIIMBILNE OMPEACTUTh MOCTb PA3BUTHS IEPMAIBLHOTO CKEJIeTa B
OHTOI'€HE3€ y OCTEOCTPAKOB C TeccepupoBaHHbIM IiuTOM (Hawthorn, Wilson,
Falkenberg, 2008). Hoas undopmamus, cBsi3aHHasi ¢ OOHAPYKSHHEM M OITHCa-
HHEM TaKCOHOB C XOPOIIO COXPaHHMBIITMMCS 3K30ckeneToM (AdanackeBa, 2011;
Afanassieva, 1999, 2014; AdanacseBa, Kaparatore-Tanmumaa, 1998, 2013; Ada-
HackeBa, Mspce, 2014; Afanassieva, Karatajiité-Talimaa, 2009; Marss, Afa-
nassieva, Blom, 2014 u ap.) CyIIeCTBEHHO JOMOJHUIA JJAaHHBIC 0 CTPYKTYpE
MOKPOBOB OCTEOCTPAKOB € MIUTAMHU Pa3JIMYHOIO CTPOCHHSI M CIOCOOCTBOBalA
BBISIBIICHUIO 3aKOHOMEPHOCTEH (hOPMUPOBAHMS TBEPABIX MOKPOBOB y PAaHHUX
MMO3BOHOUYHBIX. Tak, OBIIIN BBIJIENEHBI /[BA THUIIA BEPTUKAIHLHOTO pOcTa (yTOIIIIe-
HUSI) 9K30CKeJIeTa — YHUIIOJSAPHBIN 1 OunoispHblil (Afanassieva, 2004a, Ada-
HacbeBa, 2011), mo HamieMy MPEenNoIOKEHUIO SBISIONINECS YHHBEPCATbHBIMU
JUTSl paHHUX TIO3BOHOYHBIX C XOPOIIO Pa3BUTHIM JK30cKkeneToM. MccnenoBanue
(hopMoOOpa3oBaHUsl HApYKHOTO CKeJieTa y KOCTHOMAHIIMPHBIX OecderocT-
HBIX JaeT (pakTUYecKui Martepuai JJIs PelleHns] OMHON W3 TIIaBHBIX MPoOIeM
SBOIIOIIMOHHON TMAJICOHTOJIOTHH — MPOOIeMbl (POPMHUPOBAHUS IK30CKeneTa (U
CKEJICTHBIX TKaHEH B L[EJIOM) Y MO3BOHOYHBIX. 3HAHUE 3aKOHOMEPHOCTEH MOp-
(orenesa TBEpABIX TKaHEH TTOKPOBOB HEOOXOAMMO HE TOJIBKO JIJIsi BOCCO3/IaHUS
OoJiee TOJIHOW KapTHHBI MPOIIOTo, HO U JUIsl IOHUMAaHHUS MTPOLECCOB Pa3BUTHS
W pereHepaiy COBPEMEHHBIX TBEPIbIX MOKPOBHBIX CTPYKTYP U UX JIEPUBATOB
(HarmpumMep, 3yO0B) Y TO3BOHOYHBIX.

[lepBbie OCTOBEpHBIE CBENEHUS O BepTeOparax ¢ MHHEpPAJIU30BaHHBIM Ha-
PYKHBIM CKEJIETOM IOJy4eHBl U3 OPAOBUKCKHX OTioXeHHi (MBanos, Yepena-
HoB, 2004; Sansom, Davies, Coates et al., 2012; Zigaite, Blieck, 2013; Sansom,
Randle, Donoghue, 2015). Hapy»HbIil CkeJleT paHHHUX MO3BOHOYHBIX HUMEET
pazHoo0pa3HOe CTPOCHHE U CIIaraeTcsl Kak U3 MEJIKMX COCTaBJISIONIHNX (YelIyH,
Teccephl), TAK © MaKpPOdJIEMEHTOB (TUTACTUHEI, TATHI). B OpmoBHUKe HaXOIKH 10~
3BOHOYHBIX PEJIKH, U, KaK TPABHIIO, MIPEICTABIEHB MEKUMU (hparMeHTamMu. B
OPIIOBUKE M CHITyPE CPEId PAaHHHUX ITO3BOHOYHBIX JOMUHHUPYIOT OECUETIOCTHBIC.

B Tedenue paHHero najaeo3os OCHOBHBIMH T'pYIIIaMHU JAPEBHUX MO3BOHOY-
HBIX (B UX YHCJIC, TAHIUPHBIMH OECUETIOCTHBIMHU) OBLIIM «OIPOOOBAHBI) pa3-
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JIMYHBIC THUIIBI 3K30CKEJIECTOB, OT MUKPOMEPHLIX (‘lCHIyI/I TeJ'IOI[OHTOB) n ME30-
MEpPHBIX (TYJOBHUIIHBIE IJIACTHHBI T€TEPOCTPAKOB, AHACTINU/I) IO MaKPOMEPHBIX
(MaHIUpPH TETePOCTPAKOB) (KITACCHU(PHUKAIUS Pa3MEPHOCTH DJIEMEHTOB HapyiK-
HBIX CKEJIETOB AaHa 1o DpBury: Jrvig, 1951). Ocobo oTMeTUM, 4TO B 3K30CKEIE-
T€ OCTEOCTPAKOB IMPEICTABICHBI JJIEMEHTHI BCEX Pa3MEPHBIX KJIACCOB, a HMEH-
HO, MUKPOMEPHBIE (MEJIKME Yellyr TMOKOH YacTH TIABHUKOB M POTOKA0EPHOI
00J1acTH), ME30MEpPHBIC (UelIyH TYJOBHUIA U TJIACTUHBI pOTOx)a0epHOH 001a-
CTH) ¥ MaKpOMEPHBIE (TOJIOBOTYJIOBUIIHBIE IIUTHI), KOTOPHIE HECYT Ha CBOEH TO-
BEPXHOCTH Pa3HOOOPa3HYIO CKYIBNTYPY U UMEIOT PA3IMIHOE THCTOIOTHYECKOe
crpoenue. beio nokazano (Afanassieva, 2004b), 94To CKyJIBITYpa HapyKHOTO
CKeJleTa OCTEOCTPAKOB (KaK MaKpOCKYJBITYpPa, TAK U MUKpOpenbed), ¢ OnHON
CTOPOHBI, MAPKHUPYET MPOoLecChl POPMOOOpPa30BaHUS TBEPABIX TIOKPOBOB, C IPY-
roil CTOPOHBI, aJJATHPOBAHA K BHEIIHEN cpene (yepe3 ee mpsiMoe BO3JeiicTBIE
Ha TKaHU IK30CKeneTa). Pa3nmuyHble THIIBI MUKPOCKYJIBITYPHI (TOHKAs pedpu-
CTOCTh, MUKPOOYTOPKH, SIMKH, MUKPOOTBEPCTHSI) CBSI3aHBI C PYHKITMOHAIEHBI-
MH 0COOEHHOCTSIMH penbeoo0pa3yIoNIiX cI0eB 3K30CKeNeTa (TOBEpXHOCTHO-
r'0 ICHTHHOBOT'O U CPETHET0 KOCTHOTO) M 33JIeHCTBOBAHBI B OCYIIIECTBICHHH 00-
X MCT36OJ'II/I‘-ICCKI/IX IMpONHCCCOB B TKAHAX IMMOKPOBOB Y paHHUX MO3BOHOYHBIX
(0030p MuKpopebeda IK30CKeIeTa y pAHHUX MMO3BOHOYHBIX: cM. Marss, 2006).

HakormuteHHbIe K HACTOSAIIEMY BPEeMEHH TaHHBIE M0 9K30CKEJIETY CBHIETETh-
CTBYIOT O TOM, YTO MHTET'YMEHT OCTEOCTPaKOB, OOBEIMHSIBIINI KaK TBEP/bIC
CTPYKTYPBI, TaK U MATKHE COCTABJISIONINE, UMEN CIOkKHOe cTpoeHue. Coot-
BETCTBEHHO, IPU POCTE MaHIHUPsI POPMUPOBAHUE PA3TUUHBIX CHCTEM JOJKHO
ObLIO OBITH COOTHECEHO B MPOCTPAHCTBE M BpEMEHHU. MBI moiaraem, 4To Io-
JINTOHAJIbHASI CUCTEMA, BKJIIOUEHHAsl B CPEIHUN CIION AK30CKeeTa, peAcTaB-
Jsima co0oit «MSTKYIO MaTpHUIly» Tpu (GopmooOpazoBanmy maHmups. Kanamsr
ATOM CHCTEMBI, 00pa3yIoMINe CeTh C SYeeil pa3TuIHOTrO pa3Mepa, OrpaHNIHBa-
JIM TOPU3OHTAJIBHBIA POCT Teccep, ClIyXkKa UX eCTECTBEHHBIMHU I'paHunamu. Ot-
HOCHUTEJIBHO IIUPOKUE (HUPKyMapealbHble WIM HHTEpapeatbHble KaHaJbl, 1O
Crenine, Stensid, 1932) okpysxajiu Teccepsl, B TO BpeMs Kak Oosee y3Kkue (HH-
TpaapeasbHbIe, TaM Ke) KaHaJIbl ObLIIM pa3MelleHbl B Ipe/esiax Teccep, oopasys
BTOPUYHYIO CETh CHCTEMBL. AHANN3 JTAHHBIX IO THCTOCTPOEHHUIO IK30CKEIeTa
PA3JIMYHBIX TAKCOHOB OCTEOCTPAKOB MO3BOJSET MPUUTH K 3aKITHOYCHUIO, YTO
npu GOPMUPOBAHUHU MAHIMPS CIOKHOCTH U Pa3HOOOpas3He ero CTPOCHHS J0-
CTUTAJIUCh TOCPEACTBOM TECHON KOOPAMHALIMK Pa3BUTHUSI KECTKUX M MSITKUX
COCTaBJISIIONIMX MHTETYMEHTA, MPEXJE BCEro, MOJUTOHAIBHOW, COOCTBEHHO
CEHCOPHOM M COCYIMCTON CUCTEM.

CymiecTBeHHYI0 HHPOPMAIIUIO TSI BBISIBICHUS 3aKOHOMEpPHOCTEH MOpdo-
reHe3a TBEP/IbIX MOKPOBOB PAHHUX IMO3BOHOYHBIX MPEOCTABIISICT MaTEPHAI IO
Hapy>KHOMY CKeJIETY BHI0B BEPXHECHIIY PHICKOTO POJia OCTEOCTPaKoB Dartmu-
thia (Wingsjo, 1944; Denison, 1951a, b; Gross, 1961, 1968; AdanackeBa, 1986,
1991, 2004; Afanassieva, 1995; Mirss, Afanassieva, Blom, 2014). On mo3BoJisi-

169



Puc. 3. Cxema 6a30BBIX 2JIEMEHTOB MOCTpoeHUs: Touka (1), muHus (2), mnockocts (3) (Ada-
HacbkeBa, 2012).

€T MPOCIEIUTh NEPEXOIHBIE COCTOSHUS MEXKY CKYJIBITYPHBIMH 3JIEMEHTAMH
B Hapy>KHOM CKeJIeTe Yy OJHOH O0COOM OIHOTO BHJA OCTEOCTPAKOB BCIICACTBHUE
CYLIECTBOBAHMUA CKYJIBIITYPbl PA3JIMYHOIO TUIA KaK Ha JIOPCAJIbHOW, TaK U Ha
BEHTPAJILHOH CTOPOHAX HIMTA M OOJBLIOTO Pa3HO0Opa3usi HMEIOIINXCS CKYJIIb-
NTYPHBIX 3JIEMEHTOB Ha JI0pPCAIbHON cTOpoHE muTa. Ha nopcanbHON CTOpOHE
YUIMHEHHOTO W 0€3pOororo roJIOBOTYIJIOBHINHOTO muTa Dartmuthia gemmifera
MUMEIOTCSl OTHOCHTEJIBHO KPYITHBIE OYyTOpPKH, PacHoJIOKEHHBIC JTMHEHHO BIOIb
nopcanbHoro rpedns. Ilo 6okam ot gopcaibHOro rpedHs pa3MeneHbl TP Hap-
HBIX psiia OyTOpKOB MPUOJIM3UTEIBHO TOTO Ke pazmMepa. Mexay HUMHU pactio-
JIOKCHBI YIIJIOIIEHHBIC TECCEPhI, OOBIYHO JIMIIEHHBIC JCHTHUHA U ICIUKOM CO-
CTOSIIINE W3 KOCTHOW TKaHU cpemHero cios (puc. 2). Cpean HUX pa3dpocaHbl
JCHTHHOBBIE OyTOpKH, pa3Mepsl KOTOPBIX BAPbUPYIOT OT MEJIKHUX JI0 OTHOCH-
TEJIBHO KPYNHbIX. KpynHble Oyropku pa3MerieHsl Ba0JIb OOKOBOIO Kpas IKTa
D. gemmifera, o6pa3yst MoltHOe OOKOBOE PeOpO KECTKOCTU KOHCTPYKIuuU. Ta-
KIM 00pa30M, Ha MOBEPXHOCTHU JIOPCATBHON CTOPOHBI IUTa OJJHOI 0COOU 3TOr0
BHJIa MO>KHO HAaWTH CKYJIBIITYpPHBIE 3JIEMEHTHI, TIPEICTABISAIONINE COO0H mepe-
XOJTHBIM PSiJT OT TIAJAKOHN YIIIOIMIEHHON TeCCEePhl, MOTHOCTHIO JIMIIIEHHOMN MOBEPX-
HOCTHOTO JISHTHHOBOTO CJIOSL, 10 KPYITHOT'0 OyTOpKa C XOPOLIO pa3BUTOM TKaHBIO
ME30[ICHTHHA U HaMeNouaa. DTOT eHOMEH NOKa3bIBACT, UTO B IAHHOM IpyIIe
PaHHUX TMO3BOHOYHLIX CYIIECTBOBAJIMW MCXAaHU3MBbI MOp(I)OI‘eHC?:a, IIO3BOJIATO-
IME€ HE TOJIBKO YCIEIIHO KOHCTPYMPOBATh PAa3JWUYHBIC TUIIBI NAHLIUPEH, HO U
TOHKO MOJIEIMPOBATh KOHKPETHYIO (OpMY IIMTA, TPOSBIAS KOHCTPYKTHBHEIC
BO3MOYKHOCTH 32 CYET U3MEHEHHS (POPMBI 3JIEMEHTOB M IUTACTHYHOCTH THCTO-
XapaKTEePHCTHK SK30CKeIeTa MPH NOCTPOCHUH MAaHIUPS ONPEACICHHOr0 THIIA B
rpeenax oJJHOW 0COOH OJTHOTO BHJIA.

VY no3BoHouHbIX (Vertebrata) oOpazoBaHue NEHTHHA IPHYPOUYCHO K TPaHU-
1Ie 3MUJePMHCa U KOPUYMa, IIPU 3TOM JIEHTUHOBBIE CTPYKTYPBI 00pa3yroTcs B
BEPXHEM KOpHyMe LEHTPOCTPEMHUTEIBHO OT SMUAEPMHUCA 10 HAIPABICHHUIO K
(bopMupyIomuMcss KOCTHBIM CTPYKTypaM. /i MOHMMaHUs 1porieccoB hopMu-
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Puc. 4. Cxema OCHOBHBIX (¢) 1 IPOMEXKYTOUHBIX (0) BAPHAHTOB IJIOCKOCTHOI OpraHU3aluu
0a30BBIX 3JIEMEHTOB IMOCTPOSHHSI IPH OJHOBPEMEHHON 3aKJIajIKe JeHTHHOBBIX CTPYKTYp (Ada-
HacheBa, 2012).

pOBaHMS MAHIMPA Y APEBHUX MMO3BOHOYHBIX MBI (AdanacbeBa, 2012) cooTHecnn
3JIEMEHTHI TBEPIBIX IIOKPOBOB (AEHTUHOBBIE CTPYKTYPhI) OCTEOCTPAKOB C TaKHU-
MU F€OMETPUUYECKIMHU HOHSATUSMHU KaK TOYKa, TUHUS U MI0CKOCTh (puc. 3). Taxk,
3a4aTOK JICHTHHOBOTO Oyropka Mbl 0003HAYMIIM KaK TOUKY, 3a4aTOK BaJHKa —
KaK JIMHUIO, COOTBETCTBEHHO, 3a4aTOK IJIaJIKOH MOBEPXHOCTH — KaK MJIOCKOCTb.
[Ipu BBeneHNM MapameTpa BpeMEHHM OJHOBpeMeHHas 3akiyanka (puc. 4,a) oau-
HaKOBBIX TOYEK MPHUBEIET K (DOPMUPOBAHUIO pelibeda M3 0qHOpa3MEPHBIX O0y-
TOPKOB, 3aKJIaJKa OAMHAKOBBIX JINHUH — K ()OPMHUPOBAHUIO BAJIMKOB, 3aKJIaaKa
MJIOCKOCTH — K (DOPMUPOBAHUIO TJIAJIKOH JEHTHHOBOHM moBepxHocTu. [loMumo
PacCMOTPEHHBIX MPOCTHIX CIydYaeB, TOYKH W JIMHUM MOTYT pa3MeIlaTbcs Ha
MJIOCKOCTH YTOPSII0UEHHO MJIM HeymnopsiaodeHHo. [lpu mocnenoBaTenbHOM 3a-
KJIaJIKe JIEHTHHA Oy/IET OCYIIECTBISITHCS TOPH30HTAIBHBIN pocT (YBeTUYCHHUE
a0CONTIOTHBIX pa3MepoOB) W BEPTHUKAJIBHBIA pPOCT (yTONIIEHHUE 3K30CKENIeTa)
naHuups B oHTorenese. llpu eopuszonmanvnom pocme (puc. 5,a) nosiBieHue
TOUYCYHBIX 3a4aTKOB ACHTHHA B MATKHMX TKaHSX BOKPYT IEPBHYHOro Oyropka
MPUBOJIUT K MOCTENIEHHOMY TOPHU30HTAJBbHOMY HapacTaHHUIO TBEPABIX TKaHEH
WHTETyMEHTa paJualbHO, B OTAEIBHBIX HANPABICHUSIX WU IUPKYISIpHO (pa-
TUATBHBIA VM IUPKYISAPHBIN pocT). Pa3Merienne HOBBIX JTHHEHHBIX 3a4aTKOB
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Puc. 5. Crioco0bl pa3BUTHS TBEPABIX IOKPOBOB; @ — IPH TOPU30HTAIBHOM POCTE: apealbHbIH
(D), ponTanensit (1), mupkymzonansusrii (111) poct; 6 — npu BepTuKansHOM pocte: I — Guro-
JSPHBIA POCT, MepBasi TeHEepaIys AeHTHHA — OyTOPKH, BTOpasi TeHepalus AeHTHHA — ceTh, 11 —
YHHIIOJsIpHBIH pocT (AdaHackesa, 2012).

JEHTUHOBOM TKaHW MEXJy MEepBUYHBIMHU BaJlUKaMH MO3BOJSET HapalllBaTh
9K30CKEJIeT B OJTHOM WJIM JIBYX MPOTHBOMOJIOKHBIX HAIPaBJIEHUAX MEX]Y Ba-
nmukamu (ppoHTanbHBIN pocT). [1nocKoCcTHAs 3aKiIaaka JEHTHHOBBIX CTPYKTYP
B MSTKHX IIOKPOBaxX BOKPYT IEPBUYHON IJIACTHHBI 00€CIIEYNBAET BO3MOKHOCTD
KpaeBoro pocTa NaHuups (HUPKyM30HaJIbHBIN pocT). [Ipu éepmuranvrom pocme
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(puc. 5,6) mMpOUCXOIUT TOCIENOBATEIBHOE BEPTUKAJIBHOE pa3MelleHHe I'eHe-
panuii IeHTHHAa Ha MOBEPXHOCTU NAHIMPS (HAJCTABOYHBIA WU CYIIEPIIO3H-
LIMOHHBIM POCT), UTO IO3BOJIAET HapallMBaTh TOJIIUHY TBEPIABIX IIOKPOBOB B
OHTOreHe3e Kak B 0a3aJlbHOM HAIlPaBJICHUH 3a CUET Pa3BUTHS KOCTHBIX CIIOEB
(YHUIIONSAIPHBIN TUI POCTA), TAK U B allMKAJIbHOM HalpaBICHUHU, OCYIICCTBISS
OUIIONSPHBIN POCT HK30CKENEeTa 33 CUeT HapaI[UBAaHUS U KOCTHBIX U JCHTHHO-
UIHBIX TKaHed. [IoMHMO OCHOBHBIX THIIOB 3aKJaJOK JEHTUHOBBIX CTPYKTYP
y OCTEOCTPAKOB HAMU BBIABIECHBI WX MPOMEXKYTOUHBIE cOCTOSAHHS (pHcC. 4,0):
OTPE30K (TOYKA — JUHHS) B MEPCIICKTHBE TIO3BOJISICT 00Pa30BaTh yIIMHCHHBIC
OyropKH WM pa3sHOpa3MEpHbIe AEHTHHOBBIC BaJIMKH; MJIACTHHA (TOYKA — IJIO-
CKOCTB) B MEPCIEKTUBE — CIIIAKEHHAsl MMOBEPXHOCTH IHPOKOT0 Oyropka WM
Teccephl; CeTh (JIMHUS — MIIOCKOCTH), COOTBETCTBEHHO, MOPHUCTAas TIOBEPXHOCTh
MaHIMpPSA WK 00BbeMHas CeTh Ha ero moBepxHocTH. CouyeTaHne BapuaHTOB 3a-
KJIAZIOK TKAHEH U TUIIOB UX PA3BUTHUS II03BOJISET CTPOUTH Pa3HOOOpa3HbIE KOH-
CTPYKLHHU U OOBACHSET CYLIECTBOBAaHHE BCEX ONMCAHHBIX B HACTOAILIEE BPEMs
penbeoB 3K30CKeIeTa y KOCTHOMMAHLUUPHBIX OecUeTIoCTHBIX. Takum 00pa3om,
aHaJIM3 UMeroLIelics nHPOPMAaLliY, HAKOIIJICHHOW K HACTOSILIEMY BpeMeHH (Tipe-
JIe BCEro cCOOCTBEHHBIE HCCIIeIOBaHUs, a TAKKe JIUTepaTypHble JaHHBIE), M10-
3BOJIMJI ITPENONOKUTh (Adanackesa, 2012), 4T0 MHOr0OOpasue B CTPOCHUH Ha-
PY’KHOTO CKeJIeTa OCTEOCTPAKOB, KAK M BO3MOXKHOCTh IOCTPOEHUS MaHIUPER
Pa3IUYHOrO TUIIA JOCTUTAJIOCH NIPEXK/IE BCErO 3a CUET KOMOMHUPOBAHUS THUIIOB
TKaHEBBIX 3aKJIAJ0K ICHTHHOBON M KOCTHOM TKaHU M CIIOCOOOB X Pa3BUTHSL.
3AKJIFOYEHUE

BrisiBieHHBIE (PaKThl CBHACTENBCTBYIOT O TOM, UYTO HAapy>KHbBIE TTOKPOBBI
KOCTHOMAHIMPHBIX OECUCIIOCTHBIX M03BOHOUHBIX (Osteostraci) mpeacrasis-
71 co00H MOABIXKHYIO CHCTEMY ¢ OOPATHBIMH CBSI3SIMH, TOHKO pearupyronryro
Ha U3MEHEHHMsI BHEIIHUX U BHYTPEHHUX ycioBuid. CTpoeHHE Hapy>KHOT'O CKeJle-
Ta OCTEOCTPAKOB MOKA3bIBAET, YTO OH OBLI aKTUBHO 3a/ICHCTBOBAH B CIIOKHBIX
MeTabOMMYeCKHX MpoLeccax, Mpyu ’TOM HHHOBAILIMOHHBIC CBOWMCTBA, XapaKTep-
HBIC JIJISI HHTETYMEHTa IO3BOHOUHBIX (Vertebrata), MO3BOJISLIIM KOHCTPYUPOBATh
9K30CKEJIeTHI PA3TUYHBIX THIIOB B YCIOBHAX MMalie030MCKOT0 BpeMeHH. MHOTO-
o0pasue B CTPOCHUHU HAPY)KHOI'O CKEJIETAa OCTEOCTPAKOB JOCTUTAIOCH IIPEXKIE
BCEro 3a CUeT KOMOMHHPOBAHMS THUIIOB TKAHEBBIX 3aKJaJ0K JACHTHHOBOW M
KOCTHOM TKaHU M CIIOCOOOB MX pa3BUTHs. Ha ocHOBaHMM aHaJIM3a AaHHBIX I10
CTPOEHUIO Hapy>KHOTO CKeJeTa Pa3IuYHbIX TAKCOHOB OCTEOCTPAKOB YCTaHOBIIE-
HO, 4TO (hOPMUPOBAHNE MAHIIUPS TTPOXOAMIIO B YCIOBUSAX TECHOM KOOPAMHAIINH
Pa3BUTHUS TBEPABIX U MATKUX CTPYKTYP OKPOBOB, IPEXKAE BCETO, IIOJIUTOHAJIb-
HOM, COOCTBEHHO CEHCOPHON M COCYAHMCTON CHCTEM WHTEryMeHTa. DK30CKeJeT
OCTEOCTPAKOB MPEACTABISAET COO0M XOPOLIYI0 MOJEIb JIsl IEMOHCTPALlUH 3a-
KOHOMEepHOCTeH (hopMo0oOpa3zoBaHUs TBEPIABIX MOKPOBOB PA3THUYHBIX THUIOB Y
MO3BOHOYHBIX KUBOTHBIX.

173



CITMCOK JIMTEPATYPbI

Agpanacvesa O.b. 1986. Ctpoenue 3k30ckenera nedanacnug u3 cuiypa dcronnu // [lase-
oHToI. )KypH. Ne 2. C. 67-74.

Apanacvesa O.b. 1991. lledanacnuasr Coserckoro Coro3a (Agnatha). M.: Hayxka.
C. 1-144. (Tp. ITaneonton. un-ra AH CCCP. T. 248).

Adgpanacvesa O.5.. 1996. K Mmopdonoruu 1 cucTeMaTHueckoMy TTOJI0KEHHIO TPeMaTaclna-
HOTO ocTeocTpaka Aestiaspis viitaensis (Agnatha) // [TaneonTomn. xypH. Ne 4. C. 68-72.

Adgpanacvesa O.F. 2004. Octeoctpaku. Osteostraci / Mckomaempie 1mo3BoHOYHBIE Poccun
U compenenbHBIX cTpaH. becuemoctHpie u npeBHue pwiobl. Pen. JI.W. Hosuikas,
O.b. AdanaceeBa. M.: TEOC. C. 210-268.

Agpanacvesa O.F. 2011. K mopdomorun u cucteMaTndeckomy nojoxkennto Ungulaspis arc-
toa (Agnatha, Vertabrata) u3 HipkHero neBoHa apxumnenara CesepHas 3emuns // IName-
onTom. )XypH. Ne 5. C. 8§9-93.

Agpanacvesa O.5. 2012. O hopMupoBaHUN HAPYIKHOTO CKEJIETa Y APEBHUX OSCUCTFOCTHBIX
(Agnatha, Vertebrata) // JToxi. AH. T. 442. Ne 6. C. 837-840.

Adgpanacvesa O.b. 2016. O pocte U pereHepaIiy 3K30CKeIeTa y IPEBHUX OCCUCTIOCTHBIX
no3BoHOYHBIX (Osteostraci, Agnatha) / loksi. AH. T. 466. Ne 5. C. 624—627.

Adgpanacvesa O.B., Kapamaiome-Tanumaa B.H. 1998. HoBble ocTeocTpaku (Agnatha) n3 cu-
Jypa M HIDKHeEro JieBoHa apxunenara CesepHas 3emist (Poccust) // ITaneonTon. xypH.
Ne 6. C. 60—64.

Adgpanacvesa O.F., Kapamarome-Tanumaa B.H. 2013. HoBble nanHBIe 00 ocTeocTpakax (Ag-
natha) u3 HIDKHET0 AeBoHa apxunienara CesepHas 3emus // [TaneonTto. xxypH. Ne 5. C.
53-61.

Adghanacvesa O.B., Mapce T. 1997. CtpoeHne dK30CKeNeTa U pacpocTpaneHue Aestiaspis
viitaensis (Agnatha) u3 curypa Scronnu / [TaneonTomn. xypH. Ne 6. C. 75-80.

Agpanacvesa O.b., Mapcce T. 2014. Hoble TaHHBIC O HAPYKHOM CKEJICTE OCTCOCTPAKOB pozia
Aestiaspis (Agnatha) u3 cmirypa o. Caapemaa (Octonus) u apxureiara CesepHas 3eM-
151 (Poccus) / TlaneonTon. sxypH. Ne 1. C. 75-79.

Usanos A.O., Yepenarnos I'O. 2004. VckoraeMbie HU3IINE TTO3BOHOYHEIC. YUeOH. TOCOOHE.
Cn6.: M3n-Bo C.-IletepO. yH-Ta. 228 c.

Mspce T'H. 1986. Ilo3BoHOUHBIE cunypa DcTtoHuM U 3anaaHol Jlarsun. Tamnua: Banryc.
104 c.

Afanassieva O.B. 1995. The structure of the exoskeleton of the Tremataspidoidei and its
significance in the taxonomy of osteostracans (Agnatha) / Geobios. Mém. spéc.
Ne 19. P. 13-18.

Afanassieva O.B. 1999. The exoskeleton of Ungulaspis and Ateleaspis (Osteostraci, Ag-
natha) from the Lower Devonian of the Severnaya Zemlya, Russia / Acta geol. Pol. V.
49. Ne 2. P. 119-123.

Afanassieva O.B. 2004a. New evidence on the exoskeletal growth of some Lower Devonian
osteostracans / 10 Intern. symp. on Early Vertebrates/Lower Vertebrates. Gramado,
24-28 May 2004: Programme and abstracts / Ed. M. Richter. Univ. Federal do Rio

174



Grande do Sul. P. 9.

Afanassieva O.B. 2004b. Microrelief on the exoskeleton of some early osteostracans (Ag-
natha): preliminary analysis of its significance / The Gross symp. 2: Advances in pal-
acoichthyology. Riga. Latvia / Ed. E. LukSevics. Acta univ. Latviensis, Earth and Envi-
ron. sci. V. 679. P. 14-21.

Afanassieva O.B. 2014. Development of the exoskeleton in osteostracans (Agnatha, Verte-
brata): new evidance of growth // Paleontol. j. V. 48. Ne 9. P. 973-979.

Afanassieva O.B., Karatajiitée-Talimaa V.N. 2009. The histology of the Upper Silurian osteo-
stracan Timanaspis kossovoii Obruchev (Agnatha) from North Timan, Russia / Acta
zool. V. 90. Suppl. 1. P. 38-43.

Denison R.H. 1947. The exoskeleton of Tremataspis // Amer. j. sci. V. 245. Ne 6. P. 337-365.

Denison R.H. 1951a. Evolution and classification of the Osteostraci / Fieldiana: geology. V.
11. Ne 3. P. 155-196.

Denison R.H. 1951b. The exoskeleton of early Osteostraci / Fieldiana: geology. V. 11.
Ne 4. P. 197-218.

Gross W. 1961. Aufbau des Panzers obersilurischer Heterostraci und Osteostraci Nordde-
utschlands (Geschiebe) und Oesels // Acta zool. V. 42. P. 73—150.

Gross W. 1968. Beobachtungen mit dem Elektronenraster-Auflichtmikroskop an den
Siebplatten und Isopedin von Dartmuthia (Osteostraci) / Paldontol. zeits. Bd 42.
Ne %2, S. 73-82.

Greeniaus JW., Wilson M.V.H. 2003. Fossil juvenile cyathaspididae (Heterostraci) reveal
rapid cyclomorial development of the dermal skeleton // J. vertebr. paleontol. V. 23. Ne
2. P. 483-487.

Hawthorn J.R., Wilson M.V.H., Falkenberg A.B. 2008. Development of the dermoskeleton
in Superciliaspis gabrielsei (Agnatha, Osteostraci) / J. vertebr. paleontol. V. 28. Ne 4. P.
951-960.

Janvier P. 1985. Les Thyestidiens (Osteostraci) du Silurien de Saaremaa (Estonie). Pre-
miére partie: Morphologie et anatomie. Deuxiéme partie: Analyse phyligenétique,
répartition styratigraphique, remarques sur les genres Auchenaspis, Timanas-
pis, Dyriaspis, Didymaspis, Sclerodus et Tannuaspis // Ann. paléontol. V. 71. N 2/3.
P. 83-147, 187-216.

Marss T. 2006. Exoskeletal ultrasculpture of early vertebrates / J. vertebr. paleontol.
V. 26. Ne 2. P. 235-252.

Mirss T, Afanassieva O., Blom H. 2014. Biodiversity of the Silurian osteostracans of
the East Baltic // Trans. roy. soc. Edinburgh, Earth and environmental sci. V. 105.
P. 73-148.

Orvig T. 1951. Histologic studies of placoderm and fossil elasmobranchs 1. The exoskeleton,
with remarks on the hard tissues of lower vertebrates in general / Ark. zool. V. 2. P.
321-454.

Pander C.H. 1856. Monographie der fossilen Fische des Silurischen System der Russisch-
Baltischen Gouvernements. St.-Petersburg. 91p.

175



Sansom IL.J.,, Davies N.S., Coates M.L, et al. Chondrichthyan-like scales from the Middle
Ordovician of Australia // Palacontology. 2012. V. 55. P. 243-247.

Sansom R.S., Randle E., Donoghue P.C. J. 2015. Discriminating signal from noise in the
fossil record of early vertebrates reveals cryptic evolutionary history // Proc. roy. soc. V.
282.20142245. http://dx.doi.org/10.1098/rspb.2014.2245

Stensio E. 1927. The Downtonian and Devonian vertebrates of Spitsbergen. 1. Family
Cephalaspidae // Skrifter om Svalbard og Ishavet. V. 12. P. 1-391.

Stensio E. 1932. The cephalaspids of Great Britain. London: Brit. mus. nat. hist. 220 p.

Wengsjé G. 1944. On the genus Dartmuthia Patten with special reference to the minute
structure of the exoskeleton / Bull. geol. inst. univ. Uppsala. V. 31. P. 349-362.

Wiingsjé G. 1952. The Downtonian and Devonian vertebrates of Spitsbergen. 9. Morpholog-
ic and systematic studies of the Spitsbergen cephalaspids. Results of Th. Vogt’s Expedi-
tion 1928 and the English-Norwegian-Swedish Expedition 1939 // Norsk Polarinstitutt
Skrifter. Ne 97. P. 1-657.

Zigaite'Z., Blieck A. 2013. Palaecobiogeography of Early Palacozoic vertebrates / Early Pa-

lacozoic biogeogr. palacogeogr. / Eds D.AT. Harper, T. Servais. London: Geol. soc.
mem. P. 449—-460.

Morphogenesis of the external skeleton in early vertebrates
(Osteostraci, Agnatha): peculiarities of the structure
and general patterns of the development

O.B. Afanassieva

A brief review on the structural peculiarities and the general patterns of the develop-
ment of the exoskeleton in one of the earliest group of the vertebrates, viz., — osteostra-
cans (Osteostraci, Agnatha), has been done with account for new information.
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Onmoeenes u hopmuposanue OUONIO2UYECKO20 PA3HOOOPA3USL.
Cepus «leo-b6uonocuueckue cucmemi 6 npownomy. M.. ITHH PAH, 2018. C. 177-191.
http://'www.paleo.ru/institute/publications/geo

O MOP®OJIOI'MYECKOM PA3HOOBPA3UHN
B HAITPABJIEHHHOM PA3BUTHUU
HO3JHUX XUIIHBIX TUHO3ABPOB
(THEROPODA MARSH, 1881)

P. Bapc6oan
Huemumym Ianeonmonocuu u ceonocuu MAH, Yiaanbaamap, Moneonus
maspaleo@gmail.com

Jlpomeo3aBpuabl 1 OBUPANTOPUABI, MOP(OIOTHIECKH Hanbosee spKue
BETBHU TEPOIIO]], BO MHOI'OM IIPEACTABJISIOT 3BOIIOLIMOHHOE Pa3HOOOpasne
Bcell rpynmbl. VX HemoBTOpuMBIE MOAM(UKALNN MOCTKPAHHAIBHBIX
CTPYKTYp M Uepera pa3BuBaINCh HAa (Y OHE OPHUTH3ALNH, TOYTH BCEOOIIEro
SBJICHUSI B 9BOJIOIIMH TEPOIIOA, OTPAXKaBIIEH CTaOMIM3UPYIOMIUii 0TOOP,
TapajIeu3Mbl 1 5KOMOP(OIOrHIecKne 0COOEHHOCTH PacCMaTPUBAEMBIX
BETBEH.

BBEJIEHUE

Mopdonormaeckoe pazHooOpa3ue MO3MHUX (TOCIETPHACOBBIX) XUIITHBIX JTH-
HO3aBPOB JI0CTATOYHO OOJIBIIOE, U, CKOPEE BCETO, JOCTUTAJI0 HAMBBICLIETO YPOB-
HS B TEUEHHE MEJIOBOTO MEPUOA, CAMOT0 JJIUTEIbHOro B (aneposoe (80 MulH.
JeT), MPEACTaBISBIICIO BpeMs IMOCICAHEro M Haubosee MPOAOJIKUTEIHLHOTO
paciBeTa Bcel rpynisl. [Ipyn ToM Ha MO3AHEMENOBYIO 3MOXY MPOTAKEHHOCTHIO
HEMHOTHM MEHBbIIIE TTOJIOBUHBI JJAHHOTO TIeproia MPUXOINUTCS e1Ba-I1 He 00Jb-
LIMHCTBO BCETO YCTAHOBJIEHHOI'O Pa3HOO0pasus B MOP(OIOrnIecKon 3BOIIOLUH
Teponod. ITOMy B HEMaJoi Mepe ClIOCOOCTBOBAJIO Pa3BUTHE B TEUCHHUE IIOXH
0c000 ONarompusTHBIX YCIOBUH ISl 3aXOPOHCHMSI OPraHMYECKHUX OCTAaTKOB,
CIIY’KMBILINX OCHOBHOM MPUYMHON COXpaHEHHS MaJICOHTOJIOTHYECKOM JIETOMUCH.

B paccmoTpennu pazHooOpasust MO3AHUX XUIIHBIX JHHO3aBPOB BO3ZMOXKHBHI,
110 KpaiiHel mepe, J1Ba noxaxoja. Bo-nepBbiX, CpaBHHUBATh BCE PYIIIBI TEPO-
10/, TI0 KOTOPBIM HAKOILICHBl MHOIOOOpa3Hble 1 00BEMHBIC CBEIEHHS, HO BCE
XKE MPEO0JIeBaTh HEM30EKHYIO HEMOJTHOTY U HEPEIKO HU3KYI0 MHPOPMATHB-
HOCTB, a TaK)Ke M IPOTHUBOPEUMBOCTH MAacCOBOrO MaTepuana. DTOT MyTh 00-
Jiee TPUTOACH sl OONBIIMX CBOJOK, K mpumepy, «The Dinosauria» 2004 r.,
«Mckonaemble pentuany U nTunbs» 2012 1. 1 Apyrux mogoOHBIX uM. Bropoi

177



IIyTh KOPOYE U BBIPA3UTEIBHEN — BBIACIUTh OTPAHUYEHHOE YUCIIO TEPOIOJ, HE
6oree 2—3-X TpymI, MCXOAsl, CAaMO€ MEHbIIee, U3 CIEAYIONINX YCIOBUM: JaH-
Hble 10 W30paHHUKaM JOJDKHBI OBITH JOCTATOYHO TOJHBIMU (4TO COBCEM HE
O3HAYaeT 3aBEPIICHHOCTH MPEICTABIIEHUH O HUX), YTOOBI B 00001IeHHOH (hop-
Me TMPEACTABUThL CXOACTBO M PA3IUYHE COMOCTABIACMbIX MPU3HAKOB, MIPH 3TOM
KeNaTeIbHo, YTOObl HeMajas KOHTPACTHOCTh M MPOTHBOIOJIOKHOCTh OIHUX
W OJHOBPEMEHHO JOCTaTOYHO BBICOKAsl CTENEHb TOXJIESCTBEHHOCTH JIPYTHX
MPU3HAKOB JIUIIIb MOYCPKUBAJIO Obl aMIIUTYY X CTPYKTYPHBIX MOaHpHKa-
U ¥ WHHOBAIlM; HEMAJIOBAXKHA TaK)Ke W YCIOBHO Ooliee MM MEHEe pPaBHO-
3HAYHAS MOJBEPKEHHOCTH OOIIEH HAMPABICHHOCTH B MOP(OIOrHYECKOI IBO-
JIOLUY TO3HUX XHUIIHBIX AMHO3aBPOB B CTOPOHY NTHUENonobus. B Hamem
clly4ae OTBEYAIOUIMMH M30paHHBIM YCIOBUSIM OKAa3bIBAIOTCS APOMEO3aBPUIbI
(Dromaeosauridae Matthew et Brawn, 1922) u osupantopuasl (Oviraptoridae
Barsbold, 1976a). OTu Tepononpl, MoYTH MOIBEKa HAXOAUBIITHECS «B PE3epPBE»
BCJIEZICTBHE 00€30PYKUBAIOIICH HETIOTHOTHI 3HAHUS O HUX, HEOXKHUJTAHHO ObLITH
BBIJIBUHYTHI M3 TEHH, MEPBBIC B CAMOM Hauajie, BTopbie B cepenune 1970-x rr.,
KOT/1a HOBBIE JOTOJHHUTEIBHBIC CBEJCHMSI O HUX MO3BOJWIM JaTh UM BTOpPOE,
Oosiee OCHOBATEIbHOE OTKPBITHE MOCIE TIEPBOrO, JATUPYEMOTO COOTBETCTBEH-
HO 1922 u 1924 rr. (Matthew et Brawn, 1922; Osborn, 1924). HoBble naHHBIC
MPOJIEMOHCTPUPOBAIN 3aMeyaTeIbHble MHHOBAIIMM B CTPOCHUHU KaXJOW H3
BeTBel (Ostrom, 1969; Barsbold, 1976b, 1981), koMIIIEKCHO ocelie HE H3BECT-
HbIC CPEIM XUIIHBIX JUHO3aBPOB B IIEJIOM. BMOCIEICTBUM CHCTEMATHYCCK Ut
COCTaB Ka)KJOM M3 TPYIIN, BHAYAJIC HACUUTHIBABILIUN €IMHUYHBIC BUIBI, CYIIIC-
CTBEHHO pacuupsiics. J[pomeo3aBpubl U OBUPAIITOPUABI BBIJIEISIOTCS BbIpa-
3UTCIIBHOCTBIO U YCTOﬁQHBOCTBm HUX CTPOCHHA B IPCACiIaxX OTBCACHHOI'O UM
HCTOPUUYECKOTO BPEMEHU U SIBCTBEHHOW HAMPABIICHHOCTHIO PA3BUTHS B CTOPO-

'OpHuTH3A1KS, BO3MOKHO, HE JIyUIlIee CII0BO /ISl 0003HAUCHHUS ATOTO BECOMOT'O HANIPABJICHHSI B
HACTOPUYECKOM Pa3BUTHH MO3IHUX XUIIHBIX JTUHO3aBPOB. JIETKOCTB €ro TPOM3HOMICHUS U OJTHO-
3HAYHBIN CMBICT B KaKOI{-TO Mepe ONpaBABIBAIOT ero mpuMeHeHue. LLInpoko n3BeCTHBI TEPMUHBL,
0003HAYAIOIINE OMPEACICHHOS HAMPABJICHUE B Pa3BUTUU Psijia TPYII, K MPUMEPY, MaMMaJu-
3aI¥s y COOTBETCTBYIOIIUX PENTUIINI, CAlTMEHTAIlUsl Y TOMUHU U T. 1. JInme ntunemnonodue,
CTOJIb SIPKO BBIpaKaBIIeecss B MOP(OIOTUH XUIIHBIX JTUHO3aBPOB HA MO3IHEM 3TaIe UX IBOIIO-
[[MH, HEC UMECT MOYEMY-TO (B Pa3HbBIX A3bIKAX) OOILICTIPHUHATOr0 0000IIAOIIET0 CJI0BA, XOTS CAMO
SIBJICHUE YK€ JABHO M IMIUPOKO BOCHPUHATO. [10 MpoHWMM Cynb0bl Ha3BaHUE OOJBIION I'PYIIIIBL
XUIIHBIX 1nHO3aBpoB Theropoda Marsh, 1881, kak U3BECTHO, O3HAYAET «3BEPOHOTHEY, XOTS MO
CTPYKTYPE CTOIIBI, KaK ceiiyac XOPOIIO U3BECTHO, OMPEACICHUE KIITHIICHOTUE» MOIXOIUII0 OBl
0OJIBIIIE TIO CYNIECTBY, HO OHO COXPAHSCTCS B HA3BaHHH JIPYroi Hemauoi rpymmsl Ornithopoda
Marsh, 1881 u BKiIIOUaeT pacTUTENBHOSAIHBIX TUHO3aBPOB, CTOMA KOTOPHIX JAJIEKO HE MTHYbS,
1 OHM HE TIOABEPTaJIMCh CTOJIb ABHOW opHUTH3anuu. OY. Mapiil, n3BeCTHBI aMEpUKaHCKUHN UC-
cJIeI0BaTENb U aBTOP 00OMX Ha3BaHUU M TAKCOHOB, O0Jiee MOJIarajcsi Ha PENTUINHHOE pa3BUTHE
JIMHO3aBPOB, YeM Ha mpHoOpeTaeMble UMHU NTHYBM YEPTHI, B TO BPEMs €Ille HE MPUBJICKABIINE
MPUCTAIBHOT0 BHUMAHHUSI (XOTS TOPa3/10 pPaHee BHICKa3hIBAIOCh O BO3MOKHOM POJCTBE JMHO3aB-
POB H IITHUII), MUK KOTOPOT'O MPUXOIUTCS OJIFKE K KOHILY BTOPOM 1moJIOBUHBI XX BeKa B H3BECT-
HOM M yCTICIIHOM KOHIETIIUU « THHO3aBPBI-ITUIBI».
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Hy nTunenonobus, opuutusanuu'. Ilocnennee, Bupodem, OBLIO €Ba JIN HE BCe-
obmum s teponof (Theropoda Marsh, 1881) siBjieHreM, Macitadbl KOTOPOTO
CYIIECTBEHHO Pa3IMYaJINCh BHYTpU Tpynmbl. Beigemenne Avetheropoda Paul,
1988, «nITHUYBUX TEPOMOA», HECMOTPSL HA JUCKYCCUOHHOCTH Psifia aCHEKTOB UX
CTPOGHUSI U COCTaBa, MOAYEPKUBAET MOJOOHYIO HAIIPABIEHHOCTh B ABOJIOIUU
MO3IHUX XHUITHBIX AUHO3aBpOB. OpHUTH3ALMS OblJa B HEMAJIOW Mepe WHIUKa-
TOPOM K BBIXOJly Ha MarucTPajbHYIO JINHUIO SBOJIOIUH, TEM CaMbIM, BO3MOX-
HO, HEMAJIO CIIOCOOCTBYSI CTAOMIN3UPYIOMIEMY OTOOPY B Pa3BUTHH T'PYIIIHI Ha
MO3HEM dTame. 37IeCh HET HEOOXOMMMOCTH paccMaTpHUBAaTh OPHUTH3AIMIO Ha-
3BaHHBIX BETBE, TeM 0oJiee B OTPHIBE OT T'PYIIIIHI B IIEJIOM, KOTOPOH MOCBSIIECH
00JbIIION 00BeM MyOIMKaNUiA, U 00IIee COCTOSHHUE CYIIECTBYIOIIETO MOJI0XKe-
HUS IOCTaTOYHO U3BECTHO.

JpoMeo3aBpu/Ibl MPEACTABISIOT CEMEUCTBO, YCTOMUYMBOCTh CTPOCHHUS KO-
TOPBIX SIPKO MPOSIBIISIETCS] B MX PA3BUTHH B TEUCHUE PAHHET'O W TIO3THET0 Meia.
OXxBaT CTONb IIUTEIHHOTO CyMMapHOTO BPEMEHH JIBYX 310X (80 MITH. JIeT) He-
4acTO BCTpeYaeTcs y MO3AHUX XUIIHBIX JHUHO3aBpoB. [loMuMo npomeo3aBpun
JUIIb OPHUTOMUMUABI JOCTOBEPHO COIOCTABHMBI ¢ HUMH MO IJIUTEIBHOCTH
pasBUTHS, TOT/IA KaK y OCTaJbHBIX BETBEH OHO OrpaHUYHMBACTCS Yallle BCETro
JIUIIb OJTHOHM U3 MEJIOBBIX IIOX, IIPU 3TOM TPeo0IIaaroT O3 [HEMEIOBBIE BETBH.
HenoxHOTa ManeoHTONIOTHYECKON JIETOMHMCH U CYMIECTBYIOMIETO HMCKOITAeMOTO
MaTepualia MOTYT TIOBIHUATH Ha JUTUTENBHOCT Pa3BUTHA Psijia BETBEH, XOTs ObI
4acTh KOTOPBIX MOXET OKa3aThCs Pa3BUBABIIEHCS OECIIPEPHIBHO B TEYCHUE BCE-
r0 MEJIOBOTO Mepuoja (MJIM Aa)ke HauaBLIMCh paHee). XOTs OOHapy»XeHUe IMo-
JNOOHBIX HOBIIECTB, KaK MOKa3bIBACT peasibHas MPaKTHKa U3yUeHHs, 1aJIeKO He
OBICTPOE U M3MEPSIETCSl HEPEIKO JICCATKAMH JICT.

KPATKO O JIBYX BETBAX TEPOIIO/

JpoMeo3aBpuIbl U OBUPANTOPHIBI OBIITH Pa3HOW BEIWYWUHBI — OT MallOTO
u cpeasero (1.0-2.5 m) go kpynHbIX (4.0 M) 171 APOMEO3ABPUIT K TUTAHTCKUX
(6—7 M) nns opupantopun. ApomeosaBpunsl (puc. 1) obiananu yepenom, BIoJ-

Puc. 1. Buza cnpaBa uepena npeacTaBuTesNe ApoMeo3aBpHa U oBUpanTopul: a — Velociraptor
mongoliensis Osborn, 1924; 6 — Citipati Clark, Norell & Barsbold, 2001.
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Puc. 2. IlpaBas cTona BeJaoupanTopa U3HyTPH.
Puc. 3. Kucts: neBast y qpomeo3aBpuj (C HEKOTOPBIMU

He THIYHBIM s Teponof (Barsbold, Osmolska, 1999), u yctaHOBNEeHHBIE pa3-
JUYHS B IETAISX M IPOMOPLUAX €1Ba JIK BHIBOJST €r0 3a PaMKH OOIIETPUHS-
Toi Tunonoruu. CTpoeHne yepena y OBUPANTOPH]I HEOOBIYHO OTKJIOHSETCS OT
TEpOTIOI0BOM HOPMBI, OTINYASICh YKOPOUEHHOCTHIO JINLIEBOTO OTAeNa, B KOTO-
POM TIpenyeNIoCTHRIE KOCTH MPeo0IiajaloT B OCHOBE MAaCCHBHOTO KJIOBA C 4e-
PEITHOH CKYJNBITYpPOH (MHOTZA OTCYTCTBYIOIICH) B BUIE TIJIACTHHYATOTO Tped-
HS WIM KPYNHOTO KYIOJOBHUAHOro nuieMa. HeOHO-ITepUronHbli KOMILIEKC
MaCCHBHBIH, OTPOCTKHM YETIOCTHBIX KOCTeH (POPMUPOBAIN MOYTH CILIOUIHYIO
penbedHyI0 BBICTHIIKY HEOa, HE MMEIOLIEro MpeLeleHTa y XUIIHBIX UHO3aB-
poB. HuXKHSS 4entocTh C KOBILIEBUJIHONW POCTPATIBHONW YaCThIO, BEDXHUM Kpai
HEPEAHEr0 OTAEIA YETIOCTH CHIIBHO BBITHYTBIN, HUJKHEUEIIOCTHOE OTBEPCTHE
KpPYITHOE, YeTFOCTHOW CYCTaB, pa3/ieJIeHHbIN CpeAuHHBIM BEICTYTIOM (Osmolska,
1976; bapc6omnn, 1983; Elzanowski, 1999).

[locTkpaHuabHBIM CKeNeT y 00enx BeTBel, Oyaydn B OCHOBE I03/1HEOa-
3aJIbHBIM, HECET €ro XapaKTepHbIe YePThl: KOHCTPYKTUBHO JIETKHH, Tpexmnaas
XBaTaTeJIbHASI KUCTh C MIKWBHBIM MACTHO-3AMSCTHBIM COCUHEHUEM, Y HEKOTO-
PBIX OBHPATITOPUI MOTU(PHUIIUPOBAH C PEAyKIHeH (YTOHBIIICHHEM) BTOPOTO U
TPETHETO NAJIBLEB, CTONA Y 00EHX IPYIII HE OTHOCUTCS K apKTOMETaTap3aibHoO-
my tuny (Holtz, 1995); y npomeo3aBpua MoguduKamus BTOPOro Mnajblia CTOIBI
(puc. 2) ¢hopmupyeT THHIIMMOUAHBIE COSIUHEHHS 0a3aibHON (alaHTH, pac-
LU PSIIOIINE MOJBUKHOCTD MTPEIKOTTEBOM 1 yBEIMYEHHON BJIBOE-BTPOE MPOTUB
0OBIYHOTO pa3Mepa KOTTEBOH («XUIIHHMYECKOW») (hajaHT; BTOPOH maJer oTTs-
rUBaJjICs MO JyTe Ha3aJd-BBEPX M BBIBOLUJICA OT OIOPHI HA CyOCTpaT, GopMuUpys
JIBYTNaiIoCTh pu Jokomoruu (Ostrom, 1969a, b).

Cromna y oBupanTopu GyHKIIHOHAIBEHO Tpexnanas B paMKax TePOIOI0BOi
HOopMBI. Ta3 y Ipomeo3aBpu onpeaessieTcst HOCTIYOMYecKOr, y OBUPANTOPUL
MpenyOrnYecKol TONIMXOMIHe. XBOCTOBBIC TTO3BOHKHU Y IPOMEO3aBPHU] 3a UC-
KJTIOYEHUEM TPOKCHMAJIBHOTO pPsiia TyTeM HEOOBIYHO CHIIBHOTO YAJIMHEHUS
COEAMHSIOIINX IEMEHTOB, IPe00Pa30BaHbl B JKECTKO-YIIPYT'yIO CTPYKTYpY. Y
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OBHPANTOPHU]] XBOCTOBOH OT/IENT OT COOTBETCTBHS OOBIYHOM TEPOIOJ0BOW HOpME
W3MEHSUICS JI0 3aMEeTHON YKOPOYEHHOCTH (TTOYTH 10 TPETH JIJIUHBI) U Pa3BUTHS
MATOCTHJIS TIPH etmne 60mbInei ykopoderHocTH (Barsbold et al., 2000). Creriu-
aJM3aluy IOCTKPAHUAIBHOTO CKeJleTa Yy APOME03aBpu/]] HbIHE XOPOIIO U3BECT-
HBI, UX Yepery paBHO3HAYHBIC U3MEHECHUS HE CBOMCTBEHHBI B IIPOTHUBOIIOJIOX-
HOCTB IMIaBHOHM (OopMe crienuain3alii y OBUPANTOPU/, BEIPAKaeMOM Mpenumy-
LIECTBEHHO cTpoeHneM ueperna. O6e BETBU pa3uUTEIbHO OTIWYAIOTCA JAPYT OT
Jpyra Io IeJIoOMY psAy MPU3HAKOB, U M3 WX MHOXKECTBA ITOKA3aHbI JUIIb Te,
KOTOpbIE Hanbosee IPKO BOCCO3Aat0T 00pa3bl ITUX HEIOBTOPUMBIX SILIEPOB, BbI-
pasuTEeNbHO AEMOHCTPUPYS OCOOCHHOCTH CTPOCHHUS Kax a0l u3 Betseil. [Iporu-
BOIOJIOXHOCTB PAJIa UX CYIIECTBEHHBIX YepT JEHCTBUTENBHO OTpakaeT pazMax
MHOT000pa3usi MO3AHUX XUIIHBIX JWHO3aBPOB, HE CKPHIBAEMOTO «YCPEIHSIO-
EW» OPHUTHU3ALUEH.

OBupanTopua paccMaTpHUBAIOT, Kak BO3MOXKHBIX IleHarHaTu (Coegnathidae
Sternberg, 1940) u nenarnaronneii (Caegnathoidea Sternberg, 1940) mpeumyrie-
CTBEHHO TI0 CTPOCHHIO HIDKHeH demtoctu (Maryanska et al., 2002; Osmolska
et al.,, 2004). B cnydae oTHeceHMs K [IEHATHATOMJICSIM OBHUPANTOPUABI COXpa-
HSIOT CEMENCTBEHHBIN PaHr, MOAPAa3CIIEHUE Ha MOJCEMENCTBA U YIIOMSHYThIE
nBe nuHud. [Ipu oTHeceHWH MX MPSMO K CEMEWCTBY IEHArHATH] YKa3aHHbIE
noncemetictBa (Oviraptorinae m Ingeniinae) M 1B JTUHUHM PaBHO COXPAHSIOT-
cs. Her taxoke nmpoOsieM Ipy OTHECEHMM BCEX HA3BAHHBIX TAKCOHOB (KOHEYHO,
MIOMUMO APOME03aBpU[), Kak Obl OHHM HE 0003HAYaIHNCh, K OBUPATOPO3aBpam
(Oviraptorosauria Barsbold, 19766), rpynne 6onee Beicokoro panra. Tak 4To
BO3MOXKHBIC U3MEHEHU S B KJIaCCU(PHUKAIINH OBUPANITOPHU ] HUCKOJIEKO HE BIHSIIOT
Ha UX 3HAYEHHE, KaK OTHOTO U3 IPKUX, MOXKET OBITh J1aXKe, SKCTPEMaJIbHBIX MPH-
MEPOB MHOT000pa3ust MO3AHUX XUIIHBIX INHO3aBPOB B UX HAaIPaBJICHHOM pPa3-
BuTuU. HecMoTps Ha OOIIHOCTD CTPOEHUS HMKHEH YETIOCTH Y OBUPANTOPU] U
LIEHarHaTH I, Ha KOTOpoi OazupyeTcs npexactasieHue o6 ux poacrae (Osmolska,
1976), ee Oomnee neTanbHBIH MJIAH CTPOCHHSI ONPEACIIACTCS HEMaIbIM Pa3IHuueM
B Kasx1oi 3 Hux (bapc6omna, 1983), Ho B HalleM ciryuae, Kak 0TMEYaJioch BEIIIIE,
HE UMeIoIIeM 0co00ro 3HaYeHU s, Oy Iy dH SBICHUEM BHYTPEHHETO MOPSAKA IS
000CHOBaHNS POJICTBEHHBIX CBSI3EH, HE pACCMAaTPUBAEMBIX 31€Ch.

OCOBEHHOCTU 3KOMOP®OJIOTI' MU

OkoMop(oJIOTHs IPOMEO3aBpUA 3aMeUaTeIbHO MOATBEPKACHA OOHUM H3
y4acTHUKOB «Jlepymuxcsi [IluH03aBpOBY», HAHOCUBIIMK MOIU(DUIIUPOBAHHBIMH
BTOPBIMH NaJIbIIAMH CTOI C OOJIBIIUMH «XHUITHUYECKUMI» KOTTSIMH CMEPTEIIb-
HbIE yAaphl B HE3AITUIIICHHBIE 00JIACTH KUBOTA U TPYIH KEPTBBI, IIETKO 3aXBa-
THB KOTTSIMH KHCTEH 32 00e cTOpoHHI ee royioBel (bapcbonn, 1974). ['maBHBIE
WHHOBALMU B TIOCTKPAHUH y IPOMEO3aBPH ObIIIM YCTAHOBIJICHBI HA HOBOM B TO
BpeMsI MaTepuale 3TOH BETBH, IPEACTABIIsAsI COOOW B HEMAJIOW Mepe HEOXHAaH-
Hoe oTkpbITHE (Ostrom, 1969). Eme Gonee HEOXUAaHHBIM OBIJIO HAXOXACHHUE
«lepyuuxcs JlnHo3aBpoB» B MOHTOJTMHN BCKOpE MOCIIE yKa3aHHOW My OJIMKaIlui,
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uckJroueHussMu 11o: Ostrom, 1969) u npasasi y oBupanTopu (M3HYTPHU): @ — APOMEO3aBPHUIBI:
Deinonychus Ostrom, 1969; 6 — oupantopunsl: Citipati Clark, Norell Barsbold, 2001; ¢ — uHre-
HuuHBL Ingenia Barsbold, 1981.

JICMOHCTPHPOBABIIUX CHEIU(DUUSCKUI CTEPEOTUIT TIOBEICHHS JPOMEO3aBPH]L
(Barsbold, 1998; Bapc6ona, 2016), MOTHOCTHIO TOATBEPUBIIETO 3aAKIFOUSHUS
aMEPUKaHCKOI0 MCCcleioBaTels. DTO ObLI MEpBbI 00pasel BHICOKOW COXpaH-
HOCTH 3KOMOP(}OJIIOTHYECKUX OCOOCHHOCTEW XHIHBIX JAHHO3aBPOB, C OJIECKOM
MIPOJIEMOHCTPHPOBABIIHIA HE CTOIBKO UX BOOPYKEHUE, UyTh paHee yxke 00prco-
BaHHOE, HO, TJIABHOE, YHKIIMU WHHOBAIIMOHHO H3MEHEHHBIX CTPYKTYPY JApOMe-
03aBpPH/I B «JICHCTBUW», IOATBepXkAas onucanus npodeccopa k. X. OcTpoma,
KOTOpBIC B TPOTHBHOM CJIy4Yae MOIJTIH Obl Ka3aThCsl yMO3PUTEIbHBIMUA. MHEHHE,
YTO BEJIOLHPANTOP MOT ObI IPUMEHUTH CBOE BOOPYKEHHUE YKE Ha MEPTBOM KepT-
Be (Osmolska, 1993), kaxkeTcsi He COBCEM MOHATHBIM, HO, B HAIlIEM CiIydac IiiaB-
HOC, HC OTpUIAOIIUM BBIPA3UTCIIbHBIC 3KOMOp(1)OJIOFI/IT-IeCKI/Ie YEPTHI U aTaKy-
IOIIHE BO3MOXKHOCTH JPOMEO3aBpHJI, HO TIOUEMY-TO MPHUMEHSIEMbIC K HEXKHBOM
xepTBe. B mocnennee BpeMst MOTUpHUIIMPOBAHHAS CTOMA JPOMEO3aBPHJI paccMa-
TPUBAETCS KaK OpyUe YMEPIIBICHUS JKEPTBBI KOI'TSIMHU CTOIT IIPU MX 3aXBaTe U
CXKaTHH, YTO XapaKTEPHO JIJISl COBPEMEHHBIX XUIIHBIX MTHII.

Bbiiie ynmoMmuHanock, 4To JpoMeo3aBpHibl ObLIN MOP(GOJIOTHYECKH YCTOM-
YUBOH TPYNION B TEUCHHE €[Ba JTM HE BCETO MEJIOBOT0 rnepuoaa. OBupanTopu-
Il HE CTOJIb €IMHOO0OPa3HbI B MOP(OIOTHH, BRIACISSACH B OTHOCHTEIIBHO OoJice
TFeHEPAN30BaHHYIO 1 OoJiee CICIMATN3UPOBAHHYIO JIMHUH COOTBETCTBYONIUE
noacemeiictBam Oviraptorinae u Ingeniinae Barsbold, 1981. OcHoBHoe ux pa3s-
JINYUE COCTOUT B CTPOCHUHU KHCTEH (puc. 3).

Y oBupantopuH (TeHepalu30BaHHAS JIMHUS) KUCTh XBATaTEIHHOT'O THIIA
(puc. 3,0) ¢ MACTHO-3aISACTHBIM IMKHUBHBIM COCTUHEHHUEM, OTMEUCHHOE BHIIIIE,
W TMOJHOCTBIO CXOIHOE C CTPOCHHEM Yy JPOMEO3aBpujl. Y WHTCHUUH KHUCTh
(puc. 3,6) MmogudUIUPOBAHA C OTKJIOHCHHEM OT OOLICTIPUHSITOrO TEPOMOJI0-
BOro o0pasua, 4To J0 CHX HOp OBLIO M3BECTHO, K MPUMEPY, Y ABYHAJbIX TH-
panno3aBpua (Tyrannosauridae Osborn, 1905) u ogHOmaNbBIX ajnBapec3aypu/l
(Alvarezsauridae Bonaparte, 1991). ¥ MHreHHHMH B TpeXmajiod KHCTH TEPBBIH
najier; coxpaHseTcs Hanboliee MACCUBHBIM, TOT/]a KaK BTOPOH M TPETHUH Tocie-
JIOBATEIbHO M 3HAYUTENILHO YTOHBIIAKTCS, MOYTH PABHOYIJIMHECHBI, UX KOT'TE-
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Bble (hajlaHTH OTPaKAIOT BBEINPAMIICHHE M yMeHbleHue. KucThp takoro crpoe-
HUS TEPSET XBATATEIbHYIO CIIOCOOHOCTD B MPOTHUBOIOJIOKHOCTh KUCTH Y TeHE-
panu3oBaHHON IMHUU. Kpome TOoro, B KUCTH y HHI€HUHMH OTMEUYEHO CPACTaHHE
3aIsICTHOTO IIKHUBA (TOYHEE, MOJIYIIKHBA, IOCKOJIBKY B TaHHOH CTPYKTYpe BCET-
Jla IPUCYTCTBYET €€ MOJIOBUHA) C TPOKCUMAaJIbHBIM OKOHUYaHUEM ITCTH, IPEATIO-
JIO)KUTETBHO BOCIPUHUMAEMOE He KaK MaTOJIOTHsL, 8 BO3MOXKHAsI HOpMa JJI4 CIie-
UATU3NPOBAHHBIX WHTCHHHH (HaX0OIuMasi Ha BCEX M3BECTHBIX IK3EMILISpax).
Kucrs, cpactaBmascst B sICTHO-3aISICTHOM CyCTaBe, YCHIIMBAETCSl HE TOJILKO B
KOMITAaKTHOCTH, HO ¥ B OTPaHUYEHUH CBOOOBI ABMXKEHUI, YTO JOJIKHO CyXKaTh
ee (yHKLHMOHAJIBHBIC BO3MOXHOCTH, COXPAHsSsl CHOCOOHOCTH K BBIIIOJIHEHHUIO
OTHOCHTEJIBHO OTHOOOPa3HBIX IEHCTBUM, K TPUMEPY,CHA0)KEHHOT O IIeperoHKa-
MU TLJIaBaTeNILHOTO OpraHa.

OKoMOp(HONOrHUECKUH TIOTEHIIMANl HEIOBTOPUMON KpaHWAJIBHOW CIelH-
aJM3aIi y OBUPANTOPHU OCTAETCSl HEPACKPHITHIM. PenbedHasi moBepXHOCTh
HEOa, TOKPBIBABIIASICS YTONIIEHHOW paM(pOTEKOH, KaKeTCs MPHCIIOCOOIICH-
HOM K pa3laBivBaHHUIO TBEPAbIX NUIIEBBIX 00beKTOB. [lacTh naxe y Hanbomnee
KPYIHBIX 0C00€i HEOOBIYHO Y3Kasi U MaJoro o0bemMa B CpaBHEHUH C OJIM3KUMHU
1o pazMepaM H BeCy APOMEO3aBpUIaMH U APYTHMHU TEPONOJaMH, HATIOMHHAS
nacTh y nruil. PaHee JOMycKaloch MUTaHWUE OBHPANTOPH] JBYCTBOPYATHIMH
moutiockamu (bapcbomnn, 1972), mmpoko pacmpocTpaHEHHBIME B 03¢PHOI O6H0-
Te Toro BpeMeHnn (MaptuHcoH, 1982). IHTeHUNHEBI, 00Jiee MEIKHEe, YeM OBHU-
PanTOPHHBI, Ka3aloch Obl, MOTJIM BECTH aM(pHOMOTHUYECKHH 00pa3 >KM3HH. Y
OIHOTO M3 Apomeo3aBpun xanbikapantopa (Halshkaraptor Cau et al., 2017)
MpearnoiaraeTcs MepenoHYaTocTh KUCTH ¥ BOJAHO-HA3EMHBIH 00pa3 )xu3HH (He-
MaJjo pas3linYyaBIIMACS OT CHOco0a aKTHBHO IMPECIEAYIOIIEro W aTaKyromero
XUIIHMKA, BHEAPEHHOI'O TAK)Xe B OOIIECTBEHHOE CO3HAHUE 3aMEYaTeJIbHBIMU
¢unpmamu C. Cnunbepra). be33zy0ocTh U HEKOTOpBIE YEPTHI CTPOCHUS Y Te-
POIIOA CBA3BIBAIOTCSI ¢ BO3MOXKHBIM M3MEHEHHEM MX MHIIEBBIX MPEANOYTCHUN
(Zanno et al., 2009; Zanno et al., 2011; bapc6oin, 2017; Chinzorig et al., 2017), u
elle CToJeTHe Ha3a] yKa3blBaaach M3MEHYHMBOCTh B CTPOSHUH KHCTH Y OPHUTO-
mumu (Osborn, 1917), mpennonokuTeaTsHO MOTYIIAsl IOBJIUSTh HA U3MEHEHUE
ee pyHKuM. Bo3MOXXHO, MHT€HUHHBI TPaHC(HOPMHUPOBAIHICH B BEI€TapUAHLIEB,
U IIPU MEpexoie K paCTUTEIbHOM MHILEe MX KUCTh MPUCIIOCOOUIach sl COBEp-
LIEHHUS COBCEM MHBIX JICHCTBUM, YeM MPH XHUITHUYECTBE. BO3MOXKHO TakKe, 4TO
ux 0e33yOble YENFOCTH CIIOCOOCTBOBAJIM MHUTAHUIO pacTeHusiMu. OpHako pe-
IOYKIUs BTOPOTO M TPETHEro MaJIbIEB KUCTH, MX PABHOBEIHMKOCTH, CYKCHHE U
BBITIPSIMIICHHE KOT'TEBBIX (aJIaHT, MPUBOASIINE K yTepe XBATATEIBHOCTH, BbI-
3bIBACT HEIOyMEHNE — IOA00HAs KUCTh €/1Ba JIM CII0cOOCTBOBAJIA IMTAHUIO Pac-
TUTEJIBHOCTBIO, K IPUMEPY, NPUOIIIKas U MOJHOCS K MACTH MMHILY TAaKOrO PoJa.
BeposiTHO, OCHOBHBIM JICHCTBYIOIIMM OPraHOM B IMOJOOHOH KHCTH, TeM Oolee
CTOJIb MAJIOTO pa3Mepa, MOXKET OBbITh JIMIIb NEPBbI Nanel, Korresas QanaHra
KOTOPOTO, Oy/ly4H OTHOCHUTEJIBHO MacCHBHOW, KOPOTKOBaTa M ciabo W30THYTa

183



MPU OTMEUEHHOW PEAYIIMPOBAHHOCTH HApyKHBIX OOKOBBIX HasbiieB. DyHKIH-
OHAJIbHBIC BO3MOYKHOCTH KHCTH CTOJIb HEOOBIYHOTO CTPOCHH S, HE U3BECTHOTO Y
JIPYTUX TE€POTIOJ, OCTAIOTCS CKPBITHIMHU.
O INIO3/IHEBA3AJIBHOM ITOCTKPAHUAJIBHOM CKEJIETE

Y oBHpanToOpu U APOMEO3aBPHU/] B TOCTKPAHUATHLHOM CKEJIETe SIPKO BbIpa-
JKEHBI YepThl OTHOCHTEIBHO F€HEPATM30BAHHOIO THIA, 0003HAYAEMOT0 3/1€Ch,
KaK Mo37{He0a3abHbIi, U B TJABHBIX OYEPTAHUSX (PUKCHPYEMOTO Y MO3THUX
XUIIHBIX THHO3aBpoB. C cTpoeHneM deperna Aeso 0OCTOUT B YEM-TO CIIOXKHEE,
XOTS U yCTOMYMBOCTH 0a30BBIX YePT, ((OPMHUPOBABIITNX 3TY CTPYKTYPY y O3~
HUX XUIIHBIX JMHO3aBPOB, K TPUMEPY, CBOHCTBEHHYO IPOME03aBPHUIAM, U ITPO-
THUBOIMOJIOXHYI0 BO MHOTHX aCleKTax, KaKk Y OBUPANITOPHU/I, CBUJETEIbCTBYIOT B
MOJIB3Y pa3Ho00pa3us TepoIno, 00pa3oBOo MPEICTABISIEMOr0 KaK pa3 ABYMsI Ha-
3BaHHBIMH BeTBsIMU. CTpOoeHHe Yepena U MOCTKPAHUAIBHOTO CKeJIeTa TePOIIOA
M3Y4YEeHO B IEJIOM HEIJIOX0, B 0COOEHHOCTH Ha IMO3/THEMEIOBBIX MOHTOJIbCKUX
00pa3siax BEICOKOW COXPAaHHOCTH, 3 YeT0 BO3MOKHO HAWTH HEMAJIO OCHOBAHUMA
ckazanHoMy Bbime (Mamnees, 1974; Osmolska et al., 1972; The Dinosauria, 2004;
Amudanos, 2012). Ouepranus no3aHe0a3aIbHOTO MOCTKPAHUAIBHOTO CKeNleTa
SIBCTBEHHO MPONISLABIBIOT y 1enypo3aBpoB (Coelurosauria Huene, 1914; Holtz,
1996), manupantopoB (Maniraptora Gauthier, 1986, Maniraptoroformes Holtz,
1996) u aBmanoB (Avialac Gauthier, 1986), ¢ GONBIION BEPOSTHOCTHIO COCTAB-
JISABIIUX TJIABHOE TE€YEHHWE B PA3BUTHH XWITHBIX JUHO3aBPOB TMO3JHETO dTara.
B GonbmmHCTBE TpUMEpOB 1M03HE0a3aTBHBIN TOCTKPAaHUATBHBINA CKEJIEeT B 00-
Jiee UJIM MEHee 3aKOHYEHHOM OOJIHMKe POPMUPYETCS K MO3IHEMETIOBOMY JTaIly,
BKJIIOUAsL: ONPEJEIIEHHOE YNCIIO MO3BOHKOB B IIEHHOM, CIMHHON U KPECTLIOBOI
YacTH, XBOCTOBOHW OT/ENl C OOBIYHBIM MEXKIIO3BOHKOBBIM COCIMHEHUEM, Pa3-
BUTBIN MEPEHUN TOSC, YJIMHEHHbIE NEPEIHUE KOHEYHOCTU C TPEeXMNalion Ku-
CTBIO XBaTaTEIBHOTO THIIA, 3aHUE KOHEYHOCTH C (P)YHKIIHOHAIBHO TPEXIalion
CTOIIOM, Ta3 JOJIMXOUIIMYECKOTO MPEenyOnYecKoro TUIIa, JIOOKOBast KOCTh C pac-
IIUPEHUEM JIUCTAJILHOTO OKOHYAHMUS, C YJIITMHEHHBIMH TIO/IB3/IOITHBIMHU U YKO-
POYCHHBIMH HJIM YTOHBIICHHBIMY CEATUIIIHBIMU KOCTsAMHU. [1o31He0a3aIbHbBIN
THII BOCIPUHUMAETCS, KaK 0000IIIEHHOE CTPOCHHE CKEJIETa IMMO3THEME3030MCKUX
XUITHBIX THHO3aBPOB M MPUXOAANINN K OCOOCHHO SIPKOMY BBIPAKEHUIO Y TTO3I-
HeMeJIOBBIX BeTBel. [locTkpaHManbHBINA CKeNeT y Oosiee reHepaln30BaHHBIX
OBHpanTopu/ (KpoMe YKOPOUEHHU ST XBOCTOBOT'O OT/EIIa) HEIJIOXO BITUCHIBACTCS B
3TOT THUII U MOXKET CJIY)KUTh, IOMUMO Ha3BAHHOT'O UCKJIFOUCHUSI, €TO MOJIHOLICH-
HO unmtocTparueii. OTMeuaeMasi i3MEHUYHBOCTH Ha peaJIbHBIX 00pa3iax HOCUT
MPEUMYIIECTBEHHO KOJUYCCTBCHHBIN XapaKTep B paMKax THIIA, HE CHHKAs €ro
3Ha4eHHs. TakKe OCTaBJICH BHE PaCCMOTPEHUS Psif NETaJbHBIX CTPYKTYPHBIX
4yepT 06e3 BCSIKOro yliep0da JJIsi TUTIOBOT'O TATTEPHA M CPABHUTEIBHBIX 3aKITI0Ye-
HUIi Ha ero ocHoBe. [IpecTaBieHne 0 MOCTKPaHUATBLHOM CKEJIETE MOHT OJIBCKUX
(1a 1 1pyrux) ApoMeo3aBpH]l CO3/1aBaliCs BO MHOIOM Ha NMpUMEpe ydacTHUKA
«Jlepymuxcs [luHo3aBpOB» (BENOIUPANTOPA), CTENIEHh COXPAHHOCTH KOTOPOTO
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MPEBOCXOMIIA BCE, UTO OBLIIO HA PyKaX y UcciienoBaTelieii. bonee mo3nuuii npu-
obiBaromnii uckonaembiii Matepuadn (Norell, Makovicky, 1997, 1999) nonteepxk-
JAeT ¥ KO€ B YeM PACHIUPSIET YCTAHOBUBIIHECS MOHATHSA O MOP(OIOTHH dTOH
BETBH XHUITHBIX JUHO3aBPOB.

B namem ciyuae nBe n3OpaHHBIC BETBU TEPONOJ (JPOME03aBpUIbI U OBU-
panTOpHU/IbI) BHI3BIBAIOT UHTEPEC COCIMHECHUEM 03HE0a3aIbHbBIX, T. €., OTHO-
CUTEJIBHO T'€HEePAJIN30BAHHBIX YEPT MO3JIHErO dTara Pa3BUTHS C Y3KOU U YHH-
KaJbHOW CHeIuaan3aiieii, COBEPIICHHO HE MOBTOpsIomieiics y Hux. OTHOCH-
TeJbHas TeHePaTU30BaHHOCTH B MX OOIIEM CTPOSHHH, KaK ObI TPOCBEYNBALT Ye-
pe3 HeoOBIYHBIE CTICIIUATIN3AINY U HHHOBAIUH, €[Ba-JI1 HE MPOTUBOIOJIOKHBIE
y o0eux BETBEH, U CTOJb BBIPA3UTEIHHO MMOKA3BIBAIOIINE NIMPOKHIA MacIITad
pa3HoOOpa3us Ha OOIICH OCHOBE HAIPABJICHHOIO Pa3BUTHUSA. B OONbIIMHCTBE
JPYTUX BETBEU TEPOIOJ apXETHUIIbI B CTPOCHUU UX Yepela U MOCTKPaHUAIBHO-
T'0 CKEJIeTa OCTAKTCA AOCTATOYHO YCTOf/’I‘II/IBBIMPI, XOTd aMILIUTyaa JIMHEUHBIX
MapaMeTpoB | MPOIOPITUH TaKKe MacIITadHa U 9acTo MPUBIIEKaeTCs st OoJee
JETaIBHOTO PACHIMPEHUS UX MHOT000pa3us. VICKitoueHus: He4acThl, XOTs, U3-
MEHCHHS YepT, KaK Obl HAKAILTNBASCh B OTACIBHBIX BETBSIX, BBIXOMIST 32 YCTO-
SIBIIMECS TpaHullbl. K ynciy mpruMepoB Ha MOHTOJIbCKOM MaTepHalie HeJJaBHETO
BPEMCHU OTHOCATCA cOOCTBEHHO OPHUTOMHUMHABI U HCKOTOPBIC OPHUTOMUMO-
3aBpsI (Ornithomimosaura Barsbold, 19766), mpeskae Bcero, mo 0oCOOCHHOCTSIM
ctpoenus ux kuctu (Lee et al., 2014; bapcoona, 2017; Chinzorig et al., 2017),
OCBEIIAIONINE BO3MOXKHBIE aCIEeKThI WX 3KOMOP(OIOTHU B IJIAaHE BEPOSTHOU
PACTUTEIBHOS THOCTH.

I[MAPAJUIEJIM3MBI B PABBUTUU U IITULETTIOJOBUE

PazButne manbosee oOmMMX YepT MTULETIONOOUS B MOP(OIOTHUN MO3IHUX
XUIIHBIX THHO3aBPOB BOCIPHHUMAETCS HBIHE BIIOJIHE OOBIYHBIM, PABHO KaK H
CTaBIIlee yKe MPUBBIYHBIM UX MTEPheBOe (M TIephernofo0Hoe) mokpeiThe. [Ipomno
BpeMs, Korja MophoIoTHs TUHO3aBpOB ObLja €Ille CPAaBHUTEIHHO MallOU3BECT-
HOW, 1 HAXOXJICHHUE KAaKUX-TO OOIIMX C MTHI[AMHU YePT B KX MOP(OJIOTHH, B TO
BpEMs MaJiOo- UJIKM COBCEM HEU3BECTHLBIX, K IIPUMEPY, KIIOUUL, I'PYAHUHBI, OCO-
OeHHOCTEH CTPOCHUA KUCTHU U CTOIIbI U HEMAJIOTO APYToro mo3BOJIAJIO BUJACTH
Bce OOJIBITYIO CTETeHb WX OPHUTH3AINH. JTO OBIJIO CYACTINBOE BpeMsl, KOTIa
CONIMIHBIC M3AAHUS MeYaTalld Ha MEePBhIX CTPAHUIIAX CEHCAIlMOHHOE — «/luHOo-
3aBPBI BOKPYT HAc!», ©Mesl B BUJYy MHOXKECTBO U MHOT000pa3nue COBPEMEHHBIX
IITHUILI. Heine nonosxenue B MOp(bOJ'IOI‘I/II/I 1 BO3MOXHBIX CBA3SAX JIMHO3aBPOB U
nTUI TproOpeTaeT B OOJNBIICH CTENEHN MIUPOTY U 0OOCHOBAaHHOCTb, TTO3BOJIS-
OIIMe, MOXET 6BITI), FHY6)KC BUJCTH CJIOXKHBIC MEPCIIJICTCHUA B MJIUTCIBHOM
Pa3BUTHU 3THX T'PYIII, X BEPOSITHYIO UCTOPHYECKYIO B3aHMOCBSI3aHHOCTD, OT-
paxaemyro B ©X MOP(POTeHETHIECKOM SAMHCTBE M KOIBOIIOI[UH OIPEIEICHHBIX
CTPYKTYyp. B TeueHue mocieqHuX ACCATHIICTUN MHTCHCUBHO MPOBOIMIIMCH HC-
CJIEZIOBaHUS B paMKax y>K€ YIOMMWHABIIECHCS KOHUEMIUU «JUHO3aBPbI—IITULBI»,
MIPEUMYIIECTBEHHO MOIICP>KUBABIICH CXOICTBO B CTPOCHUH M BO3MOYKHO OJIHM3-
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KO€ POJICTBO 00€UX I'pyIl, KCTaTu, BlepBble oTMeuasiieecs emie T.I. [exciu
(T.G. Huxsley) monyropa croyietueM paHee. MOHTOJIbCKUE JPOMEO3aBPHUJIBI B
YHUCIIe IPYTHUX YJICHOB 3TOTO IIHPOKO PACIIPOCTPAHEHHOTO ceMeicTBa (BO BCS-
KOM clty4ae, yBepeHHO B CeBepHON AMepuke U A3HMH), a TAaK)KE OBHPATITOPHIBI
IOKa B OCHOBHOM B TpaHumnax LleHTpaibpHOi A3uu, HE MOIIIM HE paccMarpu-
BaThCsl HA OCHOBE Ha3BaHHOW KoHuenuuu. [Ipu 3TOM, ecnu apomeo3aBpuiaMm,
KaK eIMHOOOpPa3HOMY CEMEHCTBY B II€JIOM, OTBOAMIIOCH ITOYTH OOIICIPUHSTOC
MeCTO Hanbosee MPUOIMIKEHHBIX K IITUIIAM HEaBUAIBHBIX JJHHO3aBPOB, TO OBHU-
panTopuaaM BbITIafiaa HE YacTas POJb COTIEPHUYABIINX C HAMH B CTEIICHU
npoasunyTocTH K ntunam (Lu et al., 2002). OBupantopubl paccMaTpHBaIUCh
JaJIeKO He KaK ayTcaiepbl, HO KaK MEePEeXOAUBIINE I'PaHb BIUIOTH JO HACTOS-
LIMX NTHI, BTOPHYHO MOTEPSBIINX clIocOOHOCTH K monety (Maryanska et al.,
2002). [Itumenono6ue B SBONIONUHN MO3THUX XUITHBIX JUHO3ABPOB, KaK YIIOMU-
HaJIOCh, OBIJIO HEPAaBHOMEPHBIM, HO TIOYTH BCEOOIINM, €T0 pa3Max U YPOBEHH Cy-
IIECTBEHHO OTJIMYAJINCh B PA3IMYHBIX BeTBsIX. CBEICHUS 1O IPOME03aBpHIAM
1, 0COOCHHO, TIO OBHPAIITOPUJIAM, HEPEIKO Pa3HOW CTENEHH 0OOCHOBAHHOCTH H
M0-pa3HOMY OCBEILABIINECS, PEACTaBICHBI 31€Ch N0 BO3MOXXHOCTH B Hanboee
0000IICHHOH OopMe, UTO HE YMEHBILAET IPKOT'0 OTPAKEHUS UMHU BCETO MHOTO-
o0pa3usi B MOp(HoJIorudecko 3Bosronun Teponos. OHO MoJBepraioch HapaB-
JIEHHOCTH B CTOPOHY OPHHUTH3AIlM{, HA TIEPBBIM B3I, JOJDKEHCTBYIOMIEH,
€CJIM He TIO/IaBJISATh W HUBEIHUPOBATh MOP(HOIOTHYECKUE PA3IUYUs B TPYIIIIE,
TO CIIOCOOCTBOBATH Pa3BUTHIO CXOJICTBA, PACCMATPUBAEMOT0O 3/I€Ch IO/ ATHJION
00ILIET0 IBONIONHMOHHOTO BEKTOPA, KAK BBIpAKEHUE MapaijiebHON 3BONIOLHUH
BETBEH MO3JHUX XUIIHBIX JUHO3aBPOB. [Ipu 3TOM OOJbIlIee CXOJACTBO YEpT Ha-
OroaeTes B TEX MapajuIebHbIX JIMHUAX, KOTOPBIE ¢ 00JIee BHICOKOH BEpOsITHO-
CTBIO OTpaXKaloT CTEMEeHb OoJbInell 6m30cTH. Kak M3BECTHO, ATa YepTa CBOM-
CTBEHHA HBOJIONHAHN TTapajuIeIbHBIX POACTBEHHBIX JTUHUHN. B psae myOnukanuii
Pa3BUTHE CXOIHBIX C MITUYBUMHU YEPT y TEPOMO PACCMAaTPUBAETCS B KAYECTBE
npumepa koueprenuuu (Barsbold et al., 2000; Kypoukun, 2006). 9to mMormno
Obl OBITH MPUEMJIEMBIM JIUIIL MPHU CYIIECTBEHHOM YTOUHECHHUU — KaK MPUMEP
KOHBEPreHIINN TOCTATOYHO OJIM3KHX POACTBEHHBIX JTUHUU, XapaKTEPHOU IS
TapajjieIbHON JBONIONNWH TIO3MHUX XHUIMHBIX AuHO03aBpoB (bapcbOomm, 1983).
PaccmoTpenue BbIlIeHa3BaHHBIX JBYX, BO3MOXKHO, HaHOOJIEe BBIPA3UTEIBHBIX
(maxxe Koe B ueM- TO 00pa3IloBBIX) BETBEH HEOOIBITUX TEPOITo]] Ha o0rieM GoHe
OPHHUTH3AIIMH, PACKPbIBAET U MOP(OIOrnIecKoe pa3HOOOpa3nue MO3JHUX XU~
HBIX JJUHO3aBPOB B psJie MapajlIeIbHbIX JIUHUHI, 1 ©X HECOMHEHHOE pa3jinvyue B
ITUPOKOM CIIEKTPE IKOJIOTHUECKUX HUII TOTO BPEMEHH.

[loBTOpHOE M3yUYeHHNE apXEONTEpPHKCA HE TOIBKO M3MEHHIIO yCTOSBIIHECS
MpeCTaBIeHUsT 00 ATOW »IEPBOIITHIIE», HO OOHAPYKIIIO PsJl YePT, paHee Co-
BCEM HE M3BECTHBIX, WM HE ONPEAEIEHHBIX U HE OLIEHEHHBIX pexe. «llepso-
NITULIa» TI0 CTPOCHMIO CKOpEe ONEPEHHBIH XMUIHBIN TUHO3aBp MO3JAHEr0 dTamna
9BOJIIOLIMM C TIOCTKPAHHUAJIBHBIM CKEJIETOM BIOJHE TO3/HE0a3albHOr0 THIA C
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INIKWUBHBIM ITACTHO-3AIISICTHBIM COCANMHECHUEM, OTMCUABIINUMCA Y O6CI/IX paccma-
TPUBACMBIX BETBEH TEPOTIOJ, & TAKXKE C MOCTITYOUYECKUM Ta30M, HAXOJAUMBIM Y
npomeosaspu (Ostrom, 1973, 1975a, b, 1976). Jlo cux nop HEOOBICHUMBIN (e-
HOMEH TIOCTITYOHH B 32y PHUCXHUEBOM Ta3y, BEPOATHO, CBUICTEIBCTBYET B IOJIB3Y
JIOBOJIBHO PaHHUX IMPOSIBJICHUN Mapalljieini3Ma B Pa3BUTHH POJICTBEHHO CBSI3aH-
HBIX JIMHUH TEpOIoJ] B 00IIeM TCUCHUU B CTOPOHY OPHHUTH3AIUUA. Y MOHTOJIb-
CKOTO JIpOME03aBpHUa BeJOIHpanTopa 0OHApYKWUBAIOTCS YEPTHI, CBUACTEIb-
CTBYIOIIIHE B TIOJIB3Y €Ile OOIBIIETr0 CXOACTBA €0 ¢ 0a3albHBIMHU aBHATAMU, K
KoTOopbIM oTHOCHTCS apxeontepukc (Norell, Makovicky, 1999).

He Tak yacto y 1nHO3aBpOB HAXOATCS BETBU, CTOJIb YETKO OTIIMYHTEIbHEIC
10 BCEM CYLIECTBEHHBIM acleKTaM UX MOP(OIOrMUECKOi HBOIIOIMH U BO3MOX-
HOT'O HCIOJBb30BAHMS PECYPCOB OKpY KaIOLIEH Cpelbl, Kak paccMaTphBaeMble
n30paHHBIE MpEACTaBUTENU. Pa3BUTHE 3THX yCTOMYMBBIX BO BPEMEHHU U IPO-
CTPaHCTBC MO3JHUX XUIIHBIX JUHO3aBpPOB, BO3MOXXHO, B IIOCTaTO‘-IHOﬁ CTCIICHHU
00yCJIOBIIMBAJIOCH HATIPABJIEHHBIM BEKTOPOM HX JIIUTEIBHON dBotonnu. J[po-
MEe03aBPHIbl U OBUPANITOPUIBI HEOOXOIUMO U JOCTATOYHO OTBEYAIN YIIOMSHY-
THIM BBIIIE OOCTOSITEILCTBAM U B OOJBIIMHCTBE CIy4acB UM, KaK TOBOPHUTCH,
3acy’KEHHO OTAaBaJloCh MECTO TEPOIOJ, Hanboyee MPOIBUHYTHIX B OPHUTHU-
3allMH U SIPKO OTPaXKaroIIUX pa3HooOpa3ue Ha IMO3JHEM JTarle pa3BUTHS BCEi
rpymmsl. [Ipu 3TOM, Kak yIIOMHHAJIOCh, TIEPBEHCTBO JPOMEO3aBPH/I TPHHUMA-
JIOCH €/IBa JIW He OOIIENPUHSTHIM, TOTJa KaK OBHPAIITOPHIAM OCTABAIOCh OBITh
WJTM HACTOSIIIIMMU TITHIIAMH, WM, YTO Yallle, Wb OJHUM U3 TIEPBEHCTBYIONUX
CpeIu TIO3THUX XUIIHBIX TUHO3aBPOB.

3AKJIFOYEHUE

1. Paznuuus B cTpoeHnH ABYX N30paHHBIX BETBEH TEPOIO] (IpOMEO3aBpHI
1 OBHPANTPHUI), UX BUIUMAST 000COOJIEHHOCTEL APYT OT IpyTa B OOIIEM MOTO-
K€ DBOJTIOIUHU U OTJINYUS B MIPEATIONIOKUTEIFHO OCBOCHHBIX UMH HUINAX JTHIIIH
MOJYEPKUBAIOT TMOABEPKEHHOCTh WX IMOCTKPAaHUAJIBLHOI'O CKeJleTa Io3aHe0a-
3aJIbHOMY THUITY, B HEMalloOl Mepe OTpaKaBIIeMy OOIIyI HAIpaBJICHHOCTH B
CTOPOHY OpHHUTU3ALIMU, BEPOATHO, CJIy)KI/IBHIeﬁ WHIWKAaTOPOM K BBIXOJAY Ha Ma-
TUCTPAIBHYIO JIMHUIO IBOJFOIMH, TEM CaMbIM, BO3MOYKHO, HEMAJIO CIIOCOOCTBY I
CTaOMIN3HUPYIONEMY 0TOOPY B Pa3BUTHHU TPYIIITHI Ha TTO3AHEM dTare. B o0enx
n30paHHBIX BETBAX OCHOBHBIE OYEPTaHUS MO3IHE0A3aIEHOTO MOCTKPaHUATh-
HOTO CKeJIeTa MPECTABISIOTCS COOTBETCTBYIONIUMU SIBIICHUSIM MapalICIbHOM
SBOJIIOLUM POACTBEHHBIX JIMHUM, HIMPOKO PACHPOCTPAHSIBIIUMCA B Pa3BUTUHU
MO3AHUX XUIIHBIX JUHO3aBPOB, TOrAa KakK Clicuain3aluy HOCAT B KOMIIJIEKCE
SIPKO BbIpaKCHHBII HETIOBTOPUMBII XapakTep.

2. IpoMeo3aBpuibl OTIMYAIUCH CIENUATU3alUeH TOCTKPAHUATIBHOIO CKe-
JIeTa, B TJIABHOM HHUKOTJ[A HE MOBTOPSBIICHCS B CTPOSHUU IMO3THUX XHIIHBIX
JUHO3aBPOB. DKOMOP(}OIIOrHYecKre 0COOCHHOCTH BBIBOJUIIM APOMEO03aBPU I Ha
YPOBEHb BBIOTHEHUS PYHKIIMI U BO3SMOXKHBIX ()OPM TTOBEJICHHUSI, €[BA JTU CBOM-
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CTBEHHBIX JPyruM TeporoaaM. KpbeuiomnomoOHbie CTPYKTYPBI, a TAKKe YePThI,
YKa3bIBAIOIINE Ha MperoaracMblii aM(prUONOTHYCCKHI 00pa3 KU3HU OTACIb-
HBIX BETBEH IPOME03aBpHUI, CBHACTEILCTBYIOT O IMTUPOTE IKOMOTEHITHATBHBIX
BO3MOKHOCTEH 3TOH BETBH.

3. OBupanrtopuzibl SkoMopdosorudecku oonee pasHooOpasHbl. CTpoeHue
UX Yeperna He HaXOAUT aHAJOrOB Y XHUIIHBIX JAMHO3aBPOB B ILIEJIOM, TOTJA KaK
MIOCTKPAHUATBHBIN CKeNeT y 0oJiee TeHEPaNTN30BAHHON JTUHUM OBUPANTOPHUI
[OYTH MOJHOCTHIO COOTBETCTBYET M03/1HE0Aa3aIbHOMY THITY B IMPOTHBOBEC €€
KpaHWAJBHOM CIeNHaTn3aii, He YCTYMAmeld Mo 3HAYMMOCTH TTOCTKpaHHU-
aJTBbHBIM WHHOBAIIHMSAM y JpoMeo3aBpua. Moaudpukanuu KUCTH y OoJiee Creln-
AJIM3UPOBAHHON IMHUY OBUPANITOPHU OTPAXKAIOT SIBCTBEHHOE CHUYKEHUE €€ XBa-
TaTeIbHON CIIOCOOHOCTH BILIOTH JIO TIOJHOW PEAYKIIUU, UTO JOKHO OTBEUYATh
HE TOJIbKO M3MEHEHUIO MHUIIEBLIX MPEANOUTCHUH, HO U, CKOpee Bcero, oopasa
JKU3HU B COOTBETCTBUU C H3MECHECHUEM YCIIOBHUH CPEIbI OOMTaHMUS.
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On morphological diversity in a directed development
of the late predatory dinosaurus (Theropoda Marsh, 1881)

R. Barsbold

Morphological diversity of the late (Late Triassic) predatory dinosaurs is quite big,
and, most likely, reached its higher level during the Cretaceous period, the longest of
Phanerosoic era (80 millions of years ago), that represented the time of the last and the
most continuous heyday of the whole group. In the meantime on the Late Cretaceous
period there goes nearly all the majority of all known diversity in the morphological
evolution of theropods. This was in a large extent conributed by the development of the
epoch avorable conditions to organic residues to fossilize, that were the main reason for
the fossil record to be saved.
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POJIb TIPOCTPAHCTBEHHOM CTPYKTYPbI U TEOXUMUUA
B MOP®OI'EHE3E AM®UBUI
(HA MPUMEPE JEBUAHTHBIX ®OPM RANA ARVALIS NILSSON, 1842)
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*Uncmumym sxonoeuu pacmenuti u scueomuwvix YpO PAH, Examepunoype
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PaGoTa comepKUT aHaJIN3 YaCTOTHl BCTPEYAEMOCTH ISATH aHOMAaJIbHBIX
BapHaIuil 115 MOJIOABIX ocoOei B momynsannax Rana arvalis B rpanuen-
Te ypOaHM3aIMH, OCHOBAHHOM Ha 39-meTHeM MOHHMTOpHUHTE. [lomydeHbI
JAaHHBIC O TTMKaX BCTPEUYAEMOCTH 3TUX OTKJIOHEHUH B MPUPOAHBIX YCIIO-
BUAX. POCT 4acTOTHI BCcTpeuaeMOCTH MMPU3HAKOB OTMEYACTCsl YBEITHUCHH-
€M KOHLIEHTpPAIlM¥ MOHOB, MUHepanu3anuu u yposHs pH. Hecmorpst Ha
(parMeHTaINIO0 MECT OOUTAHUI U TPOIOKUTEIBHYIO HHCYIISINIO ape-
aJI0B 0OMTaHMS, CYIIECTBYET ITapaJlJIepU3M MEX/Ty OCHOBHBIM HaIpaBiie-
HUEM MOP(OJIOrHYECKNX N3MEHEHHI B KaXI0M H30JsTe. B TO e Bpems,
pacripeiesieHle OTHOCUTENBHO PEIKUX AHOMAJIHH MOXKET OBITh OrpaHu-
YEHO MPUCYTCTBUE MPUPOAHBIX (PU3NIECKUX OaphepOB.

BBEJIEHUE

Mopdonornueckne aHomanuu aMpUONN UX BCTPEYAEMOCTh, CIIEKTP U pac-
[IPOCTPAHEHUE B IOMYJIALUAX Pa3IN4HbIX BUJIOB B MUPE CTAHOBUTCS BCe Ooiee
00CY>KJJaeMbIM BOIIPOCOM B CBSI3H C INI00AJBHBIM COKPAILIEHUEM MX YHCICHHO-
CTH ¥ CHUXeHHEeM Onopa3HooOpasust. OCyIeCTBISIIOTCS MONBITKYA OpraHU3aluu
JIOKaJIbHOT'0, PETMOHATIBHOTO M T7100aJ1bHOI0 MOHUTOPHHTA C LENBI0 yCTAHOBUTH
MPUYUHBI UX MAacCOBOTO MPOSIBICHUS, BBISIBUTH 3aKOHOMEPHOCTH HX (IIYKTY-
anuii, HaliTH 0OBsICHEHUE NAaHHOTO (PEeHOMEHA U TOMBITAThCS TPOTHO3UPOBATH
MOTEHIUAbHbIE «ropsiune TOYKW». ONHAKO ITOMY MEILIAaeT CIOXKHBIA Xapak-
TEp paclpeneseHusl 1 BpeMEHHOH AMHAMUKY JaHHOT'O SIBJICHUS, YTO CBS3aHO C
SMHU30AMYECKUM XapaKTEepPOM UX BOSHUKHOBEHHSI, a TAKKE HEPOIOPLUOHATBHO
BBICOKOI1 JToJIeH BKJ1aia iokaibHbIX (hakTopoB (Reeves et al., 2013).

B ucropun Ouocepbl U3BeCTHBI MPUMEPHI PE3KOT0 BO3pacTaHUsI (CHOTH-
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MUYECKOTO MPOSBICHUS CKPBITOH M3MEHYMBOCTH, YTO CBS3BIBACTCS C BXOXKJIE-
HUEM TPYIIIEI B HEKOrepeHTHY0 ¢asy apomronuu (Kpacumos, 1986). M3BectHo
(I0umkwus, 2017), 9TO KakK MPOIECC BEIMUPAHUS, TaK H BOSHUKHOBEHUE HOBOT'O
TaKCOHA COIIPOBOKJAIOTCSI BCINIECKOM U3MEHUYHUBOCTH (TepMHUHANIbHAS HEYCTOMN-
YUBOCTb U apXanyecKoe HayaJibHOe MHOrooOpasue). IIpu BBICOKMX KOHLIEHTpa-
LUAX psifia SIEMEHTOB B Cpelie M 3HAUUTENBHBIX KOJeOAHUAX TeOXMMHYECKUX
(hakTOpOB BO3pACTAIOT TEMITBI SBOJIIOIMOHHBIX TPeoOpa3oBaHmil Onarogaps re-
HOTHITMYECKUM PA3JIMYUsIM B TOJIEPAHTHOCTH ocobeid B monyJsiiusix (KoBamns-
ckuit, 1963). imen 0 BO3MOXHOM BITUSTHIU T€OXUMHYECKUX TTApaMETPOB CPEIbI
Ha TIPOIECCHI IBOIIONUHU U (hopMooOpa3oBaHus (MOpPQOreHe3a) BHICKa3bIBAIUCh
eme Havase XX B. A. JIab0> monarai, 4To OCHOBHBIE TPYIIITEI OECIIO3BOHOYHBIX
Mornu chOPMHUPOBATHCS MPH BO3ACHCTBUU Ha WO M3MEHEHHMH COJICHOCTH M
pH Bomer (Labbé, 1924). CoBpeMeHHbBIE JaHHBIE CBUICTEIBCTBYIOT O TOM, YTO
MOBBIIIICHHE KOHIIEHTPAMH HOHOB (POCT MUHEPATU3aIlliH), KPOME TIOBBIIICHHUSI
CMEPTHOCTH OKa3bIBaCT BIUSHHE HAa (HU3MUECKYI0 MEXaHMKY OHTOreHes3a (von
Dassow, Dawidson, 2011), uTo MoxeT MeHTh JeduHuTHBHBIE (hopMEl. [loka3za-
HO, YTO U3MEHEHUE HOHHOT'O COCTaBa, BHI3BIBACT CTPECC U TIOBBILICHUE YPOBHS
KOopTUKOcTepoHa y rojoBacTikoB (Chambers, 2009), 4To criocobcTBYeT BHIXOLY
B ()EHOTHIT BaPHAHTOB, YKJIOHSIOIIUXCS OT JIUKOTO THIIA.

Mo03an4HOCTh F€OXMMHUUYECKUX IapaMeTPOB CPEIbl MOXKET OKa3aTrbcs (o-
HOM ISl BUAOOOPa30BaHUsI HA OYEHb HEOOJBIIOM IO MPOTSKEHHOCTH ydacT-
Ke CIuIolrHoro apeana. Tak, 3amenaunBaHue NouB Ha ocTpose Jlopa-Xay, kak
CJIC/ICTBUE BYJIKAHUYECKOH NI TETbHOCTH, IPUBEJIO K PACXOXKACHUIO 110 BpeMe-
HU IIBETCHHUSI U, CO BpEMEHEM, 000COOJICHHIO IBYX BUIOB MaJIbM ITyTEM CHMIIa-
TpHUECKOro BujooOpa3oBanus (Savolainen et al., 2006). B ycnoBusx aHTpormo-
TeHHOT0 3arpsi3HeHus n3MeHeHne pH mouBbl CIOCOOHO BBI3BIBATH PACXOXKACHUE
BO BPEMEHH LIBETECHUS Y 371aKa — Anthoxanthum odoratum u penpoxyKTHUBHOM
M30JISIUU cocenHuX nonyisinuii (Snaydon & Davies, 1976). Ha mpumepe cospe-
MEHHBIX OMOLIEHOTHYECKUX KPU3HUCOB (IepechIXxanne Apasia) onucaHa aJanTHB-
Hasi paguanus y mosuttocka — Cerastoderma isthmicum. BoznelicTBue KpuUTH-
YeCKOM COJICHOCTH CIOCOOCTBOBAJIO POCTY JIOJU aHOMAJIMH Pa3BUTHS U B3PbIB-
HOMY PacCIIMPEHHIO (CHOTUITMYECKON H3MEHUNBOCTH, IIPEBBIIIAIOLICH ITPEIEIIb]
HOPMBI peakLiy BUAa U OTpakaroleil KOpeHHYI0 epecTpoiKy reHodona mno-
nynsauuid (Aaapees, Anapeesa, 2003).

VYpanbCKuii peruoH XapaKTepHu3yeTcsl CIOKHOW MPUPOAHOW JaHamadTHON
U TEOXMMHYECKOI 0O0CTAaHOBKOM — COCTOMT M3 MHOXECTBa OMOTCOXUMHUYECKUX
npoBuHIHNA. Kpome Toro, mpupoaHas TeOXUMHUS OCIOKHEHA HAJMYUEM WHY-
CTPHAIIFHOTO 3aTpSI3HEH U, COYETAOIIEeTrocs ¢ ypoanuzaruen. AMpudnn — aHam-
HUH, Yell OHTOr€HE3 MPOTEKAET B OTKPHITOI cpeae HeOOIbIINX BOJOEMOB, 001a-
JAfOIUE CIOKHBIM KU3HEHHBIM IIMKJIOM U BBICOKOH MPOHMUIAEMOCTBIO KOXKH, B
3HAUUTEJILHON Mepe 3aBUCST OT BHEITHUX (DaKTOPOB CPEIbI, UTO SBISETCS MPe-
TOCBIITKOM TSI IOSIBJICHU ST ICBUAHTHBIX Mopdonorndeckux Gopm. Axceneparust
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sMOpHoreHe3a B yCJIOBHX TeIIoBoro 3arpsisnenust (Bepmuaun, 2011) u Hanpo-
TUB, peTapialus JMIUHOYHOTO Pa3BUTHS O] AeHCTBUEM moJurtoTanToB (Cre-
e, ['pedrep, 1989) HapymaroT HOpMAJBHBIA XOA OHTOTEHE3a, CIIOCOOCTBYS
rerepoxpoHusim. [IpucyrcTBue B cpene SHAOKpUHHBIX au3pantopoB (Hayes et
al., 2006; Skelly et al., 2010) MOXeT IPUBOAUTH K H3MEHEHHUSIM B TOPMOHATILHOM
(oHe, 4TO, KaK M3BECTHO, OKA3bIBACT BIMUSIHNE HA IePUHUTUBHYIO MOP(HOIOTHIO
ckeneta (Mepkynosa, 2011). B menom, y ceroiaeTok ocTpoMOpAON JATYIIKH 7
BApUAHTOB OTKJIOHEHUH, cocTapistoniue 26,8% oT o0IIero uncia aHOMaIuH,
dhopmupytoTcs 1o Ty TeTepoxporuit (Bepmuann, 2017). YeraHoBieHa 3aBU-
CHMOCTD LIEJIOTO Psiia MOP(OJIOrHuecKUX MPU3HAKOB aM(UOUil OT ypoBHS 3a-
I'psI3HEHMs! cpenbl. Tak, BBISBICHA MOJIOKUTEIbHASI BBICOKOZOCTOBEPHASI CBSI3b
MEKTy J0JIel CeroNeToK Lissotriton vulgaris ¢ 3aKpbITHIM CPEAMHHBIM IIIBOM Ye-
pera 1 ypoBHEM MHUHEpaIH3alHK MMOBEPXHOCTHBIX BoJ MectoobuTanuii (Ilepe-
xpect, Tpodumos, 2016), a Takke 4aCTOTOH U CIIEKTPOM CKEIIETHBIX aHOMAJTHI
ceroseTok R. temporaria 1 MUHEpaIH3aIeld HepecToBsIX BogoeMoB (Heycrpo-
eBa, 2012). [IpuponHsie, HepparMeHTHPOBAaHHBIE MIOMYISIUU R. femporaria, Ha-
CeIISIIOUINE eCTECTBEHHBIC OMOr€OXUMHUYECKUE MMPOBUHIIMH, MOTYT OTIMYATHCS
BBICOKOM YacTOTOW aHOMaluil mepudeprueckoro ckeneTa, HO y3KHUM, B CpaB-
HEHUU ¢ YpOAHM3UPOBAHHBIMHM TEPPUTOPHSIMH, CHEKTPOM TAKUX OTKIJIOHEHHH
(Beprmmuans, 2009). Takum 06pa3oM, U3ydeHHE NEBHAHTHOW MOP(]OIOTHHN 3eM-
HOBOJHBIX B YCJIOBHSIX T€OXMMHUECKOH cnennuku GpparMeHTHPOBaHHON ypoOa-
HU3UPOBAHHOW TEPPUTOPHH IPEACTABIISIET HECOMHEHHBIN HHTEpeC.
MATEPHUAJI 1 METObI

Lens nccnenoBaHuss — M3y4YeHHE BCTPEUAEMOCTH M paclpesiesieHus psja
aHOMaJlMi Ha ypOaHW3HPOBAaHHOW TEPPUTOPHH KpymHOro Mmeramoinuca (T. Exa-
TEpPUHOYPr) B 3aBUCHMOCTH OT T'€OXUMUYECKOro I'pagueHTa. s npoBeaeHus
CPaBHUTENBHBIX UCCICIOBAaHUI HAa YPOAHN3UPOBAHHBIX TEPPUTOPHSIX pa3pado-
TaHa TUNU3auMs ypOaHU3UpOBaHHBIX TeppuTopuil (Vershinin, 2015). 3onans-
Hasl MPHHA/JICKHOCTh KOHKPETHOTO MECTOOOUTAHMS ONpPEesIeTCs], TIaBHBIM
o0pa3oM, HE ero TOmnorpauuecKuM IMOJOKCHHEM, a CTCIECHBIO CyMMapHOU
AHTPOTIOreHHON TpaHCPOPMUPOBAHHOCTHU. | 30Ha — IEHTpaNbHAs YacTh TOPO-
Jla ¢ MHOTOATa)KHOH 3aCTPOHUKON, MAaCCUBHBIMH ac(abTOBEIMU TTOKPHITHSIMH,
BOJIOEMaMH C CHJIbHBIM MPOMBILUIEHHBIM 3arpsi3HCHUEM, MEIKUMH peKaMH M
pyubsiMu, 3a0paHHBIMH B TpyObl. B manHoi 30He ampubum oTcyTcTBYIOT. 11
30Ha — palloHbl MHOTO3Ta)KHOM 3aCTPOMKH C OCBaMBAaE€MBIMHU TEPPUTOPUSIMHU,
MYCTHIPSIMHU, YYACTKAMHU C OTKPBITHIMH [TOYBAMH, MaJIbIMH BOJIOEMaMH C BBICO-
KUM ypoBHeM 3arpsizHeHHOCTH. I1I 30Ha — ManosTakHas 3aCTpoiika, B OCHOBHOM
paioHbl, 3aHATHIE JOMaMH YaCTHOI'O CEKTOPA C CalaMy M OIOPOIaMu, ITyCThIPH,
napku. Hepenko 6noTomnsl 3Toi 30HBI IPUMBIKAIOT K Jieconapkam. [V 3ona — nie-
COMNAapPKOBBII NOsIC TOpoaa. MecTooOUuTaHMs ATON 30HBI HAXOASATCSI B OCHOBHOM
OJ] BO3/ICHCTBUEM PEKpeallMOHHON HArpy3Ku. B kauecTBe KOHTpOIIs ObLiIa BbI-
Opana necHas TeppuTopHs B 23 kM oT ExatepnunOypra.
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JlanamadTHast THIIH3AIMS OATBEPKIACTCS €KETOHBIMU THAPOXUMHYCCKIMHU
aHaJIM3aM{ HEPECTOBBIX BOJOEMOB. | MIpOXMMHUYECKHE aHAIU3bI BHITIOJIHEHB! B VH-
CTUTYTE BOJHOT'O XO3SIHCTBA M OXPAaHbl BOAHBIX PECYPCOB B J1IA00OPAaTOpUN (PHU3UKO-
XMMHYECKUX aHAJIM30B YPaJIbCKOTI'0 TOCYIapCTBEHHOTO FTOPHOI0 YHUBEPCUTETA.

W3yuensl ropoAcKUe U 3arOPOAHbBIC TOMYISAIHH OCTPOMOPAOH JIATYIKH —
CaMOro IBPUTOMHOIO B €CTECTBEHHBIX M AHTPONOrCHHBIX JaHAmadrax uc-
ciexyeMoro peruoHa Bujaa ampuouii. O0muit 00bem matepuana — 17257 k3.
cerosnerox R. arvalis.

AHanu3 MOP(OIOrHueCKUX aHOMAJIMH BBIIIOJIHEH B COOTBETCTBHM C COBpE-
MEHHBIMH METOJIONIoTHeH, kiaccupukanued n tepmuHonorueii (Henle et al.,
2017). Anst mpupoaHBIX NOMYJISLUI ObLIT BBIMOJHEH aHAIH3 TEPPUTOPHAIBLHOTO
pacnpocTpaHeHus: U BCTPEYAEMOCTH TSATH BAPHUAHTOB aHOMAJUH (M3 YCTaHOB-
JICHHBIX 23), 001aIal0IKX YCTOMYUBBIM (JJUCKPETHBIM) TIPOSIBIICHHEM H SIBIISIO-
IIUXCS YHUKATBHBIMU JJT TIOMYJISIIIFE OCTPOMOPIOH JIATYIIKN Ha UCCIIENyeMOit
Tepputopu. /IBe u3 paccMarpuBaeMblX aHOMaJINK — HanboIIee 4acTo BCTpeyaro-
uecs (Bepmmans, 2017) u pacnpocTpaHeHHbIE HA ypOaHU3UPOBAHHOW TEPPH-
TOPHM: JEUTMEHTALMS Paly>KUHBl M AUCCHUINALUS MeJIaHUHA. [lenurMeHTanust
panyxunbl y R. arvalis oOycnosiena pereccuBHor myrtanueii (Dubois, 1968)
9KCIIPECCUBHOCTD U NMEHETPAHTHOCTH KOTOPOH 3aBUCST OT ycnoBuil (Bepiuaus,
2004). Quccumnarus MeJaHWHA CBSI3aHA C HAPYIICHHEM PEaKTUBHOCTU MEJIaHO-
(hopoB KOXKH TPY CHITBHOM ypoBHe 3arps3Henus (BopoHosa u ap., 1983). Taxxe
MIPOBEJICHA OLIEHKA YaCTOT MUKPO(TATIbMHUN — AHOMAJINH, CBS3aHHOH C AUCHYHK-
Lyell reHa MHTerpruHa, TPUBOASIIEH K MOCTENIEHHOMY CHM)KEHUIO YPOBHS BCEX
WHTETPUHOB B XPYCTAJIMKE U KaK UTOT — K OTKJIOHEHUIO OT HOpMBI (CUMHUPCKHI
u ap., 2013). Kpome Toro, npoanaan3npoBaHbl BCTPEYaEMOCTh M paclpoCTpaHe-
HUE ABYX CyOJieTanbHbIX aHOMAJIHH, IPOSBIIAIOIIMXCS TIOCIIE 3aBEPILIEHUS MeTa-
Mopdo3a — MaHIANOYISIpHAs TUIONJIa3us (pelyUpOBaHHAs HWKHSAS YETIIOCTh)
u apTporpuo3 meperHuX KOHEYHOCTEH (CHHIAPOM HEMOABMKHBIX IMEPEIHUX
koneunoctelt o E.E. KoBanenko (Kosanenxko, 2000)). [lonyueHnnbie cBeaeHUs
COIIOCTABJIEHBI C IKOJIOTO-T€OXUMUYECKUMHU TPAAUEHTaMU M XOPOJOTHYECKOU
cneundukoil ypdbanuznpoannoit repputopun (ExatepunoOypr).

PE3VYIJIBTATBI U1 OBCYXXJIEHUNE

MHoOroneTH!# MOHUTOPHHI COCTOSIHHMSI OBEPXHOCTHBIX BOJ MECTOOOHMTa-
HUH Ha TEPPUTOPHUHU TOPOJACKOM ariomepannu EkarepunOypra CBUIETENECTBYET
0 HAJHMYUU YCTOMYMBOTO reoxXxuMHuueckoro rpaauenta (Bepmunun, 2011), BbI-
paskatorierocs B NoBbliieHu pH, ycunennn o01eii MUHepaIn3aliny, pocTe KOH-
LEHTpannii Cyas(haToB, XJOPHUIOB U psaa Apyrux noHos (Vershinin et al., 2015).

3HauMTEIbHOE U3MEHEHHE ICOXUMMHU CPelibl, Oaronaps akKyMyJIupylole-
My XapakTepy FOpoACKHX 3KOCHCTEM, a TAK)Ke (parMeHTaLisl MeCTOOOUTaHU,
MPHUBOASILAS K POPMHUPOBAHUIO MATOUUCIICHHBIX U30JIMPOBAHHBIX TOMYIISUH,
CYILIECTBEHHO BIUSIOT Ha W3MEHEHHUE IMPENENIOB MOMYJISIIIMOHHON (HEeHOTUIIH-
YECKOM HOPMBI, COMYTCTBYIOIIHUM CHEKTP KpalHUX BapUaHTOB U3MEHUHMBOCTH
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1 4acToThl aHoMajiuil. OTMEUeHO Halu4Me MPSMOW JUHEHHON 3aBHCHMOCTH
(R=0.988, F=79.1; p=0.01) Mexxay o0mmeit MUHEepaIu3aneil HepeCTOBEIX BOIOC-
MOB U CyMMapHOH BCTPE4aeMOCThI0 MOP(OJIOrMUECKUX aHOMAJINH y CeroyIeToK
OCTPOMOPIIOH JIATYIIKH.

Hazemnas momaabs MecTOOOMTaHUH yMEHBIIAETCS C POCTOM ypOaHu3aluy,
B TO BpeMs Kak M30JISIIUsS ¥ (QparMeHTanus cpeasl ycunuparorces (Vershinin,
2002). Hannune ¢uznueckux (TeppuUTOPUATIBLHO-TIPOCTPAHCTBEHHBIX) U3OIISIIU-
OHHBIX 0apbepoB, TAKIKE OJIMH U3 BaXKHBIX (HaKkTOpoB (GOPMHUPOBAHHUS CHICHUDU-
KM T€HETHUYECKOH CTPYKTYpPbl M HOBOrO (PeHOOONMKA MOMYJISLUN B yCIOBHUIX
MOBBIILICHUS] UX MHOPETHOCTH. M30MISThl HEPEAKO XapaKTepU3yIOTCs POCTOM
TOMO3UTOTHOCTH M BBIXOJOM B pe3yJbTaTe MHOPUIMHTA B (PEHOTHI PEAKHX H
YKJIOHSIIOLINXCSI BAPHAHTOB, 00J1a1al0MIMX KOHCTUTYTHBHON cinabocTthio (I'ep-
men3oH, 1941). Tak, B monynanusax, HaXOMSIIUXCS Ha TEPPUTOPUHU TOPOJICKOM
arJioMepaIiy, OTMEYeH POCT YacTOTHI JICMTUTMEHTAIIUN Pay KIUHBI — MapKepa
CTENEeHN TOMO3UTOTHOCTH momyisinuit oT 0.19% B 3aropomHoil momyisuuu 10
2.9% B monynAmusAX cenuTeOHOI yacTu ropona (Tadm. 1).

BerpewaemocTs nuccunanuy MelaHNHa KOKHBIX TOKPOBOB PacTeT B Tpaju-
eHTe ypbanuzupoBaHHo# cpeasl oT 0.06% B necHoit momynsiuuu 10 7.6% B 0T-
JIeJTBHBIX TIOMYJISIITUSAX MHOTO3TaXKHOM 3acTpoiiku (Tabu. 1). Takke nmeeT MecTo
XpoHorpaduueckasi U3MEHYMBOCTh BCTPEYAEMOCTH OTKJIOHEHUH, 00yCIIOBJICH-
Has cnenupuKord KOHKpeTHOro ce3oHa (Tadi. 1). Kak yxe orMedanocs, B 1iesioMm
CyMMapHas 4acToTa MOp(OIOrHYECKIX aHOMAJIUH B MOMYJISIIUAX YpPOaHU3UPO-
BaHHOW TEPPUTOPHUH CBS3aHA C YPOBHEM 3arps3HEHUS Cpellbl MECTOOOMTaHHH.

Hecmortps Ha mpekpaliieHue MoTOKa TeHOB MEX Iy OTJEIbHBIMU U30JIATaMHU,
HAPaBICHHOCTh U3MEHUNBOCTH JICBUAHTHBIX (DOPM 10 OCHOBHBIM BapHaHTaM
CTIIeKTpa aHOMaui cxoxHa (Tabdin. 1). [Ipu aTom, ecnu 9acToTsl Mopdoorude-
CKUX OTKJIOHCHUH CBSI3aHBI C JIOKAJIbHBIMU MCOXMMHUYECKUMHU OCOOCHHOCTSMHU
MECTOOOUTaHMH, TO HAOOp BapHAHTOB, BBIXOASIIMX 3a MPENENIbl HOPMBI Peak-
LUK CKOPEE 3aBUCST OT BUI0BOH crieruduku (Bepmunus, 2017), Hexenu oT co-
CTaBa MOJUTIOTAHTOB.

Ha mpumepe amanTuBHO#N paguauu ¥ BU1000pa30BaHUS IIEPACTOAEPM MPH
JOCTHKEHUHU KPUTHYECKOM COJICHOCTH OTMEUEH MapajuIen3M U BEeKTOPU30BaH-
HOCTb MOP(OJIOrMUECKOi N3MEHUYNBOCTH B IOMYJISILUSAX H30JUPOBAHHBIX MaJlo-
ro u 6onbmoro Apana (Auapees, Aunpeesa, 2003). JlokanpHbIe TOMYJISIUH,
COXpaHSIOIINecs Ha ypOaHU3UPOBAHHBIX TEPPUTOPHSX, IPEACTABISIOT cOOOM
cBO€0Opa3Hble MOJICIbHBIE STUCHKH, H30JIMPOBAHHBIC APYT OT APYTa, B KOTOPHIX
TaK)Xe HaOJIO/IaeTCsl CXOJHAsl HANPABICHHOCTh MOP(OJIOTHIECKUX TpaHCcop-
Manuii (heHoOOINKa MPU OTCYTCTBUH OOMEHa TeHeTHYEeCKOH MH(OpMaIiei, o
YeM CBHUACTEIBCTBYET POCT TOMO3UTOTHOCTH TOPOJICKUX momymsinuil (MakeeBa
u ap., 2006; Bepmunun, 2004).

Hanuuue onpeneneHHol KaHaIM3UPOBAHHOCTH MyTeH 3BOJIIOIMH, KaK pe-
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Tadauna 1. PacnpocTpanenue u cymMmapHas BCTPE4aeMOCTh UCCIIEAYEMbIX
aHOMaJUN y CerojeTok B momynsmusx R. arvalis (8 % or obmero uucia
JKUBOTHBIX) Ha TeppUTOpHH T. EkarepuHOypra.

MecTtooouTanue | 3ona | Munepa- 1 2 3 4 5
muzanust | (0.5-14.3) | (1.1-44.4) (0.3-7.1) [ (0.025-0.28) | (1.6-3.1)
(mr/nm®)
KyiiOpimena 11 840.0 0.31 6.88 0 0 0.08
Benunckoro 11 651.0 2.21 1.47 0 0 0
KprutoBa 11 613.9 0.34 2.38 0 0 0
Jlexabpucron 11 499.1 0 0 0 0 0
ScHast 11 497.3 0.31 1.23 0 0 0
OnbxoBKa 1T 443.3 0 4.0 0 0 0
0xHas 11 361.0 29 4.0 0 0 0
HITKuO 111 359.1 0.38 1.95 0.76 0 0
[MaTpymuxa 111 291.3 2.06 0.41 0 0 0
KonTponsHas 111 221.9 1.54 0.93 0 0 0
CamouieTHas 111 2173 1.08 0.27 0 0 0
KanuHoBckue v 165.2 0.32 1.05 0.16 0.08 0
pazpesbl
HlapTam v 148.1 0.57 0.26 0.21 0 0
PexxeBckoil Tpakr| K 136.2 0.19 0.06 0.25 0.06 0.06

[Ipumevanwue. 1 — teNMUrMEeHTAUS PayKIUHbBI; 2 — JUCCUTIAIUS MEIIAaHUHA; 3 — MaHIUOYIIsIpHAS
runoniasus; 4 — MUKpopTanbMust; 5 — apTporpudo3 nepeaHnx KOHEYHOCTe. B ckoOkax —
MpeIeibl BCTpeuaeMoCTh aHomanu 3a mepuos ¢ 1980—2016 rr. [ToapoOHbIe faHHBIC O OJI0KECHUU
MectooduTanuii cMm. Vershinin et al., 2015.

3yabTaTa Mponuioil ucropuu Buma ormedanock JI.C. beprom (1922). Ilosce-
MECTHOCTb MapalIeTU3MOB U KOHBEPTeHINH, TapajIeTbHON N3MEHIHBOCTH OH
CBSI3BIBAII C YITOPSIOYCHHBIM XapaKTepoM OHTOTeHe3a. «Pa3BuTue uaet, Hepea-
KO BONPEKH BHELUTHUM YCJIOBHSIM, B ONPEICICHHOM HalpaBJICHUU B CHITY BHY-
TPEHHUX KOHCTUTYHMOHHBIX MPHYUH, CBS3aHHBIX C XUMHUYECKHUM CTPOCHHEM
npotoriasMe (bepr, 1977). BmecTe ¢ TeM, kKapTHHA TPOCTPAHCTBEHHOTO pac-
MIPOCTPaHEHUsI PEAKUX HACIEACTBEHHBIX OTKJIOHEHUH — MaHIUOYIISIPHON TUTIO-
1a3un, MAKpo(TaneMun U apTporpudos3a (tadbn. 1) CBUACTENBCTBYET O TOM,
YTO WX PACHPOCTPAHEHHE B IMOMYISAIUSIX OTPAHUYCHO HAIWUNEM (PU3UYECKUX
TEPPUTOPHAIILHBIX 0apbEpOB.
BbIBO/1bI
leoxumuueckuit (oH, a Takke MHCYISIPU3AIMSI CILIONTHOTO apealia Ha Psijl
M30JISTOB CYIIECTBEHHO MEHSIOT MOMYJIANHOHHYI0 HOpMY (heHoOOIHKa U Co-
Ty TCTBYIOIIUH CIIEKTP KPallHUX BapPHAHTOB U3MEHYHBOCTH.
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Pacmmpenue npenenaoB NomyassliMOHHON M3MEHYMBOCTH B OTAEIBHBIX TO-
POICKHUX MOIMYJISAIUAX MPOUCXOAUT CXOAHBIM 00pa3oM U XapaKTepH3yeTcs orpa-
HUYEHHOCTBIO U ONPE/IeIEHHON BEKTOPU30BaHHOCTBIO.

BnusHue Hanuuus M30ISMUOHHBIX OapbepoB Ha PACHPOCTPAHEHHE aHOMA-
JIUH IPOSBIIACTCS B CIIyyae psiia PEAKUX YHUKAJIBHBIX OTKJIOHCHUH.

Crneunduka cekTpa U 4acTOThI JEBHAHTHBIX (POPM MOXKET OBITH MCIIOJb-
30BaHa B Ka4eCTBE CUTHAJIBLHON (MHIMKATOPHOI) nHpOpManuu o0 ypoBHE cTa-
OMJIBHOCTH OHTOTEHE3a, COKPAIEHUY IeHETHYECKOr0 Pa3HO00pasnsi, CHIYKEHU N
AKHU3HECIIOCOOHOCTH MOIMYJISILUHI U MOTEHIUAJIBHON yIpo3€ UX CyIIEeCTBOBAHNUS.

PabGoTa BbINONIHEHA B paMKax IOCYAapCTBEHHOro 3ananust HcTuTyTa 3K0-
Joruu pacteHni u )kuBoTHBIX YpO PAH, a Taxkxe yactuuno nopnep:xana Kom-
niekcHod mporpammort YpO PAH (mpoekt Ne 18-4-4-28) u mporpammoii 211
[IpaButenscrBa Poccuiickoit denepannu, cornamenne Ne 02.A03.21.0006.
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Role of spatial structure and geochemistry in amphibian morphogenesis
(on the example of Rana arvalis Nilsson, 1842 deviant forms)

V.L. Vershinin, S.D. Vershinina

An article contains an analysis of the frequencies of five anomalies variants of
juveniles in populations of Rana arvalis in urbanization gradient that based on the
39-years of monitoring. Data on the limits of occurrence of these deviations in natural
conditions are obtained. An increase in the frequencies of the features studied is noted
with enlarging concentrations of ions number, mineralization and pH. Despite habitat
fragmentation and the continuous area insularization, there is a parallelism of the main
direction of morphological changes in every of isolates. At the same time, the distribution
of relatively rare anomalies can be limited by the presence of natural physical barriers.
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Onmoeenes u hopmuposganue OUONIO02UYECKO20 PA3HOOOPA3USL.
Cepus «I eo-buonocuueckue cucmemol 6 npoutiomy». M.: [THH PAH, 2018. C. 201-210.
http://'www.paleo.ru/institute/publications/geo

YK 581.412

O BUOMOP®OJIOI' NYECKOM PAZHOOBPA3UUN
NNPUBPEKHO-BO/IHbBIX TPAB
N CITIOCOBAX ET'O ®OPMUPOBAHU A

H.II. CaBunbIX
Bamckuii cocyoapcmeennviil ynusepcumemn
savva_09@mail.ru

W3yueno buomopdonormueckoe pazHooOpasue NpHOPEKHO-BOIHBIX TPAB.
OHHM CyIIECTBYIOT B OCHOBHOM B BHJI¢ MAaJOJCTHUKOB M OJHOJICTHUKOB
BEreTaTHBHOTO IIPOUCXOXKACHH S, 3aMEIIAIOIINX MHOTO- U JIBYJICTHHKOB,
OIHOJICTHUX, ABYJICTHUX M O3MMBIX MOHOKapmHKoB. HekoTopble BHIBI B
3aBUCHMOCTH OT YCJIOBHH YBIIA)KHEHUS ¥ CE30HA T0JIa ITPEACTABIICHEI pa3-
HBIMH OCHOBHBIMU OmomMopdamu u peroonomopdamu. OnpeneneHbl Mo-
JTyChI MOP(OJIOTHYECKOH IBONIOIHH: Ha YPOBHE 0c00eH — abOpeBuamnmuy;
Ha ypOBHE MOOETOB U WX YacTel — abOpeBHaIii M 00YCIIOBICHHBIC MU
MIPOJIOHT AN H; KOPHEH — mponoHrauni. OTMedeHa poiib 0COOCHHOCTEH
pa3BUTHS MOHOKapIHYECKUX MOOEroB B crneluduke raburyca MajoieT-
HUKOB M OTHOJICTHHKOB BEreTATUBHOI'O IIPOUCXOKACHHUSL.

Karouesvie cnosa: xxnznennas popma, OMoIOrnyeckoe pasHooopasue, Moay-
cbl MOP(OIOrMYECKOM IBOJIOIHHU, TPUOPEIKHO-BOIHBIC PACTECHHSL.

BBEJEHUE

buomopdornorndeckoe pazHooOpasne onpenenseTcs CleKTPOM KU3HEHHBIX
¢opm obuTaromux B cOOOIIECTBE OPraHU3MOB, TJIIaBHBIM 00pa3oM, pacTeHUH.
Bo3HukHOBEeHHE OHOMOP(OIOrHIECKOro OMopa3HooOpasus — Beayuuii hakTop
B OPMHPOBAHUHU H 00ECIICUSHUH IIEIOCTHOCTH PACTHTEIBHBIX cOo00IIecTB. O
HUM W3 yCJIOBHH YCTOMYMBOTO CYIIECTBOBAHHS SKOCHCTEMBI B paHTre OHOreo-
[IEHO03a SBJSETCS HE CTOJIBKO BUIOBOE Pa3HOOOpa3me, CKOJIBKO CIIEKTP )KH3HEH-
HBIX (OPM pacTEeHUi U onpeaeIsieMoe HX TadUTyCOM COBMECTHOE BITUCHIBAaHHE
B cpeny (o oOopasnomy Beipakenuto H.H. Mapdpennna (Mapdenun, 1999)).

Jlo cepeMHbI TPOIIIOTO CTONETHS M3YYald B OCHOBHOM JKM3HEHHBIC (hop-
MBI Ha3eMHBIX TpaB-Me30(puToB B Hay4yHOH mKkoie W.I. CepebpsikoBa ¢ NCHOIb-
3oBaHueM ero kiaccudukanuu (CepeOpskos, 1962), B KOTOPO 1T TPUOPEIKHO-
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BOJIHBIX M BOJHBIX TPaB ObLJ YKa3aH OMH OTAeN «BogHbie TpaBb» ¢ MogoTae-
namMu «3eMHOBOJIHBIEY, «[ImaBatomiue n moaBoAHBIE TpaBb». B mocnennue ne-
CATHIIETHS 3Ta TPYIIa pacTeHuil akTuBHO u3ydaercs | (Tuxonosa, 1975; Jlanu-
poB, 2003, 2014; Jlenekona, 2006; Bumnuikas, CaBunsix, 2008; CoBpeMeHHbIE
moaxonel. .., 2008; Manbnesa, CaBunbix, 2008; Bumauikas, 2009; Mainbliesa,
2009; Kwmeines, I'omomobosa, 2009; XKwmbiies, Jlennes, Llepbakos, 2012; XKy-
paBneBa, boopos, 2012; Kypasnesa, CaBunbix, 2012; [llabankuna, CaBUHBIX,
2012; Xwmbuies, Kaprnyxuna, Jlenues, 2013; Illadankuna, 2013; KoHoBasosa,
2014; CaBunsix, 2014, 2014a, 2015, 2015a; benskos, Jlammupos, 2015; CaBUHBIX
u np., 2015; XXwmbines, AnexceeB, Mopososa, 2017; lllaknenna u ap., 2017 u np.).
Uzyuenuto GpopmupoBanus OHOMOP(OIOrHIecKoro pasHooOpasus, Kak Mexa-
HU3MOB JIANTAINi PACTEHUH K YCIIOBUSM MOBBIIIICHHOW BJIAYKHOCTH, TIOCBSIIIC-
HBI uccnenoBanus nocienuux jet (Capuabix, 2014, 2015; CaBuHbBIX H 11p., 2015;
Casunbix, llabankuna, 2017, 2017a u psa apyrux Hamux padoT). Llexs qanHoro
COOOIIIEHUS — BBISICHEHHE CIIEKTPa MOITYCOB MOP(OIIOTUUECKON IBOIONNN U HX
ponu B (OpMUPOBAHUH OMOJOTMYECKOTO pa3HOOOpasusi COOOIIECTB MPUOPEK-
HO-BOJIHBIX TPaB B YCIIOBUSIX TIEPEMEHHOTO yBIIAKHEHHS/O0OBOTHEHHUSI.
MATEPUAJL ITOAXOAbI U METO/IbI UCCJIEAOBAHUM A

OCHOBY METOOJIOTMH HCCIENOBaHUS COCTABUIIO MPEACTABICHUE O pacTe-
HHUH, KaK 0C000i OMOIIOTHYEeCKOH cucTemMe: MOP(HOIOTHICCKH HETPEPHIBHOM
OpraHu3Me, BC€ YaCTH KOTOPOTO NMPOCTPAHCTBEHHO M (DU3MOIIOTHUECKH CBS3a-
HBI MeXy co0o0il u 00ocobneHs! ot Apyrux opranusmos (Iladpanosa, 1990).
XKuznennas ¢opma onpenenena cornacHo npexacrasienuil M.I. CepeOpsikoBa
(1962), nonoHeHNH, N3TTOKEHHBIX B KOJJIEKTUBHOM TPYE €ro MOCIeI0BaTEICH
(Henomonynsituu..., 1976), u nmpencranennit H.W. lopunoii (1981) 06 aren-
Tpuueckoil omomopde. M3ydena 6momMopdonorus U ce30HHOE pa3BUTHE 52 BU-
JIOB TIBETKOBBIX PACTEHHI U3 YCIOBHI IEPEMEHHOTO YBIIaKHEHHU 1/00BOTHEHU S
¢ no3unuii cucremHoro noxaxona (Cepedpsikos, 1952), MogyabHOM Opranuzannu
(CaBunbix, 2007; CaBunbix, Mansuesa, 2008), cTpyKTypHO-(yHKIIMOHATBHON
3oHajpHOCTH TI0OeroB (Troll, 1964; Mycuna, 1976; Bopucoga, Ilonosa, 1990),
Mmojeneii moberoodpasosanus (CepebOpsikoBa, 1977). B kauecTBe MOJCIIBHBIX
WCTIOJTB30BaHbI 26 yKa3aHHBIX MO0 TeKCTY BUIOB. [lomydeHHbIe JaHHBIE TIpOaHa-
MU3UpOBaHBI Ha ocHOBe mpenctaBienuit T.M. CepeOpskosoii (1983) o momycax
MopdoI0ornyecKoii 3Boonnu pacreHuil. OHa Ha OCHOBE JaHHBIX 10 GoMopdo-
JIOTHH LIBETKOBBIX PACTEHHI, MOTYUYeHHBIX B HayuHol mikose W.I. CepebpsikoBa,
rokasaja, 4YTo M3MEHEHHsI B OHTOTeHe3e 0co0el 1 MOOETrOB MOXKHO IMPUPABHSTH
k hummopuorene3am mo A.H. CeseprioBy (1935); onmcana mogycs Mopdooru-
YecKoH IBONIONUHU (0a3allbHbBIe, MEIHAbHbIE U TEPMUHAIBHBIE TTPOJIOHTAIINH,
JIeBUAIMU 1 a00peBHaliK) HA YPOBHE OTAEIBHBIX TTOOETOB M IEIOCTHBIX 0CO-

'B sTom NnepeyHe pa60T HC yKa3aHbl TC, KOTOPbIC YIIOMUHAIOTCA JaJIE€C 110 TCKCTY.
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Oell y Ha3eMHBIX PaCTEHUH 1 BO3MOYKHBIE CTIOCOOBI BOSHUKHOBEHU ST dKU3HEHHBIX
(hopM COBpEMEHHBIX I[BETKOBBIX, B TOM YHCIe — 3AH(DHUKATOPOB OCHOBHBIX OHO-
MOB cyIH. B manHO paboTe mpeanpuHsATa MONBITKA BRISICHEHHUS 3BOIOINOH-
HBIX U3MCHEHHH PACTEHUH B IMHUH: ME30(GHUTHI — TUTPOTreIO(GUTHI 2.
PE3VYJIBTATBI UCCIIEJOBAHUSA U OBCYX/JEHUE
MHoroneTHue MOJTUKAPIHUKHU B YCIOBUSX MPUOPEKUN BCTPEUAIOTCS Ha BO3-
BBIIICHHBIX YYacTKaX NOHMEHHBIX JTYyTOB — B MECTaX HEAOJITOI'0 CTOSTHUS BOJIBI
B nosioBozibe (Veronica longifolia L., Thalictrum flavum L., Polygonum bistorta
L., Geum rivale L., Sanguisorba officinalis L. v 1ip.) . Ps1 BUIOB TIpEACTaBICHBI
He omgHOU Onomopdoit. Solanum dulcamara L. ipu coxpaHeHHUN 00IIEro IjIaHa
(hopMupoBaHUs MOOETOBBIX CUCTEM CYIIECTBYET B BHJIC JTMAHOBUIHOTO ITOJY-
KyCTapHHKa Ha CYIIe M MaJIOJICTHUKA BEreTaTUBHOTO MPOMCXOXKIACHUS B BOJIC
(Kypasnesa, CaBunbix, 2012). ¥V n"ekoropwix (Caltha palustris L. u Rorippa
amphibia (L.) Besser.) rabutyc MeHsSeTCsS B TCUCHHE BEreTAllMOHHOI'O CE30Ha,
W pacTeHUsI CYMECTBYIOT B BUIE pa3HbIX GpeHoomomopd (Savinykh et al., 2017).
Bonbimas gacTe TpaB — MalONETHUKU U OJTHOJIETHUKH BEreTATHBHOTO MPO-
WCXOXKJICHUSI, 3aMEIAI0I1e MHOTOJCTHUKH U JBYJICTHUKH, TUITMYHBIE MOHO-
kapnuku-tepodutsr (CaBunsix, 2003, 2009). YV BereTaTHBHO MOABMKHBIX pac-
TEHUI MOHOKapIHUYECKUE OOETH pa3nvatoTcs 1Mo psiiy npu3HakoB. OCHOBHbBIE
0c00EHOCTH UX OTpakeHbl Ha puc. 1. [To MPOM3BOAHBIM MOYKAM — MOHOKApIH-
YecKHe BO30OHOBIIEHWS W CHIUIENITHYECKUE, C HEMONHBIM IIUKJIOM DPa3BUTHUS
(S. dulcamara, Phragmites australis (Cav.) Trin. ex Steud.). I3mensieTcs momo-
XKeHue B mpoctpaHcTBe y noderoB C. palustris u R. amphibia, cnenuanuzupy-
I0TCSl HA PACCENICHUH U 3arace MUTATENbHBIX BEIIECTB OTACIbHBIC Y4acTKH (R.
amphibia v Sagittaria sagittifolia L.), pacimiupsieTcsi CIIEKTP CTPYKTYPHO-(HyHK-
[IMOHAJIBHEBIX 30H, 0c0O0eHHO y Petasites spurius (Retz.) Reichb. (Illaknenna u
np., 2017). Camwxkaercs creneHb nudQepeHTuannm MOHOKAPITHYECKHX T00e-
roB, 0COOEHHO NPH paccesiHHOM BeTBIeHUU (Moehringia trinervia (L.) Clairv.,
Stellaria palustris Retz.) u B ciiydae y4acTusi CpeJHEH 30HbI TOPMOXKECHUS B Be-
reTaTUBHOM pacceieHuu u Bo300HOBIeHUU (C. palustris). Pa3nuyHbl HaIu4due
U JUIUTEIBHOCTH (Pa3bl BTOPUYHOW JIESITETLHOCTH, [TOITOMY PAaCTEHHS OJHOTO
BHJIa, OCOOCHHO BET€TATHBHO MOABMKHBIC, CYIIECTBYIOT B BUJE Pa3HBIX OWO-
Mop®, kak R. amphibia (1l1abankuna, 2013 u ap.). DopMupoBaHUE MHOTHX 0CO-
OCHHOCTEH MPOCIIECKUBACTCS B XOJI€ CE30HHOT'O Pa3BUTHS U TOOETOB, 1 0COOCH.
AHaJIM3 UMEIOINXCs OTIINYUI B OMOMOpQoIoruu npruOpexHO-BOIHBIX pac-
TEHWH, KaK M3MEHEHH OHTOTCHEe3a, B CPABHEHHHU C TPaBaMU-ME30(pHUTAMH T10-
3BOJIMJI ONPEICITUTH BOBMOXHBIE MOJIYCHI ITPE0Opa3oBaHMi KUZHEHHBIX (HOpM

2 DKOJIOTHYECKHE I'PYMIbl TUrporesioduTsl 1 renodutsl npuHsTel 1o B.IL IMandenkoBy (2003)
n A.I. Jlanupogy (2003).

3B ckobkax YKa3aHbl MOJICJIbHBIE BU/IbI paCTeHPIﬁ,
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Puc. 1. IToGeroBeie cucTeMBI MPUOPEKHO-BOAHBIX PACTEHHH: @ — CTPYKTYpPHO-()YHKIIHO-
HaJbHAas 30HAJIBHOCTH MOHOKapnuyecknx nmoderos: H3T — HmkHAS TOpMOXKeHUs, 3B — BO30OHOB-
nennsi, C3T — cpennsis TopmoskeHusi, 30 — oboramenus, ['C — rmaBHoe couserue; 6 — P. australis;
6 — Solanum dulcamara; 2 — Stellaria palustris: a — da3a nouku, 6 — pa3a BEreTaTHBHOIO ACCHMH-
nupytomiero nodera, B — Gpa3a Oy TOHU3aUU-IIBETCHUA-TUIOJOHOIICHU S, T — (pa3a BTOPUIHOM /1esi-
TEIBHOCTH; 0, ¢ —Rorippa. amphibia; sc — Polygonum bistorta. YcnoBHbie 0003HaueHUs: 1 — reo-
¢unpHas yacTh nobera, 2 — KOPHEBUIIE, 3 — COBETHE, 4 — HApaCTAIOMMH OOET, 5 — PO3eTOYHBIH
noOer ¢ kiryOHeM, 6 — OTMEPIIUH y4acTOK, 7 — JIUCT CPEAMHHOMN (opmannu, § — NpUIaTOUHEIC
KOpPHH. ABTOPBI PUCYHKOB a, 6, 6, 2, oic — I.A. KoHoBasoBa, o, ¢ — C.B. Illabankuna.

pacTeHul Ipr OCBOCHHUH YCIIOBHH C MIEPEMEHHBIM yBJIaXK HCHHEM/00BOTHEHUEM
U OLICHUTH UX 3HAYCHHUC.

OcHOBHOH MOmyC U3MEHEHU — aO0peBHaIMs Ha YPOBHE OHTOT'eHE3a pac-
Terns. OOpBIB OHTOTEHE3a B BHJIC€ PaHHEW MOP(OJIOTHUECKON Ie3WHTErpa-
LUK y CEMEHHBIX U JIOYCPHUX OCOOCH y pacTeHU SBHONOJIUIICHTPUUECKUX
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(R. amphibia, S. sagittifolia, Sparganium emersum Rehm., Typha angustifolia
L.) u aunenrpuueckux (Moehringia trinervia (L.) Clairv., Stellaria palustris
Retz.) obecrnieumBaeT mMpOJOHTAIIMIO OOJBINTOTO JKU3HCHHOTO ITHKJA B BHIC
COBOKYITHOCTH OHTOTEHE30B BCEX BET€TATHUBHBIX MOTOMKOB, CYIIECTBOBAHUE
pacTeHui B BUAE HECKOJIBKHX OMOMOP( B 3aBHCHMOCTH OT YCJIOBUH Cpeabl
u penobromop( B TeUEHHE BEreTAIIMIOHHOI'O Ce30Ha. B pesynbraTe y oqHomneT-
HUKOB BET€TaTUBHOTO ITPOUCXOXKICHU S COXPAHICTCS TTOTHUKAPITHIHOCTh T€HET
MPY MOHOKAPIHUYHOCTH PaMET, 4TO 00eCIeurBaeT HEMPEPHIBHOCTD CYIIECTBO-
BaHUS BHJIa BO BpEMEHU U B IPOCTPAHCTBE.

AOOpeBuaIus OHTOreHe3a y MOHOIIEHTPUYECKUX PACTEHUH PUBOMIUAT K BO3-
HUKHOBEHHIO 3aMEIIAIONINX KUCTEKOPHEBBIX MHOTOIETHUKOB (Cicuta virosa L.)
u aABynetHUkoB (Oenanthe aquatica (L. Poir. (Manbuesa, 2009; Savinykh
et al., 2017), a Takxe MOHOKaprUKOB-TepohuToB V. anagalloides Guss. (Cau-
HBIX, 2006, 2015). Cpenu mOmyJISIIANA TTOCIEIHEH BRIICISIIOTCS CAMOCTOSITEIh-
Hble ogHoNeTHHE BUABI (Kimmakosa, 1993).

I'etepoxponun (CaBunsbix, 2014a; Savinykh, 2015) B Buae pazHOBpeMEHHO-
IO pa3BepTHIBAHMS TIOYEK 30HBI BO3OOHOBIICHHS U CPEJHEH 30HBI TOPMOKECHHUSI
MOHOKapIHMYECKOro nobera peajxu3yroTcs B BUJC aKceJepalid W MPOJIOHTa-
uuu. llpononranus — oOpa3zoBaHHe HOBBIX MOOETOBBIX OCEH M3 CHSALIUX IIO0-
YeK, M0-BUINMOMY, COXPaHMIACh OT UCXOMHBIX (OpPM; HAa TOWMEHHBIX JIyrax u
CIUTaBMHAX OHA CITYKHT JJIS TOAAEPKaHHUs 0CO0eH HEesIBHOIOIUIIEHTPHIECKIX
(P. bistorta, G. rivale, S. officinalis) n auentpuyeckux ouomop¢d (Comarum
palustre L) B TeyeHWe AJIUTENBHOIO BPEMEHHM Ha 3aHATOH TeppUTOpuu. AO-
OpeBHanKs HA yPOBHE 1Mo0Oera mposiBiIsieTcs B COKPAICHUN (a3bl TIOUKH ¢ 00-
pa30BaHMEM CHIJLICITHUYECKUX MOHOKApIUYECKHX MOOEroB, MoOeroB ¢ HEMNoJ-
HBIM IIMKJIOM Pa3BUTHSA W oOecrieduBaeT: 1) KOMITEHCAIINIO aCCHMUINPYIOIIEH
MMOBEPXHOCTH Y JUJIMHHOMOOETOBBIX TpPaB MONMEHHBIX JIyTOB B 30HE 3aTOILJe-
uust (V. longifolia); 2) urepatuBHoe BeTBieHUe (S. dulcamara, S. emersum,
P. australis u n1p.) 1 00OyCIOBJICHHBIE UM IPOJIOHTAIIMIO HA YPOBHE TOOETOBBIX
CHCTEM, TOBBIIIIEHUE CIIOCOOHOCTH K BETETATHBHOMY PAaCCEICHHUIO U 3aKperiye-
HUIO Ha TEPPUTOPUH, A TIPH COMYTCTBYIOMIEH MOP(OIOrHIECKON JAe3MHTerpa-
LAY ¥ BETETATUBHOMY Pa3MHOXKEHUIO C MTPOJIOHTAIMeH OOJIBIIOro KU3HEHHOTO
[AKJIa; 3) TIOBBIIIEHNE YHEPTHH CEMEHHOT'O0 BOCITPOM3BEICHUS TTPH aKPOCHMIIO-
JUaJIbHOM HapacTaHUU ¢ 00pa30BaHMEM CIOKHBIX CHH(IOPECHEHIUH y MOTy-
po3eTouHbiX TpaB (Alisma plantago-aquatica L., S. sagittifolia); 4) ynpoiieHue
CTPYKTYPHO-(QYHKIIMOHAIILHON 30HAIBHOCTHU (JeauddepeHIrannio) MOHOKap-
MMAYECKUX MMOOEroB IyTeM HUTEPATHBHOTO M PACCETHHOTO BETBJICHUS U obecre-
YeHHe MPOJIOHTaIuu oHToreHe3a (M. trinervia, S. palustris). Peannzamus ogHOM
ITOYKH B 30HE BO30OOHOBICHUS M (POPMHUPOBAHUE 3aMEIIAONUX MHOTOJICTHIKOB
U IBYJETHUKOB — Tak)ke aO0OpeBUaIus — 0CTaHOBKA Pa3BUTHsI HOOera BO30OHOB-
neHust (3amenieHus) B ¢aze moyku. AOOpeBuanus B pa3BUTHH OpraHa (JIMCTa)
00BIYHA B OTPAHUYUBAIOIIHX (HOTOCHHTE3 YCIOBHSX ITOJTOTIJICHUS M 3aTCHEHHMSI.
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JleBHanuu OTIENBHBIX YUYACTKOB IMOOEr0OB MPHUBENIN K 00pa30BaHUIO 3ara-
CaIOIMX OPraHOB M CICIHATU3UPOBAHHBIX THUACTIOP Kak y S. sagittifolia (Jle-
nekoBa, 2009) u R. amphibia (IlabankwHa, 2013 u ap.), 9TO NpU HAIHIUU
MOpP(QOJOTUUECKON Ae3WHTETpaii 00eCIeynIio MPOJOHTAINI0 OHTOTEHe3a.
O4eBuHO, 4TO crelU(puKa KU3HEHHBIX (JOPM PACTEHUH B YCIOBHSAX TIEepe-
MEHHOI'0 yBJIa)KHEHHSI/OOBOJHEHUS, KaK MPUCTIOCOOJICHHOCTh UX K COBMECT-
HOMY CYIIECTBOBaHHWIO, 00ecreunBaeTCsl B OCHOBHOM 3a CUYET pasHooOpasus
100EroB U MOOErOBBIX CUCTEM.

[Iposnonramnuu B Buie paHHETO 00pa30BaHUS MPUIATOYHBIX KOPHEH, HAPSATY
C COXpaHUBIIEHCS OT HCXOIHBIX TPaB-Me30(hUTOB CTPYKTYPHOH (DYyHKIIHOHAIIb-
HOCTBIO MOHOKapIUYECKUX ITOOEroB, MOBBICUIM aBTOHOMHOCTH Ha BceX dazax
ux (mo0OeroB) pa3BUTHs — HE3aBUCUMOCTh OT C(HOPMHUPOBAHHBIX paHee CTPYK-
TYp, BETETATHBHOE BOCIIPOU3BEICHUE U CAMOTIOJICPKaHNE IIEHONOM Y ISIIINH.

C mo3uInii OCHOBHBIX HAIIPABJICHUH dBOJIIOIUNA OHOCUCTEM MOPQOIOTHYC-
CKYIO JIE3WHTETPAIINIO U TIOBHIIIIEHHE aBTOHOMHOCTH OTAEIBHBIX YacTeil ocodn
y IpUOPEKHO-BOAHBIX TPAB MOKHO paccMaTpUBaTh Kak apomMopdo3s; neaudde-
PEHIMALIMI0 MOHOKAPIMUYECKOTo modera Kak JiereHepanuio; oopa3oBaHue crie-
LUATU3UPOBAHHBIX OPTraHOB BEr€TATHBHOI'O Pa3MHOXEHHUS M JIPyrHe H3MEHe-
HUS B CTPOCHUHU M Pa3BUTUH MOOETOB KaK MIHOAJIANI TAIIHH.

BBIBO/IbI

1. PacTenus B yclIOBHSAX TIEPEMEHHOTO YBIIa)KHEHHU I/00BOTHEHU I TIPEICTAB-
JICHBI B OCHOBHOM MAaJIOJICTHUKAMH ¥ OJHOJISTHHKAMHU BETETaTHBHOTO MPOUC-
XOXKJCHHSI, 3aMEIIAIOUIMMH MHOTO- U JABYJIETHUKAMH, OJHOJETHUMHU, JIBYJIET-
HUMU ¥ 03UMBIMH MOHOKapIHKaMH. B 3aBUCUMOCTH OT YCJIOBHI 0COOW OHOTO
BHJIa MOTYT OBITH MPENCTaBICHBI Pa3HBIMH OCHOBHBIMH OnoMopdamu u (eno-
ouomopdammu.

2. B popmupoBanum rabutyca mpruOpeKHO-BOIHBIX TPAB pelraroliee 3Hade-
HUE UMEIOT a00peBHaLK B Pa3BUTHH OTIEJIBHBIX OPraHOB, OCOOCHHO 1MO0OEroB,
1 LEJIOCTHBIX 0CO0ei ¢ MocIey0IUMU TPOJIOHTAlUsIMH Ha yPOBHE MOOETOBBIX
CHCTEM M BCEro OOJBIIOro *KU3HEHHOrO NMKJA (KU3HU T€HETHl) Y SBHOMOIH-
HEHTPUYECKHUX U AllCHTPUUYECKUX OMOMOP(® U MOBBIIICHUE SHEPTHH CEMEHHOTO
Pa3MHOXKEHUS TTPH Tepexo/ie K MOHOKAPTTUIHOCTH Y MOHOIIEHTPUIECKHUX.

3. Cnenuduka rabutyca MaJOJETHUKOB M OIHOJIETHUKOB BEreTaTHBHOTO
MPOUCXOKICHUS ONMPEACISIeTCS OCOOCHHOCTSIMHU Pa3BUTHSI MOHOKAPITHMYECKUX
MO0EroB, MX YacTel U IEJOCTHBIX MOOCTOBBIX CHCTEM.

Uccnenosanue nogaepxkano ®I'BY «Poccuiickuii pon GyHmaMeHTaIBHBIX
nccnenoBanminy (mpoekT Ne 16-04-01073).
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About biomorphological diversity of coastal-aquatic herbs
and methods of its formation

N.P. Savinykh

Biomorphological diversity of coastal-water grasses was studied. They exist mainly
in the form of juveniles and annuals of vegetative origin, replacing many- and biennials,
annual, biennial and winter monocarpicles. Some species, depending on the conditions
of moistening and the season of the year, are represented by different basic biomorphs
and fenobiomorphs. Modes of morphological evolution are defined: at the level of
individuals — abbreviations; at the level of shoots and their parts - abbreviations and the
prolongations caused by them; roots v prolongation. The role of features of development
of monocarpic shoots in the specificity of the habit of juveniles and annuals of vegetative
origin is noted.

Key words: life form, biological diversity, modes of morphological evolution,
coastal-aquatic plants.
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O CUCTEMATUKE MOP®OJIOI' NTYECKOI'O PASHOOBPA3U A1
U IIKAJIE J1J151 UBMEPEHUSI ACTOPUYECKHUX IYTEN
ET'O ®OPMUPOBAHUA

IA. CaBocThsSIHOB
Hucmumym s6ontoyuonnoii puzuonocuu u ouoxumuu um. U.M. Ceyenosa PAH
(UDDb PAH) Canxkm-Ilemepbype
genasav38@mail.ru

[pennaraercst nmapameTpuvecKkast KJacCU(PUKaLUs dJIEMEHTAPHBIX €IH-
HUILl MHOTOKJICTOYHOCTH (TMCTHOHOB), MMEIOLIAast BHJ IEPUOIUYECKOI
tabnuiel. OHa MO3BOJISCT U3MEPATH Pa3BUTHE THCTHOHOB U IPOTHO3UPO-
BaTh ero. Kpome TOro, oHa KOMIaKTHO OTpakaeT OOMHUPHYIO (EHOMEHO-
JIOTHIO Pa3BHUTHUS, BEIBOIS €€ M3 HEMHOTUX Ha4all, TEM CaMbIM [I03BOJISET
CKUMATh HHPOPMALHIO. MHOXKECTBO COIEPIKAIIUXCS B TAOIUIIE THCTHO-
HOB IIPEJCTABJICHO TAKXKe B BUJE KPYyTOBOM AUArpaMMBbI U TOKA3aHO, YTO
JUTS aJIeKBaTHOTO PACCMOTPEHUS 9TOIO MHOXKECTBA HEOOXOIMMO HCIIOJIb-
30BaTh [10 MEHbLICH Mepe MATh MacITa0oB.

Kniouegvie cno6a: MHOTOKIIETOUHOCTD, AIIEMEHTAPHBIC €IMHUIIBI MHOTOKJIC-
TOYHOCTH, TUCTUOHBI, pa3JeJeHue Tpyaa, pa3BUTHE, MapaMETPUUECKasl CUCTE-
MaTHKa, ePUOINnYCeCKas TabIuIa, MACIITA0bl PACCMOTPEHUS PA3BUTHSL.

B Hacrosmiee BpeMsi cHCTeMaTH3alns MHOTOOOpas3usl OpPraHu3MOB IIPOBO-
JIUTCS B OCHOBHOM ITyTE€M IMOCTPOCHUS KaYeCTBEHHBIX I'€HEaJOTHYecKuX me-
PEBBEB, CBOAMMBIX MHOTIA B KpyroBble auarpammbl (Adl et al., 2012). Takue
CHCTEMBI TIOCTOSIHHO MEHSIOTCS M [IepecTpanBaroTcsa. K ToMy ke OHH He UMEIOT
napaMeTpoB JIJIsl KOJTMYECTBEHHOH OIIGHKH Pa3BUTHS. DTO HE MO3BOJISET TPO-
THO3MPOBATh U U3MEPATH Pa3BUTHE U MIOHATH IMIPUYHUHBI €T0 IIUKIHIHOCTH.

[TosTOMY y’Ke TaBHO BBICKAa3bIBAETCS MBICIb, UYTO JUJISl CHCTEMAaTHKN HYX-
HBI ApyTHE, 00Jee OCHOBATEIBHEIC TApaMETPHI, @ CaMa CUCTEMa JIOJKHA OBITh
HE TeHeajorn4eckoi, a mapaMeTpHuecKol U UMeTh (HOPMY MEePUOAMYECKOM
tabnuiel (Jlrooumes, 1980; Ilonos, 2008 u ap.). [Ipu 3TOM OHa J0MXKHA Ja-
BaTh BO3MOXKHOCTh IIPOTHO3UPOBATH M HU3MEPSTH PA3BUTHE U OTPAXKaTh €ro
OCHOBHBIE 3aKOHOMepHOCTH. [Ipemmomaraercs, 4TO Takas CHCTEMa IOJDKHA
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CTPOUTBLCSA B paMKaxX HOMOTeHeTHdeckoil Teopuu passutusi (Cobones, 1924;
bepr, 1977).

OnHako TOKa TaKoi TEOPHH HE pa3padoTaHO, COOTBETCTBEHHO HET M Iapame-
TPOB ISl ©I3MEPEHHUS PA3BUTHS U TIOCTPOSHUS TTAPAMETPUUECKUX CUCTEM B BU/IC
MEPUOIUYECKUX TaOIHIl. MHOTrOYNCIIEHHBIC MOMBITKH WX CO3/IaHUSI TPUMEHHU-
TEIHHO K MHOTOKJICTOYHBIM OpraHU3MaM SIBJISTFOTCSI MHTYUTHBHBIMU, KAYECTBECH-
HBIMH M, TIO CYTH, JIMIIb UMUTHPYIOT Tabnuiy siementoB J.J. Menaeneesa.
[IpuunHa 3TOrO 3aKIII0YaeTCS B OTCYTCTBUH MPENCTaBICHUN 00 3JIEMEHTapHBIX
penpe3eHTaTHBHBIX eINHUIIAX MHOTOKJIETOYHOCTH (aHAJIOTaxX 3JIEMEHTOB), & TaK-
K€ B OTCYTCTBUHU MEPBI UX Pa3BUTHUS (AHAIOTE TIOPSIKOBOTO HOMEPA DIIEMEHTA).

J11s moucka TaKUX eAUHUI] U MEPBI KX PA3BUTHUSI HAMH ObLIT TTPEIIPUHST HO-
BBIH MOJXOJT K M3y4YeHUI0 3BOIONUU (Savostyanov, 2015, 2016a; CaBOCThSHOB,
20166). OH 3axiarouaeTcst B MOACTUPOBAHIH PA3BUTHSL, TPOTEKAIOMIETO HA OCHO-
B€ TIPOIIEY PBI «pa3AeseHus TPy/1a» B MUHIMAJIBHON eIMHUIIE HAeaIN3HPOBaH-
HOTO cooOmecTBa. [Ipu 3TOM paccmaTpuBacs TOIBKO HHTEPAUCITUTLTHHAPHBIH
ACMEKT ATOW MPOIEeyPhl 0€3 BCAKOM MPUBA3KM K KOHKPETHOH MPUPOJIE Pa3BH-
BaFOIIErocst coo0IecTBa. TeM caMbIM ObLTa MPEANPUHSTA MTOMBITKA TIOCTPOUTH
00IIYIO TEOPHIO U yHU(PULIUPOBAHHYIO METOAOIOTMUECKY0 MIaT(opmMy AJis 13-
y4eHHUs JIIOOBIX CHUCTEM, €CIIM MX Pa3BUTHE MPOTEKAaeT HAa OCHOBE pa3/IesIeHUs
Tpyna. B HacTosmeit pabote n3maraeTcs CyTh 3TOTO MOAXO0/A M MOTYyYEHHBIX
Pe3yNBTaTOB, a TAKKE NAeTCs UX JajbHeias pa3paboTka Ha IpUMepe CTaHOB-
JICHUS ¥ PA3BUTHUS UACAITU3UPOBAHHON MHOTOKJIETOYHOCTH.

CYTb HOBOI'O ITOAXOHA. TMCTUOHBI 1 UX [TAPAMETPbBI

JIns KONMMYeCTBEHHOr0 OMMCAHMS MPOLECCOB CHeNHaIn3aluid U UHTerpa-
MU OBLITM BBEJCHBI HEOOXOIMMBIC TIOHSTHUS, OTPAXKAIOIIUE CYyTh MPOIETY PhI
paznenenus Tpyaa (byukimii). [Ipexae Bcero, 3To MOHIATHS 0 HA00PE UCTIOTHH-
TeJei (KJIeTKH, 0003HaYeHHBIe KPY)KKaMH), a TaKKe 0 mepevne L GyHKIIHH, TTo/I-
JISKAIMUX pa3esieHnuto (0003HauatoTcs OykBamMu). BaKHBIMU SIBISIOTCS TaKKe
MOHSATHUS O TPEX PEKUMAX BBIMIOJHEHUS 3THX QYHKIUU. [IepBbIM M UCXOTHBIM
SIBJISIETCSL PEKUM aBTOHOMHOTO BhDKMBaHUs (PAB), xorna (yHKIIUU BBITIOJIHS-
IOTCS TOJBKO /I ce0sl U TOTEHIMH K pa3fAeNeHnIo He UMeIoT (puc. 1, BepxHss
KJIeTKa HyJIEBOTO CcTOI0Ma, PyHKIIMH 0003HAYCHBI CTPOIHBIMHU OyKBamu). BTo-
PBIM SBIISIETCS peXUM, norryckatonuii ciennanuzamnuio (PIC). B atom pexume
(yHKIIMM 33 CYET OTKPBITUH M HOBOBBEICHUI (COMOCTABISEMBIX C apoOMOP(O-
3aMH) IPHOOPETAIOT M'EHEPATUBHBIC TIOTCHIIUU K Pa3ziesicHuto (puc. 1, HyJIeBO
cToJidell, moTeHuu 0003HaueHbI IUpPaMK HaJl MPOMUCHBIMU OyKkBamu). Yucio
(hyHKIHH, KOTOpbIe TPHOOpETN MOTeHIINH, Oy1eM 0003HaYaTh MapaMeTpoM M.
TperbuM sBISIETCS pEXUM, B KOTOPOM TPHOOpPETEHHBIC MOTEHIIMH peau3y-
I0TCS TTyTEM TPEeBpaIleHus] B CTPYKTYpHBI (upbl HaJ OyKBaMH B KpPy)KKax),
Onarogapsi 4emy KJICTKH IEPEXOIST B PEXKUM OCYIIECTBISIEMON ClICIUaT3alluN
(POC). [TapameTp 1 oka3bIBaeT YUCIO (PYHKIIMH, peaTn30BaBUINX MOTCHLIUN 1
CTaBIINX CEIHAIN3UPOBAaHHBIMU. Bo3HUKaOMIKE CIIeI[MaTH3NPOBAHHBIE KIIET-
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Puc. 1. Ilepnoanueckas TabauIIa FTECTHOHOB C PA3INYHBIME BApHAHTAMHU pa3AeiIeHus (yHK-
Uil MeXy KiIeTKaMu. B HyneBoil siueiike — HCXOHAs KIIETKa-yHUBEpcas (KPY)KOK), BBIIIOTHSI-
omas Bce QyHKIUH (0003HaYEHBI CTPOYHBIMH OyKBaMH) B PEXKMME aBTOHOMHOTO BBIKHBAHHS
(PAB) u Tonpko mist cebst. Homepa cTpok m MOKa3pIBarOT YUCI0 GYHKIUH, MPHOOPETIINX re-
HepaTHBHbIC NOTEHIIMU KJIETKaMH HYJIEBOro cToJ01a (0003HaueHBI TPONUCHBIMU OyKBaMU IPH
KpY>KKax, YHCJIO MOTESHIMH TToKa3aHo nuppamu Hax OykBamu). Homepa cTonOunoB n rnoxassiBa-
10T 4NCNO (DYHKINH, pEaln30BaBIINX CTPYKTYPHBIE MOTEHIINU U CTABIIUX CIIEIIHATN3NPOBAHH-
MU (0003HaUEHBI TPOIMCHBIMU OyKBaMU BHYTpPHU KPY>KKOB). JIeBbIe u npaBbie U(PbI HaJl STUMH
OyKBaMHU MOKAa3bIBAIOT YHCIIO HEPEAJTH30BAHHBIX M PEATH30BAaHHBIX CTPYKTYPHBIX MOTEHIIHH
COOTBETCTBEHHO. JTOT K€ MapaMeTpP 1 TOKa3bIBAET YNCIIO CIEIHAIN3UPOBAHHBIX KIETOK TH-
ctuoHa. Lludpsl B 1€eBOM BepxHEM yrily siueek 0003HAUAIOT MOPSAKOBbIE HOMepa N I'MCTHOHOB.
[{udps! B 1€BOM HIKHEM YIITy siueek — obee uucio  u3oromnos. L{u¢pel B mpaBoii 4acTH sueex
MOKa3bIBAIOT CBEPXY BHU3 YHCIIO HEPEANN30BAHHBIX U PEaTN30BaHHBIX T€HEPATUBHBIX, 4 TAKIKE
HepeaJTH30BaHHbBIX U PEATM30BaHHBIX CTPYKTYPHBIX ITOTCHIIHUI.
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KU UHTCTPUPYIOTCSA C LCJIBIO O6MCHa «TOBapaMu» U yCiIyraMu B 3JICMCHTAPHbBIC
CAWHUIIBI MHOTOKJICTOYHOCTH, HAa3BaHHBIC THCTHOHaAMH (Ha puc. 1 onu nmoka3sa-
HBI B si9elikax TaOiauien). Takas crienuanu3anus U HHTeTpaIus UCIIOMTHUTEIeH
COTIOCTABJISIETCS C MINO0AIATI TAITASIMH.

CMeHa pe)KMMOB BBITIOIHEHUST (PYHKIUHU (T. €. U3MEHEHHE BEIUYUHBI M U
n TIyTeM TPHOOPETEHUS U peain3aliy MOTEHIIU) COCTABIAET JBa BUJA dJe-
MCHTApPHBIX aKTOB PAa3BUTHUA T'MCTHUOHOB. Baxmno MOAYCPKHYTH, UTO HA CTaAUU
OINHMCAaHUsI COCTaBa U CTPYKTYPbl TUCTHOHOB MPHUPONY pa3ieisieMbIX (YHKIIUN
YTOUHSTH HE TpeOyeTCs, TO CTAaHET aKTyaJbHBIM Ha CTaJHH WHTEPIpETAINU
MOy YEHHBIX PE3YJIBTATOB.

[Ipouenypa pasneneHust TpyJa B TUCTHOHAX PErJIAMEHTHUPYETCS HaOOpOM
AKCHOM, KOTOpPbIE MOKHO MEHSTh, MOACTUPYS Pa3BUTHE THCTHOHOB B pas3iind-
HBIX ycnoBusix (Savostyanov, 2015, 2016a; CaBoctesinos, 201606, B). [IpuBenem
JUISl TIpEMepa JIBE TaKUX aKCHOMBL: 1) Ka)kJaas KJIeTKa MOXET CIIeIHalIn3upo-
BaThCS Ha BBIMMOJTHEHUE TOJIBKO OTHOM KaKOH-TH00 (PYHKIIHH, 2) BCE KICTKH T'H-
CTHOHA UMEIOT 110 PAaBHOMY YHCITy MapTHEPOB. B 3aBucHMOCTH OT HabOpa aKcu-
OM BO3MO>KHO TIOCTPOCHHE PA3JIMYHBIX MHOKECTB THCTHOHOB, Pa3JIMYaIOIINXCS
COCTaBOM U CprKTypOﬁ 1 aJaliITUPOBAHHBIX K pa3/INYHBIM YCIIOBUAM.

HTaK, TUCTUOHBI — 3TO 3JIEMCHTAPHBIC CANHUIIBI MHOTOKJICTOUHOCTH, IIPEA-
CTaBJISIONINE COO0H HOBBIM OOBEKT TEOPHH Pa3BUTHS. BakHO OTMETHTD, UTO UX
MapaMeTphbl m U 1 SBISIOTCS YKCIIEPUMEHTAITBHO MpoBepsieMbIMu. [1o cmbIicTy
Y 3HAYEHUIO TUCTHUOHBI COMOCTABUMBI C TIOHATHEM dJIEMeHTa B XUMHH. VIMEeHHO
OHU ¥ MOAJIKAT CBEACHUIO B IIEPHOINYECCKHIE TaONHIIBI.

KOJIMYECTBEHHA A1 XAPAKTEPUCTUKA PA3BUTHUA THCTUOHOB

C NOMOIIBIO TIPEIOKEHHBIX MapaMeTPOB M U 1 MOXKHO HaxOJIUTh OOIee
YHUCIIO aKTOB PAa3BUTHS THCTHOHOB M, TEM CaMbIM, XapaKTepHU30BaTh ATO pas-
BHATHE KonndecTBeHHO. Tak, obIiee 9rcio S moTeHIni, MPHOOPETEHHBIX BCEMHU
(yHKIHSMU THCTHOHA, PAaBHO:

S=12(1+mm )
Torza obuee urcio N BceX aKTOB Pa3BUTHSI, OCYIIECTBICHHBIX THCTHOHOM, PAaBHO:
N=12({+mm+n 2

OTO — BaXXHBIIl HOBBII MapaMeTp, BIEpPBbIE MOJYUYEHHBIN A XapaKTepH-
CTHUKH TIPOTPECCUBHOTO Pa3BUTHUS TUCTHOHOB. OH SBIISIETCS aHAJIOTOM aTOMHO-
r0 HOMepa dJIEMEHTOB.

3AKOH ITEPUOJMYECKOI'O PA3BUTH A THCTUOHOB

C nomorsto napamerpa N ycTaHOBJIEHO, YTO B Pa3BUTHHM I'MCTHOHOB JEH-
CTBYET 3aKOH IEPUOJUYHOCTU PA3BUTHS, COIVIACHO KOTOPOMY IIPY MOHOTOH-
HOM pocTe 4ucJa /N aKTOB Pa3BUTHS T'HCTHOHOB YHCJIO 12 UX CIECLHATH3H-
POBAaHHBIX MCIHOJHHTEJCH NEepUOAUYEeCKH HU3MeHsieTcss. B cooTBeTCTBUM C
3TUM 3aKOHOM MOHOTOHHO BO3pacTaroliasi HOCIEA0BaTEIbHOCTb Yncesl N (aKTOB
pa3BuTHUs) pa30uUBaETCs TOUKAMU CHHIYJISIPHOCTH Ha OTIEJIbHBIE MHTEPBAJIHI,
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KOTOpBIE MPEACTABISIOT COOOM LUKIBI Pa3BUTUSA. DTH TOUKH COOTBETCTBYIOT
MIEPUOINYECKH BO3HUKAIOMINM OAMHOYHBIM U TOJHBIM HEpeaJn30BaHHBIX I10-
TEHIUW POJOHAYAIFHUKAM C HYJIEBBIM 3HaUYeHHEM K. TakuM oOpa3om, o Mepe
Pa3BUTHS TUCTUOHOB PETYJISIPHO MOBTOPSIOTCS 3TANBI UX YCIOKHEHUS U YIPO-
meHus. Tak Mbl BIEpBbIE MOJTy4aeM OOBSCHEHHE ITUKIMYHOCTH (IEPHOIUYHO-
cTH) pa3BuTus. OTMETHM, YTO TaKas [UKIWYHOCTh XapaKTepHa JUJIsl Pa3BUTHUS
Pa3JIMUHBIX CUCTEM U HEOJAHOKpPATHO OTMedalach UCTOPUKAMHU, COLMOJIOTaMH,
9KOHOMHUCTAMH U KYJIBTYPOJIOTAMHU.
[IOCTPOEHME IMEPUOJJUYECKOM TABJIUILBI TUCTUOHOB

Ha ocHoBaHuuM BBISIBICHHOH NEPUOIUYHOCTH CTPOUTCS KOJIMYECTBEHHAS
rnapaMeTpuyeckas CHUCTEMa T'MCTHOHOB B BHJE TPEXMEPHOM MEPUOAMYECKOM
tabnuipl (puc. 1). Ee ¢popmanbHOit 0CHOBOI siBiisieTcs TpeyroibHuk [lackans,
MOATOMY OHa 00JIaJjaeT BCEMHU €ro CBOWCTBaMHU. B Heil m 0003HayaeT HOMEp
CTPOKH, 1 — HOMEp CTONOMIa, N — MOPSIKOBBI HOMED STYeHKH C THCTHOHOM (yKa-
3bIBa€TCSA B BEPXHEM JIEBOM YTITy siueek). B siaelike ¢ HyJneBbIMH 3HAYCHUSIMU M1
U B HaXOUTCS UCXOMHBINA rTUCTHOH. KaxkIpIii cTonOer Tabauiibl 00 beTHHSET TH-
CTHOHBI C OJUHAKOBBIM YHCIIOM 1 4JIeHOB. Kaxaas cTpoka oTpaxaeT LUK pas3-
BUTHS TUCTHOHOB C OJIMHAKOBBIM 3HAU€HHUEM Mt, TIPEENIbHOE YHUCIO THCTHOHOB
LUKJa OTNpesessseTcs BelMnunHoW m+1. Pa3BuTHe B IMKIAX XapaKTepU3yeTCs
napastenu3MoM. KakIbiil UK HAUMHAETCS ¢ HJIEBOTO CTOJIONA C CHHTYIISIP-
HBIM POJOHAYaJIbHUKOM, MTOJHBIM MOTEHIUH, a 3aBEpIIAaeTCs UX peajn3anuei ¢
(hopMupoBaHNEM TUCTHOHA M3 TEPMUHAIBHO CIECIHAIN3HPOBAHHBIX WUCTIOITHH-
TeJel, YUCIO i KOTOPBIX CTAaHOBUTCS paBHbIM m. IIpu 3TOM mo Mepe pocta m
JUTMHA Ka)KJIOTO MOCIENYIONEro NHUKa (YUCII0 CTaJuil pa3BUTHUS BHYTPU ITUK-
J1a) Bo3pacTaeT Ha equHUITYy. lIpenenpbHoe YUCIIO ITUKIIOB (MIEPUOIOB) TAOIUIIBI
onpeaensieTcs BENUYUHOM L.

Oo0mee 9yncio Z TUCTHOHOB BCEH TaOIHIIBI, C yYETOM HCXOIHOTO (HYJIEBOTO)
TUCTHOHA, PAaBHO:

Z = 1/2 (m+1)m+m+1 3)

OTH rHCTHOHBI pa3InyaroTcs napaMeTpaMu m, i U N, HO HE OTpaXaroT BO3-
MOYKHOE pa3HOO0Opasne KaueCTBEHHOI'O COCTaBa (DYHKIIHIA, BOBJICUCHHBIX B Pa3-
nenenue. Takyue TUCTHOHBI MBI Oy/ieM Ha3blBaTh apXeTUIHBIMU. VX o01ee 4ucio
Z SIBIIETCA BaKHBIM MOKa3aTesieM MPeebHO BO3MOKHOTO Pa3HO00pas3us apxe-
TUTIOB Ta0nuIsl. Hamprmep, auist Tabnuiisl Ha puc. 1 3TOT mokaszarenb paBeH 21.

Hapsiny ¢ yueTom oOrmiero yucna N aKTOB pa3BUTHS apXETHITHBIX THCTHO-
HOB, TIOCTPOCHHAsI TaOJINIIa MOKET YUYUTHIBATh U KAUeCTBEHHBIN cOCTaB Ha0O-
poB (hyHKIIHIA, BOBJIEKaeMbIX B pasneieHue. FIMEHHO 3TOT ydeT jenaeT Tadiu-
1y TpexmepHoi. Tak, Ay sueek TaOInLbl BO3MOXXHO MHOXKECTBO H T'MCTHOHOB
C OJMHAKOBBIM 3Ha4€HHEM N, HO PA3TUYAIOIINXCS KaueCTBEHHBIM COCTaBOM
¢ynkumii B PZIC u POC. 3T0 — H30TOMHBIE TUCTHOHBI, SBIISIONINECS BapHaHTa-
MW apXETHUTIOB. 17151 Ka)KI0# sTueiKu TaOIUIIBI 9TO MHOXKECTBO H TakXKe ommpee-

JISICTCH MapaMeTpaMu m U n 1 PaBHO!:
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OO11ee 4KCI0 THCTUOHOB B sSYEHKaX C YUETOM U30TOMOB YKa3bIBaeTCs B UX

HIDKHEM JIEBOM YTiy. UHCIIO TakuX T'HCTHOHOB, BO3MOXKHBIX BO BCEHl CTpoOKe

(mmkie pa3BUTHsA), paBHO 2”. IIpyM 3TOM MOCKOJIBKY B Ka)KJOW MOCHETyIONIeH

CTPOKE TUCTHOHOB B /1Ba pasa 0ot ff — C” npenslay1neii, To Bo Bcell Tabaule
oOee yncno H,, THCTHOHOB PaBH.. "

©)

OTO YHCIO COCTaBIAET T'eHEepaIbHOE MHOKECTBO BO3MOXHBIX T'MCTHOHOB
TPEXMEpPHON TaOIUIIBL.

OTMeTUM ABE €€ Ba)KHbIX 0 ,» €CIIM BCE HEUYETHbIC YHCIIa I'U-
CTHOHOB OKPacHUTb B CEpbIil, a H,, E - BIH IIBETa, TO 0Opasyercs Tpe-
yroibHUK CeprnuHCKOro. Pasif-ars iun o i 1 v THOHBI OTHX rpynn Ouonorunye-
CKMMU CBOHCTBaMH, €Ille PEACTOUT BBISICHUTB; 2) C POCTOM Mt TaOJIULIBI YUCIIO
Z apXETUITHBIX TUCTHOHOB PACTET B apU()METHIECKOH, a 00mmee uucno H , Beex
TUCTHOHOB — B T€OMETpHUUECKON mporpeccur. [103TOMy 04eHb CKOpO apXeTu-
bl HAUHYT COCTaBJIATH HE3HAYUTENIbHOE MEHBIIMHCTBO. Hampumep, npu m=5
o0I11ee Y¥CII0 THCTHOHOB TaOIUITEI Ha pUC. 1 cocTaBiset 63, n3 KOTophIxX 21 (T.e.
33%) SIBISIIOTCSI apXETUIIaMU, a OCTaJIbHBIC 42 SIBISIIOTCSI U30TONAaMHM (BapuaH-
TaMu apxeTunoB). Ho yxe npu m=10 apxetunsl OynyT coctaBinath 3%, a mpu
m=20 — tonbko 0.01%. B nanpHeliieM 105 apXETUIIOB CHU3UTCS €lle 00Jb-
nre. Takum oOpazom, nepuoanyeckas TabauLa BIEPBbIC I03BOIAET BEIUYNUCIISTD
JIOJIE0 apXETHUIIOB B BO3MOXXHOM MHOT000pa3nu BCeX THCTHOHOB M OLIGHUTh, Ha-
CKOJIBKO 3Ta JI0JI MaJa.

BaxxHo Tak)xe MOJYEpKHYTh, YTO MHOKECTBO I'MCTHOHOB Ka)JOH AuehKU
JCTTUTCSI Ha M TICPECEeKAIOINXCsl IOAMHOXKECTB (00 beIMHEHHBIX TPYII), UMe-
IOIIUX XOTS OBl OHY 00mmyIo GpyHKIuio ninu npusHak (CaBoctesaHoB, 20164, 0).
[IprMepoM Takol TPYNIbI MOTYT CIIYXHUTh UIEHBl KAKOr0-TH0O TaKCOHA, KakK,
CKaXeM, XOPIOBbIE, WICHUCTOHOTME U T. 1. Yncno uneHoB H ;. Takod rpymnsl
JUTS KasKJIOU sTYeHKH PaBHO:

(6)

UuCIo 4JICHOB TaKUX I'PYIIT B PaMKax KaXKJIOW CTPOKH B JIBa pa3a MCHbIIIC
uX 0OIIero yuciia v MoKasblBaeT MpeelbHOe pa3Hoo0pas3ie 00beJMHEHHBIX T'1-
CTHOHOB (CKaXkeM, pa3HooOpasy n_| 7a) WUTH TIPEIeIbHOC YHCIIO TaK-
TOB JIMAXPOHHOTO Pa3BUTHSA (C M H = C

B 3akimroueHne oTMeTHUM, YTO HOCKOJ‘ILKy nepnounqecxas{ TabJIuIa TUCTH-
OHOB TIOCTPOCHA B paMKaX aKCHOMAaTHYECKOTO TI0/IX0/Ia, OHA SIBJISICTCS HOMOTe-
HETUYECKOU. M3MEeHEHNEe aKCUMOMATUKH J1a€T BO3MOKHOCTb CTPOUTH U JIPyTrUe
BapuaHThI HEPUOAUYCCKUX Ta6J'II/IH TUCTHUOHOB, B TOM YHCJIC U3 HUCIIOJTHUTENENH
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C HE3aBUCUMBIM MPOUCXOXKICHUEM, KaK, CKaXKeM, Y JTUIIaiHUKOB (Savostyanov,
2015, 2016a; CaBocthsiHoB, 20160).

3AKOH COXPAHEHU S TIOTEHIUIA

Oo6miee uncio S MOTEeHIMH y THCTHOHOB B STYEHKaX KaKJI0H CTPOKH 3aBUCUT
TOJIBKO OT BEJINYMHBI M U OMPEEINsieTcs B COOTBETCTBUM € BhIpakeHueM (1).
DTO0 03HaYaeT, 9TO B paMKaxX KaXkJIOTO IIMKJIA IEHCTBYET 3aKOH COXPaHEHUS T0-
TEHIIMH, COrJaCHO KOTOPOMY B Pa3BUTHH F'HCTHOHOB IPH HEU3MEHHOM M M
JI000M 3HAYEHUH 712 00LIee YMCJI0 MOTEHINH 0CTACTCH MOCTOSIHHBIM, MEHSI-
eTCsl JTHIIb COOTHOIIEHHE FreHePAaTHBHBIX U CTPYKTYPHBIX, peaJin30BaHHbIX
W HepeaJM30BAHHBIX MOTEHIUIH.

W3 aToro 3akoHa BBITEKAET BaXKHOE CIIE/ICTBUE: B Pa3BUTHUU TMCTHOHOB He-
M30€KHO TIPOMCXOIUT pa3zeeHre UCTIONHUTENEH Ha KpeaTuBHbIE M HEKpeaTHB-
HbIE (K TpUMEDPY, B SMOpHOreHe3e MPOUCXOIUT IeJICHHE KJIETOK Ha CTBOJIOBBIE U
HECTBOJIOBBIE). DTO MPOUCXOIUT MO cienyouell npuunHe. [lockonbky B LuKIe
pa3BUTHSA C HEM3MEHHBIM M JI0JI HEPEaJN30BAHHBIX NE€HEPATUBHBIX MOTEHIUI
MaJaeT, a YUCJo CIEeNaIN3UPOBAHHBIX KJIETOK THCTHOHA PacTeT, TO BO3HUKAET
MOMEHT, KOT/Ia TOTEHIIMI Ha BCEX HE XBATAET, U HAYMHAIOT BOSHUKATh KJIETKH 0€3
HOTeHUUH. BenencTaue 3Toro 107151 KJIETOK € MOTEHIMSIMY B THCTHOHAX IaJaeT, a
0e3 moTeHnui — pacrer. OyHKIMHN 0€3 TOTEHITNH Y TaKMX KJIETOK Ha puc. 1 000-
3Ha4eHbl HyJIAMHU. [Ipy 5TOM B IPOrpECCHBHOM PAa3BUTHHM TMCTHOHOB B paMKax
Ka)KJIOM CTPOKHM JMHAMHUKa MOTEHIUI OnpeAesnseTcs napaMeTpaMy m U n U TOJI-
JlaeTcsl KOJTMUECTBEHHOMY OIMCaHuUI0. B aHannTH4eckoit u rpaguyeckoit popmax
Takas TMHaMHKa OblTa ToKa3aHa HaMu paHee (Savostyanov, 2016a; CaBOCTBSTHOB,
20166). B nmpuBeneHHOM Ha puc. | TIEpHOTUYECKON TAOIUIIE TUCIIO PA3THIHBIX
MOTEHLNH Ha Ka>KJJOM 3Tare pa3BUTHS F’MCTHOHA [TOKA3aHO B IPaBOH YacTH sSUeeK.

OTMeTuM Temnepb, YTO JIEJIEHHE HUCIOIHUTENENH Ha KpeaTHBHBIE U HEKpea-
THBHBIE TaK)Ke SBJISETCS OOIIMM CBOMCTBOM IpOLEAYPHI pasJielieHus TpyJa,
MOATOMY MO00HOE JIeNICHHE IOTHKHO POSIBISTHCS BO BCSIKOM COO0IIECTBE, pa3-
BHBAIOIIEMCS Ha 3TOM ocHOBe. Takne MposBICHUS N3BECTHBI KaK HEeCIenalu-
3UpOBaHHbIEC NPEIKU B (PUIIOreHe3e, aCCHOHAPUU B 3THOI'CHE3€, KpPEeaTHBHOE
MEHBIIMHCTBO B COLIMYMAaX, U T. 1.

O IBYX BUJJAX PA3BUTHA

[lomy4ennast TpexmepHas TabIHIa OTpaXkaeT ABa BUAA PA3BUTHS: IPOTPeEC-
CUBHOE U eBHaHTHOE. [IporpeccuBHOE 3aKi0yaeTcs B IBU)KCHUU THCTHOHA IO
CTOJIOIIaM M CTPOKAM TAOJHIIBI C K3MECHEHHEM apXETHITHBIX TTApaMETPOB M, 0 U
N. B I1€BHaHTHOM 3TH MapaMETPbl HE MEHSIOTCSH, @ NPOUCXOAUT ABHKEHUE IO
M30TOITHON KOOpAUHATE TaOJINIIBI, T. €. BBIOOP M peaan3als H30TOMOB.

PaccmoTpum mporpeccuBHoe pas3BuTHe. [Ipu NBUKEHHU HUCHOJHUTENEH
BHH3 I10 HYJIEBOMY CTOJIOIY MMPOUCXOANT MPHOOpETEHNE TOTSHITHH 3a CUeT apo-
MOp(}O30B, T. €. OTKPHITHI 1 HHHOBaIMi. Hanmpumep, TakuM 1myTeM NnepBUYHEIE

IIJIAaHKTOHHBIC OJHOKJICTOYHBLIC C m=0 YBCJINYUBAJIN 3HAYCHUC DTOr'0 IapamMme-
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Tpa, OTKphIBas BO3MOXKHOCTH CYIIECTBOBAaTh B KOJIOHHMSX, 3aT€M pa3JelHUTh
(yHKIMHE MEXTY COMAaTHYECKOH U MOJIOBOW YacTAMH, a Jajee — MeXJy 9KTO-,
9HTO- U ME30AEPMOil, U T. A. B 1aHHOM nepedHe 3HaueHUE m ObIIO0 yBEIUUYEHO
OT HYJIA /10 5, a o01Iee 9yucio S mpruoOpPETEHHBIX MMOTEHIIUH CTAI0 PaBHBIM 15.
3aMeTuM, 4TO BO3MOXKHO JIBM)KEHHUE U BBEPX IO CTOJOLY C MOTEPEH MOTEHIUH.

Peanuzanus nmoreHUMH MPOUCXOAUT MPHU ABMIKEHUH TMCTHOHA MO CTPOKAM
TaOJUIIBI C U3MCHEHHEM TIapaMeTpa # U, COOTBETCTBEHHO, N. B HyneBoM cTonoue
HaXOJATCS TIOTHBIE MOTEHIINH CHHTYIISIPHBIE POAOHAYATBHUKN C MUHUMAJIbHBIM
B paMKax I[uKJia 3HaueHueM N. [1o Mepe IBHKEHMS BIPABO BOZHUKAIOT THCTHOHEI
C BO3pacTaroIlUM 3HaueHueM N. B cepeanHe CTpOK OHU MPOXOAST ONMHUCAHHYIO
paHee 30HY aganTUBHOro MakcuMyma. [Ipu 3ToM, Kak ObUIO CKa3aHO, IPOUCXO-
JUT pa3/ielieHne KJIETOK Ha CTBOJIOBBIE M HECTBOJIOBBIE. Bo3MoYkeH u perpecc co
CMEI[eHNEM THCTHOHA BJIEBO, UTO OyJeT 03Ha4aTh TAKTHYECKOE OTCTYIIJICHHE OT
JOCTUTHYTOTO YPOBHS pa3BuTHs. Ho eciii OH HE MPOUCXOIUT, TO CTPOKH 3aKaH-
YUBAIOTCSA THCTHOHAMH U3 TEPMHUHAIIBHO CHENNAIN3HPOBAHHBIX KJIETOK, Peallu-
30BaBUIMX BCE MOTEHIMH. TaKkue TUCTHOHBI MOT'YT HEUTPaIN30BaTh MaKCUMallb-
HOE KOJIMYECTBO MOMEX, 3aTPYAHSIONIUX OCYIIECTBICHHUE BceX (DYHKIIHH.

OnHako Takue TMCTHOHBI UMEIOT U Ci1a0ylo CTOPOHY: AESITENbHOCTh MX
YJIEHOB 3aperyjIupoBaHa M KECTKO periaMeHTHpoBaHa (HUKAaKOW CBOOOBI U
WHULMATUBBI). B pesynprare y TakuxX rHCTHOHOB aJalTHBHBIE CIIOCOOHOCTH
K U3MEHEHUAM Cpebl CBENIEHBI K HyI0. [I03TOMYy OHM MOTYT CylecTBOBaTh
JUUIb B CTAOMIJIBHOM, MPUBBIYHOM 1715 ce0sl Cpefic U pa3pyllaloTcs MpH ee U3-
MeHeHHH. TakuM 00pa3oM, KOHELl CTPOKH — OIlacHasi 30Ha, YpeBarasi Tu0ebo
JTAHHOTO M HAyaJloM HOBOI'O IIMKJIa Pa3BUTHS, CHOBA CTApTYIOIIETO C OU-
HOYHOTO popoHavyaibHUKa. [Ipy 3TOM eciy yBenndeHHs 4uciia IOTCHIIUH He
MIPOM3OIILIO, IIUKJI TIOBTOPUTCS B CTPOKE C TE€M K€ 3HAUeHHWEM m. B ciydae
YBEIMYEHHMS 3aIaca NOTEHLUH 3a CYET OUepeHOro apoMopdo3a pogoHadaib-
HHUK OKa)keTcs B sdelike Ne 21 B Havase cieayromed CTpoKH ¢ m=6, CTaHET
oOnanarteneM 21 MOTEHIMHU U MOJOKHUT HaYajI0 HOBOMY, OoJiee JITMHHOMY ITH-
KJIy Pa3BUTHSA, U T. 1. 3aMETUM, YTO BO3MOXKEH TaK)Ke€ MEPEeX0/ B CTPOKY C
MEHBIIINM 3HaYE€HNEM M, 9TO OYJeT O3HaYaTh CTPATETUYECKOE OTCTYILJICHUE OT
JOCTHTHYTOT'O YPOBHS pa3BUTHS.

[lepelinem Teneps kK JEBUAHTHOMY pa3BUTHIO. [I0CKOIBKY H30TOIBI IO CPAB-
HEHMIO C apXeTHUIIAMHU HaXOASTCS B MOAABISAIONIEM OONBIIMHCTBE, MMEHHO X
peanu3anus U COCTaBJIsSET OCHOBY penepTyapa pa3BuTHs. [loaToMy Tak BakeH
y4eT KayeCTBEHHOI'0 cOCTaBa (YHKIIMI, BOBJICUECHHBIX B pazzencHue. [lapame-
TPl L ¥ m TIO3BOJISIIOT YYECTh 3TO OOCTOSTEIHCTBO M BBECTH TOHSITHE O Ha-
[IPaBJICHUAX Pa3BUTH. [ KakIOro apxXeTHIa OHO OMNpEAEisieTcs BbIOOPOM
koMOMHaunu (GyHKUMH, TOANEKAMUX pa3zaeieHuto. Tak, IMpeaeabHOoe YUCIIO
BO3MOXKHBIX KOMOMHAIUI (YHKIUI ¥ HampaBiIeHUH Pa3BUTHS AJIS HYJIEBOTO
cTosI01a TabIULIBI HAXOAUTC Kak uyncio couetanuii C us L 1o m.

[Tpwm 3TOM AT KXk 10¥ BRIOpAaHHOM KOMOWHAIIMH YHCIIO MTOCIIEI0BATEIBHOCTEH
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npruoOpeTeHust PyHKIMSIMUA MOTEHIIUI paBHO YHCITY TIEPECTAHOBOK #e! (UMTACTCsI
Kak m ¢axropuain). HecMoTps Ha TO, 9YTO 4acTh TaKMX KOMOMHAIIMN MOXKET OKa-
3aThCsl OECCMBICIICHHOW, B paMKax OOIIEro pacCMOTPEHHS Pa3BUTHS HHUKAKUX
OrpaHWYEHUI Ha KOMOMHATOPHUKY MBI ITOKa HAJIaraTh He OyIeM.

Torna HalizeHHOE YKCIIO KOMOMHALIMK B HaUaJle CTPOKH OIPaHUYMBACT «ap-
XanuecKoe MM IOBEHUJILHOE MHOTO00pasne» 1 MOKa3bIBaeT YHCIIO BOZMOKHBIX
apxaJIakCHCOB, T. €. HallpaBlIeHUH pa3BuTHA. B yacTHOCTH, 371€Ch 3apOXK1at0T-
Csl U HMCIIBITHIBAIOTCS HA aJIEKBAaTHOCTH YCIIOBHSM CpE/Ibl BCE BO3MOXKHBIC Ba-
pUAHTHI TUCTHOHOB, M3 KOTOPBIX 3aT€M OTOMPAIOTCS HAIPABICHUS 3BOIIOIUH,
JAIOL € U3BECTHHIC LIAPCTBA OPTaHU3MOB U X MOCIEAYIOUIUX TAaKCOHOB. To ke
MIPOUCXOANT U B OOIIECTBEHHOM Pa3BUTHH B MIEPUOABI CMYT.

HanpaBnenus pa3BuTusi MOTYT U3MEHSATHCS U TIO3XKE, B KAXKJI0M AUEUKH, TIO
Mepe TPOBHKEHHSI THCTHOHOB TI0 CTPOKaM BIIPABO ¢ U3MEHEeHUueM n U N. OTo
IIPOUCXOAUT 3a CUET ABUKEHUS I'MCTHOHA TOJBKO 10 M30TOIHOM KOOpAMHATE
TaOMUIBI ¥ MOXKET COIMPOBOXKJIATHCS TepepaclpeeieHueM TOTEHITNH MeX Ty
¢ynknusmu B P/IC. DT0 MOXKET MPOSBISTHCS B PA3IMYHBIX JEBHAIIUASX, IEHO-
reHe3ax, FreTepOXPOHUSX U reTepoTonusix. Jis Takoro pa3BuTHs ollee YHCIIo
coueTaHuil QYHKIMH OyIeT HAaXOAUTHCS B COOTBETCTBUU C (4). DTO uncno Oyaer
COOTBETCTBOBATh BO3MOXKHOW BapnaOETbHOCTH MHOXKECTBA BCEX TMCTHOHOB C
3alaHHBIMU m ¥ n. UUCIo codeTaHwi 1Sl IOIMHOYKECTBA TUCTHOHOB O0Be/IH-
HEHHBIX TPYII Oy/IeT HAXOAUTHCS B COOTBETCTBUH ¢ (6). DTO uncio Oyaer oTpa-
KaTb BOBMOXHYIO BapuaOeJIbHOCTh TUCTHOHOB B PaMKaX 0OBEIMHEHHBIX IPYIII,
CBSI3aHHBIX XOTsI ObI OHOH 00mmel hyHKIuel (KaK, CKaXxeM, y YICHOB TAKCOHA).

O06a Busa pa3BuTHUs (IPOIPECCUBHOE U JICBUAHTHOE) MOIJAIOTCS M3Mepe-
Huro. Tak, U3 YUCICHHBIX 3HAUYEHUH M M 1 TUCTHOHA MOXKHO, B COOTBETCTBHHU
¢ (2) HaxXOaUTH BETUIUHY €ro N, T. €. CTEIICHb TPOTPECCUBHOTO pa3BUTHS. Pa3z-
pemmMa 1 oOpaTHas 3aj1a4a — 1o 3Ha4YeHHIo N MOKHO HaXOJUTh BEIHMYHHBI M1 U
n ructuoHa. TOYHO Tak)ke MO COCTaBy M30TOMNA MOKHO HAXOJUTh €ro HOMEp Ha
M30TOIMHON KOOpJAMHATE, a [0 HOMEPY — HaX0UTh ero coctan. [lonxox k pere-
Huto dToM 3agaun npemioxed H.E. Tumomesckoit (2004).

O6a Bua pa3BUTHSA MOTYT KOMOMHUPOBATHCS, 1aBasi CIIOYKHbBIE TPACKTOPUHU
npoOeranusi THCTHOHOM CTPOK, CTOJIOIIOB W M30TOITHON KOOPAMHATHI TIEPHUOTH-
YeCKOH TaONHIIBl. DTO O3HAYAET, YTO B paMKaX TaOJIUI[bI BO3MOXKHA peaTn3alnst
MHOXECTBA F€HEaJIOTMUECKUX JIEPEBbEB, UYTO 00ECIIEHNBACT UX KaK OCHOBY CHU-
CTEMaTHKH.

Wrak, TpexmepHas Tabiauiia COlEpKUT TeHepaIbHOe MHOXKECTBO BCEX BO3-
MOXKHBIX (B paMKax MPHUHATON aKCHOMAaTHKH) TMCTHOHOB, M3 KOTOPBIX MEHB-
ITUHCTBO COCTAaBIISIIOT apXETUIHI, a OOJNBIIMHCTBO — H30TONBL [loBTOpHM,
YTO IVIaBHBIM BKJIAJl B Pa3BUTUE BHOCUT ACBUAHTHAsI U3MEHYUBOCTb. [loaTOoMy
OonbLIast 4acTh U3MEHEHUH B Pa3BUTUU HOCHUT HE MIPOT'PECCUBHBIN, a ACBUAHT-
HBIA XapakTep. [I[puMEeHUTENBHO K OMOJIOTHHM MOXKHO CKa3aTh, YTO OHA OTpa-
JKaeT MPOCTPAHCTBO JIOTHUECKUX BO3MOKHOCTEH Jiuist Beel bruocepst. Tabmuia
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KOMITAaKTHO OTpa)kaeT OOIIHMPHYIO0 (DEHOMEHOJIOTHIO Pa3BUTHS (UMKINYHOCTD,
HaIpaBJIeHHOCTH, MAPAJIJICIU3MBI U T. J1.), BEIBOJS €€ U3 HEeMHOTHX Hayal, TeM
CaMbIM C)KUMaeT HH(POPMALIHIO.

JlokazaTenbcTBa PEAJIbHOCTH THCTHOHOB MPUMEHUTENIBHO K CTAHOBJIEHUIO
1 Pa3BUTHIO MHOTI'OKJIETOYHOCTH, a TAKXKE MPUMEpbl U3MEPEHUSI UX PAa3BUTHUS
Obutn naHel HaMu paHee (Savostyanov, 2015, 2016a; CaBoctbsinos, 20160, B).
[IpennoxeHHble MOAXOABI K TAKOMY HM3MEPEHHI0O MOYKHO HCIHOJB30BaTh IS
OLIEHKH Pa3BUTHS U JIPYTUX COOOIIECTB, OCHOBAHHBIX Ha pa3leieHUH TPY/Ia.

O MACHITABAX JIJI51 PACCMOTPEHN 1 DBOJITOLIUN

Ceituac npensaraercst Tpu MaciTada TaKOro paCCMOTPEHUSI: Mera-, Makpo- 1
Mukpossostonus (I'punun, Mapkos, Koporaes, 2008). Ho noctarouno nm 3tux
MacmTaboB? B Hanbonee HarmsgHoO#M (opMe OTBET Ha ATOT BOMPOC MOYKHO MOy~
YUTh, €CJIM MHOKECTBO BCEX HANPABICHWI Pa3BUTHS, COAEPKAIINXCA B paMKax
TIEPUOAMYECKON TaOIHUIIBI, IPEICTABUTh B BUI€ KPYTOBOW AMArpaMMel. B nByx-
MEPHOM YKPYITHEHHOM U OTpyOJICHHOM BHJIE OHA IIpHBE/IeHa Ha puc. 2. B BepxHeit
YaCcTH PUCYHKA MOKa3aHO (hopMHUpOBaHUE POLOHAYAIBHUKA, KOTOPBIM 3aTeM IO-
MEIAETCs B LEHTP JUarpaMMBbl M MOPOKIAET pa3IndHbIE HAPABICHUS Pa3BUTHS
(cexTopbl AMarpaMMbl) B BUJIE AepeBbeB. UNCIIO TaKWX HampaBjeHU (CEKTOPOB)
paBHO uucny m (QyHKUWH, MOTYUYHBIINX TMOTEHIMH (IS y4eTa MocieI0BaTellb-
HOCTH MX IOJIy4eHMsI TuarpaMma J0JDKHA ObITh TpexMepHOi). Uncio cTBOJIOB U
BETBEN Ka)KJI0TO AepeBa ONPENEIISIOTCS YUCIOM /1 N30TOMOB, a UX JJIMHA — BEIIU-
yuHON N. CTBOJIBI U BETBU COCTOAT U3 OTAEIBHBIX IIMKJIOB IIPOrPECCUBHOIO Pas3-
BUTHUA. LIUKIIBI pa3aeneHbl TOUKaMU CHHTYJISIPHOCTH U YIIOPSIOUEHBI TI0 BO3pac-
taHuio N. KoHIIeHTpu4YecKuMH KpyraMu, MpOoXoAIIMMH Yepe3 TOUKH CUHTYJIIsp-
HOCTH, 0003HA4YaIOTCsI yPOBHH, Ha KOTOPBIX B pe3ysbTare apoMopdo30B MPOHC-
XOIOUT yBEeJIUYEHHE 3HaYCHUs m (T. €. unuciia PyHKIHI, BOBJICUEHHBIX B Pa3BUTHE
u npuodpeTmux noreHuuy). Ha paguanbHON mIKane B JI€BOW 4acTH AHarpaMMbl
OTKJIAIbIBAOTCS 3HAUEHUSI M, 1 ¥ N, OHA CIYKUT JIJIsl U3MEPEHNU S BCETO IIPOrpec-
CHBHOTO pa3BUTHS. VIHTepBabl 5TOM IIKaJIbI, 3aKIIOYEHHBIC MEXy IBYMs OJU-
KANIIMMU OKPYKHOCTSIMH, CITy’KaT JJI OLIEHKH Pa3BUTHA B paMKax OTAEIbHBIX
nukioB. Ha myrax OTKianbIBarOTCs 3HaYeHWS H, OHU CITy»aT IJis M3MEpEeHHUS
JEBHAHTHOTO Pa3BUTHA. [IJIs1 KOMIIAKTHOCTH U SICHOCTH AMArpaMMbI THCTHOHEI B
paMKax IIUKJIOB HE MOKa3aHBbl, a UX CTPOEHUE AAETCS B YNPOLIEHHOM BHJE, IPU
stoM ux ¢yHkuu B PAB, P/IC v X noTeHInu He TPUBOIUTCSL.

Hcxonubiit (HyJieBO#) pofoHAYAIEHUK C M=5 TIOPOXKIACT MSATh PA3JIMUYHBIX
HarpaBJIeHHUH pa3BUTHS (paayd KOMIIAKTHOTO MPEACTABICHUS JUarpaMMBbI ITOKa-
3aH TOJIBKO OJITH BapUaHT T€HEaJOTHH U paclpeaesieHus MOTeHIINN). A rajee B
paMKax Ka)xa0ro HampasieHUs GOPMUPYIOTCS 00bEAMHEHHBIE IPYIIIBI U30TOII-
HBIX TUCTUOHOB. CBSI3H M€y THCTHOHAMHM Pa3JIMYHBIX YPOBHEW NMOKa3bIBAIOT
pOACTBeHHBIE OTHOWIEHUs. V3 3TOl nuarpaMmsl CIEAyeT, U4TO ISl OMHCAHMS
pa3BUTHS TUCTHOHOB HEOOXOJIMMBI HE TPH, a, 10 MEHBILEH Mepe, MATh pa3and-
HBIX MaclITaboB. DTO HATJISITHO [TOKa3aHO CTPOCHHUEM JIHATrPAMMBI.
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Puc. 2. T'paduyeckoe mpeacraBieHne pa3Hoo0pasus TUCTHOHOB M MAacIITab0B, B KOTOPBIX
yI0OHO paccMaTpUBATh MX Pa3BUTHE B Pa3IMUYHBIX HANpaBJICHUSX. B BepxHel yacTu puCyHKa
MOKa3aHbl ATANbl IPUOOPETEHNUS MMOTEHINI U BO3HUKHOBEHUS POJAOHAYaIbHUKA ¢ m=5 u n=0.
B HmxHell yacTu pucyHka IpUBEICHA KpyroBas AMarpamma, IpeiCcTaBisAoas pa3BUTHE T'H-
CTHOHOB B Pa3JINYHBIX HANPABICHHUSX (THCTHOHBI IOKA3aHbI yIIPOIIEHHO). B meHTpe HaxoquTcs
POIOHAYATBHHUK, JAIONINH 5 HApaBIEHHUH B BH/IC T€HEATIOTHUECKUX AEPEBhEB (TOKA3aHbI B ISATH
OTAEIBHBIX CEKTOPAX). DTH CEKTOPBI pa30UThI HA 5 yPOBHEH pa3BUTHSL, CBI3aHHBIX C yBEINYCHH-
eM m (0603HaYeHBI OKPY>KHOCTSIMH). Ha OKpy >KHOCTSIX HAXOATCSI IEBHAHTHBIE BAPHAHTHI THCTH-
OHOB, X U30TOINHbIE HOMEpa MoKa3aHbl CHU3Y. Hax rucTrnonamMu nepBoro ceKTopa, HaXOASIIH-
MHUCSI Ha CTBOJIE JiepeBa OT POJOHAYAJIbHUKA 110 TUCTUOHA MATOro ypoBH: (¢ coctaom ABCDE)
MOKa3aHbl 3HAYCHUS YUCIIa BO3MOXHBIX ITepecTaHOBOK (GyHKIUI. B neBoif wacTu puarpamMMbl
MOKa3aHa TOPU30HTAIBHO MPOBEACHHAS IIKaa A U3MEPEHHs pa3BuTHsA. B Hell BepxHUil psaf
nudp NoKa3pIBaeT NEPUOINIESCKH MEHSIOUIEECs] B paMKaxX Ka)KI0ro LUKJIA YUCIO A CIeUallt-
3UPOBAaHHBIX QyHKINH ructuoHa. CpeqHUH 1 HIDKHUH Pl QUQP MOKA3BIBAIOT MOHOTOHHBII
poct N u m coorBeTcTBeHHO. O003HAYCHHS T€ K€, YTO U Ha pHC. 1.
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B 1iennom co BceMu CEKTOpaMu OHa COOTBETCTBYET TPEXMEPHOM MEepUOIUYC-
CKOM TabnuIle, BKIIOYACT BCE HAPABJICHUS (BCE CTBOJIBI M BETBHU JICPEBLEB, T.C.
BCE TAKCOHBI), BCE IHUKJIBI pa3BUTHS (0€3 MX MeTaan3allii) U YIUTHIBAeT pea-
JU3AIHI0 TeHEPATFHOT0 MHOYKECTBA THCTHOHOB, HAXOIMMOTO B COOTBETCTBUU C
(). llpumeHUTENBEHO K OMOJIOTUU MOXKHO CKa3aTh, YTO IMOJJOOHOE MHOKECTBO TH-
CTHOHOB B [TOJIHOM BUJIE pEaJIU3yeTCs [IApCTBAMU MHOTOKJIETOUHBIX OPTaHU3MOB
Buocdepsr B 11€510M. DTO MHOXKECTBO COCTABJISCT PEHEPTyap «TEPA3BOIFOIIII.

OTnenpHBIE HATIPABICHUS PA3BUTHS SIBISAIOTCS JHUIIb YaCTHIO (CEKTOpaMM)
IUarpaMMBbl 1 OTPaKarOT BO3MOYKHOCTH Pealin3allii TUCTHOHOB JIUIIb U3 00b-
€IMHEHHBIX TPYII, YUCIO KOTOPHIX B JIBa pa3a MEHbIIE WX OOIIEero 4ucia B
MIOJTHOM TadJnile. ITO O3HAYAET, YTO HAIIPABJICHUS B pAMKaX CEKTOPa COOTBET-
CTBYIOT TPEXMEPHOMY BapUaHTy TaOJHUIIbI C YMCHBIIEHHBIM YHCIOM H30TOIOB
JI0 OJTHOW OOBEIMHEHHOW TPYIMIbI (CKaXkeM, Tuma B Ouosnoruu). OueHb CHIIBHO
orpyOIsisi, MOYKHO CKa3aTh, YTO ATH JEPEBhS B PaMKaX CEKTOpa OTPaKaroTCS
MacITaboM «THTad3BOIIOIUN.

YMmenbmnM Macmtad B odepenHoi pa3. COBOKYIHOCTh IUKJIOB 0e3 peasu-
3allMK M30TOIIOB, MPEJICTABIISIET OO0 IMHUIO (CTBOJI O€3 BETBEl) OT Haydaja Jio
KOHI[A Pa3BUTHS, T.€. OT HYJIEBOTO J0 MakCUMajbHOro 3Hauenusi N. Hampuwmep,
OT HYJICBOT'O pOJIOHAYaIbHIKA 10 TUcTHOHA cocTaBa ABCDE, Haxozsierocs Ha
MIATOM yPOBHE ITEPBOTO CEKTOpa AMarpaMMbl Ha pUC. 2. DTOT CTBOJ COCTOUT U3 M
LMKJIOB PA3BUTHA U BKIIFOUAET B Ce0s1 TOIHKO MHOXKECTBO Z apXETHUITHBIX THCTHU-
OHOB, HAXOJJUMBIX B COOTBETCTBUU C (3) M BXOMASIIUX yKe JHUIIb B ABYXMEpPHBIC
BapHaHThI MEPHOIUYECKUX Ta0nuIl (T. €. 6e3 u30TonoB). Takue HampaBICHUS OT-
paxaroT penepryap «MEra’BOTIOLUN» U PEATTU3YETCSI MCHEE KPYTTHBIM TAKCOHOM.

Janee ciemyer MaciuTad, BKIIIOUAIOIINH yKe JTUIITb OTPE3KH CTBOJIOB, 3aKIIIO-
YEHHBIE MEX]Ty IBYMsI ONMKaWIIIMMA OKPYKHOCTSIMH, T. €. OT/IeJIbHBIE CTPOKH Ta-
OITUIT MITH TTMKITHI pa3BUTHS. Kakast i3 9THX CTPOK Ha pHC. 2 peICTaBIeHa HHTEP-
BaJIOM (IIMKJIOM), B KOTOPOM BEIMYWHA 1 TPUHUMAET 3HaueHus ot 0 j1o m. Ywucio
TUCTHOHOB B ITUKJIaX paBHO m+1. Peanu3anus TaKUxX IIUKJIOB COCTABIISET PEHePTy-
ap MaKpOIBOJIOIUH, T. €. perepTyap pa3BUTHS ellle 60Jiee METKOTro TaKCOHa.

Haxoner, HeOoIbIINEe N3MEHEHHST TUCTHOHOB B paMKaXx IMKJIA (CTPOKHU Ta-
OJIMITBI) B OKPECTHOCTSAX KAKOH-THOO STYCHKH COCTABISIOT pPerepTyap MHUKPO-
SBOITFOIIHH.

TakuMm 00pa3oM, pUBEICHHAS KPYToBasi JuarpaMma BIEPBbIC TTOKa3bIBACT
MPUHIUITAAIIEHYO0 BO3MOXHOCTh KOJIMUECTBEHHOTO IMPEJICTABICHUS MHOI000-
pasusi HaPaBJICHUH Pa3BUTHS M €r0 MacIITa0OB, a TAKKE JOJIHM apXETUITHBIX
TUCTHOHOB U MX BapuaHTOB. [Tapamerpsl m, n, N u H, Ha KOTOPBIX OHA MOCTPOE-
Ha, COXPaHSAIOT CBOE 3HAUEHUE IPH JIFOO00M pacrpeesleHuy OTEHIINN U TF000i
TeHEaJOTHH, ¥ TIOOTOMY UMEHHO HX CIIEAYEeT MCIOIb30BaTh JIJISI CHCTEMATHKH.
[Ipennoxennas guarpamma c JekKallei B €€ OCHOBE MePUOAMICCKOMN TabauIei
MOKET CITY>KUTh MOJIEJIBIO MPY MOCTPOSCHUU MOAOOHBIX JUATPAMM JIJIsI CUCTEMA-
THKH, U3MEPCHUS U MIPOTHO3UPOBAHUS PA3BUTHUS PeabHBIX cOOOIIEeCTB (opra-
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HH3MOB), OCHOBAHHBIX Ha pa3AeleHuH Tpy/a.
3AKJIFOYEHUE

IIpennoxkeH BapuaHT HOMOTE€HETUUYECKON TEOPUH Pa3BUTHUS, TOCTPOCHHOU
myteM (OpMaTM30BAaHHOTO aHAJIW3a WHTEPAUCITUIUIMHAPHOTO acIleKTa Ipo-
LeAyphl pa3jieieHus Tpyda. BBeneHne MOHSITUS TMCTHOHA KaK AJIEMEHTApHOM
€IMHULBI MHOTOKJIETOYHOCTH, MOJyYeHHE €ro mapaMeTpoB U MEpPhl pa3BUTHUS
OTKPBIJIO BOBMOYKHOCTH CO3/ITaHNS MOJIENIH MTapaMeTPUUYECKON CUCTEMBI pa3iIny-
HBIX COOOINECTB B BHJIC MEPHUOAUICCKON TaOIuIbl. OHA KOMIAKTHO TIPEACTaB-
nsgeT OOMMPHYIO ()EHOMEHOJIOTHIO PAa3BUTHS, BBIBOAS €€ M3 HEMHOTHX Hadal,
Y OTpaXkaeT J[Ba HOBBIX 3aKOHA: 3aKOH MEPHOJAMYECKOr0 Pa3BUTHS U 3aKOH CO-
XpaHeHus noreHui. [lapameTpsl TaONMHULBI JONYCKAIOT COAEPKATEIbHYIO HH-
TEpIpeTaluio U TPUTOAHBI ISl IPOTHO3UPOBAHUS M M3MEPEHHUS IBYX BHJIOB
Pa3BUTHSA: MPOI'PECCUBHOTO U AeBHAaHTHOTO. Kpome Toro, Tabnuiia mokassiBaeT
HaJIM4ue B CEpEeIMHE €€ CTPOK 30HBI aAaTHBHOIO MakcuMyMa. [loaTomy onTu-
MallbHas CTpaTeTrs Pa3BUTHS 3aKII0YACTCS B OMEPEKAIONIEM POCTe M (OTKPHI-
TAW W HOBOBBENIEHUH), YTOOBI MPU JIIOOOM MOTPEOHOM YBEIMUYEHUU M BCETAa
HUMETh BO3MOXKHOCTB MPEObIBAaHUS B 30HE aJalITHBHOTO MAaKCUMYMa.

[locTpoeHHast Ha OCHOBE MEPUOAMYECKON TaOIMLBI KpyroBas AHarpam-
Ma BIIEPBbIC TIOKA3bIBACT MPUHIIMITHAIBLHYIO BO3MOXHOCTH KOJIMYECTBEHHOI'O
MIpeACTaBICHUSI MHOTO0OOpa3us HAIpaBICHUN pa3BUTH. M3 3Toi muarpamMMbl
CIIeZIyeT, YTO ISl €T0 PACCMOTPEHHS HEOOXOAMMO He TpH (KaK 3TO Mperoia-
raeTcs ceifdac), a Mo MEHbIIIEH Mepe MSATh pa3InYHbIX MaciTaboB. Jnarpamma
BKJIIOYAET LKAy W MpeajaraeT mapamerpsl AJiS U3MEPEHUs MHOrooOpasusi B
paMKax 3THUX MacIITadoB.

B nenom teopus paszmenenus Tpyna, nepuogudeckas Tabiauna U Kpyropas
JIuarpaMMa COCTaBIISIIOT YHU(DUIMPOBAHHYIO TUIATGOPMY 7151 U3yUIEHHUS Pa3BH-
THSI COOOIIECTB Pa3TUIHON MPUPOJIBI, €CIIA UX Pa3BUTHE MPOTEKAET HA OCHOBE
pasnenenust pyHKIUH.

Pabota BeImoHEeHa B paMKkax roc. 3aganus AAAA-A18-118012290373-7 o
Teme «MexaHuzMbl hopMupoBanus Gpusnonoruueckux GyHKuui B Gpuio- u oH-
TOTEHE3€ U BIUSTHUE Ha HUX DHJIOTEHHBIX U 3K30TCHHBIX (DAaKTOPOBY.
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On the systematic of morphological diversity and scale for measuring
of the historical ways of its formation

G.A. Savostyanov

A parametric classification of elementary units of multicellularity (histions) is pro-
posed, which has the form of a periodic table. It allows you to measure the development
of histories and predict it. In addition, it compactly reflects the vast phenomenology of
development, deriving it from a few beginnings, thereby allowing you to compress in-
formation. The set of histiols contained in the table is also presented in the form of a pie
chart and it is shown that at least five scales should be used to adequately consider this set.

Key words: multicellularity, elementary units of multicellularity, histions, division
of labor, development, parametric systematics, periodic table, scales of consideration of
development.
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SMBPUOHU3ALINSA OHTOI'EHE3A
N 2BOJIION M A )KN3HEHHBIX IUKJIOB
MOAYJBbHbIX OPTAHN3MOB

A.A. HortoB
Teepcroti cocyoapcmeentblll yHUGepCUmem
anotov@mail.ru

Crieriuduka MOJYJbHBIX OPraHM3MOB 00YyCIOBUJIA Pa3HOOOpa3Ue KH3-
HEHHBIX [IUKJIOB. Peanu3anus pazianuHbiX GOpM dIMOPUOHU3AIUY 3HAYH-
TEJIbHO YBEJIMYUJIA €T0 yPOBEHb. Pe1yKIIMs OTHOTO UJIU IBYX TOKOJICHU N
crmoco0CTBOBAIA CYIIIECTBEHHOMY MTPE0Opa30BaHUIO IIMKIIOB M OpraHU3a-
UK OMOHTOB. PacCCMOTPEHBI OCHOBHBIC MOJYChI SBOJIOIUHN JKHU3HCHHBIX
[UKJIOB MOAYJIbHBIX OPTaHU3MOB, COIIPSKEHHBIC C MPOIIecCaMu 3MOpHO-
Hu3anuu oHToreHesa. OIeHeHa POSIb ATHX MOIYCOB B PA3HBIX CHCTEMa-
TUYECKUX IpyImax.

Knrouesvie cnosa: sMOpMOHM3AINSI, MOMYJIbHAS OPTaHU3AIMS, MOMYJILHBIC
OpraHU3MBI, OHTOT'CHE3, JKU3HEHHBIH ITUKJI, SBOTIOIHSI, TEOPETUICCKAsT OHOIOTHS

BBEJEHUE

bnaronapsi akTHBHOMY pa3BUTHIO evo-devo U COMPSKEHHBIX ¢ HUM SKOJIO-
TUYECKUX MCCIIEOBAaHUHN YCUITUIICS MHTEPEC K KOMIUIEKCHOMY H3yYEHHUIO JKH3-
HeHHBIX nuKI0B (K1) u ux 3Bomroruu (Gerrienne, Gonez, 2011; Miglietta, Cun-
ningham, 2012; Qiu et al., 2012; Niklas et al., 2014; Cock et al., 2014; I'amaxTro-
uoB, 2016; Benesh, 2016; Bowman et al., 2016; Rescan et al., 2016; Scott, Rescan,
2017 u np.). O0BEKTaMH CHENMAIBHOTO aHAJNN3a CTAaJd MEXaHU3MBI MEePEKITIO-
YEHUS IPOTPaMM pa3BUTHS U neMorpadudeckue xapakrepuctuku XK1 (Leclere
et al., 2007; Coelho et al., 2011; Fuchs et al., 2014; Sanders, Cartwright, 2015;
Bowman et al., 2016; Horst, Reski, 2016; Rescan et al., 2016; Kenrick, 2018 u xap.).
B 3T0i1 cBSI3M BO3HHKAET HEOOXOAMMOCTH OOOOIICHHUS MaTepuajoB O pPa3HO-
oOpa3zuu XKII[ u Mmomycax ux 3osronuu. JJist TOHUMaHUS MyTeld U MEXaHU3MOB
ero ¢opMUPOBaHMS HEOOXOINMO H3yUEHHUE MPOIIECCOB SMOproHHu3auu (3) oH-
torenesa (Jagersten, 1972; Barun, 1979; Xoxpskos, 1978, 1981). D urpana Bax-
HY!0 poutb B 3Boitoiuu XK1 MmomyneHbIX opraru3moB (Notov, 2012). AkTyansHO
BBISIBIICHUE OCHOBHBIX MOAYCOB TpaHcopmaruu XK1 u xapakrepa peanusanuu
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9TUX MPeoOpa3oBaHMii B pa3HBIX TAKCOHAX.
®EHOMEH 5 OHTOI'EHE3A

[IpencraBnenus o6 O chopMHUpPOBAINCH HA 300JIOTHUYECKOM MaTepHale.
DBOIOIMOHHEIE IPe0Opa30BaHMUsl, CONMPSKEHHBIE C TIOBBIIEHUEM HaJIe)KHOCTH
MPOXOXKACHUS paHHUX cTaauil oHTorenesa, .M. Ulmansraysen (1938) na3san
smOpuonanuzanueii, a A.A. 3axBatkus (1949) — 3. [Ipu 3ToM «cTaauu u mpo-
LECChI, TPOTEKaBIINE TOCTIMOPHOHAIILHO, TO €CTh BHE MAaTEPUHCKOTO OpraHH3-
Ma... BTOPUYHO MTPHOOPETAIOT 3HaUCHUE SMOPHUOHANIBHBIX CTaINH U MPOIIECCOB,
MPOTEKAIOMINX O] 3alTUTON MaTEPHHCKOTO Tena (MW CHeIHalbHO BBIJIEse-
MBIX UM 00oJioueK)...» (3axBaTkuH, 1949, c. 389-390). 3amuIeHHOCTh HaYaIb-
HBIX 3TamoB pa3BUTHs OOYCIOBIHMBAaEeT D OHTOrEHE3a, KOTOPAs MPOSBISETCS
B pacIIMpPeHHH TpaHHI] IMOPHOHATIBHOTO TIeprosia Onaroaapsi BKIOYECHHUIO T10-
crenyronux craguit. [Ipu 9ToM, Kak mpaBuIio, BHIAAAIOT ONpeaesieHHbIe (ha3bl,
penAyuHpyIOTCS JTUYHMHOYHBIE (POPMBI, TPOUCXOIUT YIPOIICHUE U YCKOPEHHE
SMOpPHOHATBFHOTO PAa3BHTHsA, aBTOHOMH3amus oHTorene3a (Cesepron, 2005;
OsepHiok, Hcaea, 2016). Yxe Ha stane GopmupoBaHus oOMIKUX HpPEACTaBIIC-
HUH, cTaja OYeBUIHA CIOKHOCTH JAaHHOTO ()eHOMEHA, KOTOPBI MHTErPUPYET
pasusie mpouecchl u sBieHus (Gemotos, 1966; [lonnBanosa, 1979; Tuxomuposa,
1991; UBanosa-Kazac, 1995, 1996; Cesepuios, 2005 u ap.). CyIiecTBEeHHO J0-
TTOJTHIJTH XapaKTEPUCTUKY D paboThl O0TaHUKOB (XoXpskos, 1975, 1978, 1981).
Y LBETKOBBIX pacTEHUH BBISBICHBI aHAIOTH «ILTAIEHTAPHOCTHY, PACCMOTPEHA
cnenuduka mposBIeHUs (eHOMEHA y HM3IIUX U BBICIIUX pacTeHUu! (X0XPSIKOB,
1978, 1981), uto moaTBEepAMIO MHOTO0Opa3ue nposinenuii penomena. O003Ha-
YyeHa mpobiiemMa COMpsKEHHOro MpeoOpa3oBaHMsl MaTEPUHCKOTO U J0YEPHETro
OpraHu3MoB, 000CHOBaHa IeJIeCO00PAa3HOCTh BBIJICJIICHUS] Y PACTCHHI BereTa-
tuBHOU D (Xoxpsakos, 1981).

PasHomranoBOCTh (peHOMEHA ¥ €r0 IBOTIOIMOHHAS POJIH OMPENENIIOT aKTy-
aJBHOCTH KOMIUIEKCHOTO M (PPOHTATIBHOTO MU3YUYEeHHsI O B Pa3HBIX IpyNIax xu-
BBIX OPraHU3MOB. 3aXBaTKUH Ha3bIBaJ O «CTOJIO0BOM JOPOTO 3BOIOLUN OHTO-
reresa» (nurt. mo: Ceseprios, 2005, c. 243). B kadecTBE OAHOTO U3 OCHOBHBIX Ha-
MIpaBJICHUI BOJIONNH OHTOT€HE3a OHA PacCMaTPUBAETCS U B APYTUX padoTax
(Xoxpsxos, 1981; Ceseprios, 2005 u ap.). OmHaKO COBpEeMEHHBIE UCCIICTOBAHMUS
HEMHOT'OYHUCIIEHHBI U BBITIOJIHSIIOTCS B OCHOBHOM Ha 300JIOTHYECKHX O0BEKTaX
(atpos, 2003; 3axBarkun, 2008; BacunweBa u ap., 2012; Yaiika, [1lupokos,
2016 u 1p.). AHAJIU3 OCHOBHBIX ITYTEH U ClIOCO00B D 11e1ec000pa3HO MPOBOIUTH
Ha 0a3e MpeACTaBICHUH O JBYX OCHOBHBIX THUIAX OpraHU3allUHd — MOIYJIHHOM
n yautapaom (Hotos, 1999; I'aryk, 2008; Notov, 2011 u ap.) Jlns BeIgBIeHUS
cnenu(puKy MporeccoB D B ITUX TPYIIAX HEOOXOIUM y4eT 0COOCHHOCTEH pe-
MPOIYKTUBHBIX CHCTEM W OHTOTeHe3a MOAYJIbHBIX opranu3moB (Hotos, 1999,
2010; Notov, 2015, 2016).

CIHELU®UKA 5 Y MOAYJIbHBIX OPTAHU3MOB
OTKpBITBIE POCTOBBIE CHCTEMBI MOAYJIBHBIX OPraHU3MOB 00ECIIEUHBAIOT
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OpraHnvecKoe eMHCTBO MPOIECCOB IMOpHOTeHe3a, MopdoreHesa u penpoayK-
UM, TAPOKOE PACIPOCTPAHCHUE BETETATHBHOTO M OECIIONIOTO Pa3MHOKCHUS
(MBanoBa-Kasac, 1977, 1996; bareiruna u ap., 2006; Mcaesa, 2010; Hortos, 2010;
Bareiruna, 2014; Notov, 2015 u np.). OmMOpuorenes ciradbo 060cobIIeH OT TOCTIM-
OpHOHANILHOW CTaJ U Pa3BUTHA. ET0 «IIPOIOHTHPYIOT» HOBBIE MOP(OTEHETH-
YEeCKHUE IHKJIIBI, 2 (OPMHUpPOBAHUE OpPraHW3Ma IMPOUCXOUT B TEUCHHE BCEH €ro
xu3Hu (Hotos, 1999; I'atmyk, 2008). B 3TOM cMbICiie HHOTa TOBOPAT O «XpO-
HUYECKOM» SMOPHOTreHe3e MOAY/IbHBIX. MOy IbHBIC OpraHU3MBbI IIPEICTABISIOT
BCE OCHOBHBIE THIBI CTPYKTYPHOW OpraHW3allMH M XapaKTepU3YIOTCS pa3HOi
CTENEeHBbI0 MOP(OIOTUUECKOT0 U aHATOMHYECKOTO PACUJICHEHHS Teja, Pa3ind-
HBIM ypoBHeM 1enoctHocTH (Notov, 2011). Bee 3To onpenensiet pa3mngHbIe IPo-
sieieHus D. Knaccudeckue mpuMepsl D y CEMEHHBIX PACTCHUI B OOIIMX YepTax
JIOCTATOYHO CXOAHBI C AHAJIOTMYHBIMH MPOIECCAMH Y YHUTAPHBIX )KUBOTHBIX.
OmHako MHOTHE BapHAHTHI D MOMYIBHBIX XapaKTEPU3YIOTCS JTUIITH OTACIbHBIMA
ee cBoiicTBaMu. Tak, HampuMep, YCHIJIEHUE 3aIIUTHl MOXKET BBIPAXKATHCS TOJb-
KO B Pa3BUTHH Ha MAaTEpPUHCKOM OMOHTE, HO 0€3 KaKUX-THOO0 JOTIOTHUTEIBHBIX
3aIMUTHBIX CTPYKTYP. [Ipr mpocToM cTpoeHnHU ToYepHero OMOHTa YIPOIICHUE
Y BBITIQ/ICHUE ONPENEICHHBIX (a3 MPOSBIISACTCS HeYeTKO. B OM00HBIX citydasx
(HammpuMep, BapuaHTHI PETYKIIUN OJJHOTO U3 MIOKOJICHUH Y BOJOPOCIICH HITH TPH-
00B) 1 cam dMOpPHUOHATLHEIHN ITepHo MTpakTUUecKH He BrIpaxkeH (HoTos, 2010).
Tem He MeHee, aHATM3 3TOTO MHOTOO0OPa3us BapUAHTOB WHTEPECEH C MO3UIINN
BBISIBIICHU S TEHICHIIHMH, CIOCOOCTBOBABIIINX CTAHOBJICHHIO ()eHOMEHA .
[Ipomomxkaromuiics B TeYCHHE BCEH KU3HU OpraHu3Ma MOp(OoreHe3 crai
OCHOBOU IIJIsl peajiu3allii IPOIECCOB «BEr€TaTUBHOM D», B Pe3yIbTaTe KOTOPOI
y pacTeHui chOpMUPOBATHCH AKCHILISPHBIN KOMILIEKC, OpaxudiiacThl, CiopoguII-
1b1 (XoxpsikoB, 1981). Hukmmdecknii MopdoreHe3 00yCIOBIIT IIUKIMIHOCTD HH-
TerpanroHHbIX mporeccoB (Notov, 2016), B TOM 4rciIe ¥ CBA3aHHBIX C D, KOTOPas
MorJIa TTPOXOAUTh HEOAHOKPATHO. Y COCYAMCTBIX PACTEHHH «3apOJIbIII OKA3aJICs
SMOPUOHU3UPOBAHHBIM. .. JIBAXK/IBI HIIH JTAXKe TPOKIBDy (X0oxpskoB, 1981, c. 34).
OTKpBITHIN POCT, UKIUICCKUN MOPPOTeHE3 U CIICIUPUUECKUI OHTOTeHE3
MOIYJBHBIX OPTaHU3MOB CIIOCOOCTBOBAIN (POPMUPOBAHHIO 3HAUUTEIIHHOTO pa3-
HooOpasus XKL (OKykosa, 1983; Hotos, 2010; Notov, 2011). Lllupokoe pacripo-
cTpaHeHue nony4dnnu cioxkubie XK1 ¢ gepenoBanuem mokoneHuii (hopm pa3Bu-
tust) (Hotos, 2010; Notov, 2011). Toibko y MOAYIBHBIX 00BEKTOB BCTPEUAKOTCS
LUKJIBI CO CMEHOM JIByX M 0oJiee TIOKOJICHUH, TpeX siJepHbIX (a3, pealu3yrTcs
BCE OCHOBHBIE ()OPMbI MEHOTHUCSCKOW PeAyKIIUH (3UTOTHYECKAs], FaMEeTHIECKasl,
criopuueckasi, comarudeckas) (Ilerpos, 1986; benskosa u ap., 2006). Pa3usie
MOoKoJIeHHs! (OMOHTHI) CYIIECTBEHHO OTIIMYAIOTCA TI0 (DYHKIHAM, 00pasy KHU3HH,
cTeneHu pas3BuTHs U camocTosarenbHocT (Notov, 2011, 2012). IlonHeIil 0oHTO-
TeHE3 MPEACTABISAECT COBOKYITHOCTh YACTHBIX OHTOTCHE30B Pa3HBIX MOKOJICHUI
(6uonTOB, opM pasputus) nanHoro Buja (JKykosa, 1983). Cnoxusie XK1 sBiis-
FOTCS YIOOHBIMU MOJICJIBHBIMU OOBEKTaMHU JJISl U3YUCHHS MPOIIECCOB D U 3BO-
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nrortuu XKL (Hotos, 2010; Notov, 2012).
OCHOBHBIE MO YCBI [TIPEOBPA3OBAHU S K11

B cBsI31 ¢ CyIIECTBEHHBIMU PA3IMUUSIMU 110 YPOBHIO OpPraHU3alUK U CTelle-
HU CTPYKTYPHOH CIOKHOCTH D MPOSBIAIACH Y MOLYJIBHBIX OPraHU3MOB C Pas3-
HOMW notHOTON. He Bce ee KOMITOHEHTHI peaIn30BAJIMCE B PABHOI Mepe. YpOBEHb
UX CONPSKEHHOCTH Takxe pasiaudeH. Cpenu o0s3aTeNbHBIX TEHIACHLIUNH MOX-
HO OTMETHUTH cleytomue: 1) yKperjaeHne CBI3u ¢ MaTepUHCKUM OpraHH3MOM
Y TIOTepsi aBTOHOMHOCTH; 2) YCKOpEHHE pa3BUTHs (aKcejepalnus, HEOTeHHS),
3) penyKnus U YIPOIICHHUE OpraHU3aIluy nodepHero OmonTa. Crenmduka mx
peanuzanuy ONpenesseT HampaBlICHUE MPeoOpa3oBaHUs JKU3HEHHOTO LUKJIA.
Baxxneimum pe3ynbraroM D SBISETCS PENyKUMs MM yTpara OlpeaesieHHbIX
anemenToB JKII.

[Tpu BBIICHEHHK MoaycoB 3Botonnd KL ydTeHbl THIT IIUKJIAa U XapaKkTep
PEIYKIIMOHHBIX MPOIECCOB. B CIIOKHBIX MUKIIAX MOTTH PEAYIIMPOBATHCS OJHO
WM ABa Pa3HbIX IOKOJEHUs. BeineneHsl cienyromue odmue mMopycsl: 1) pe-
OYKLUs TIOKOJIEHUS B IUKJIAX ¢ yepegoBaHueM AByX nokoienui (I); 2) penyk-
LUs OIHOTO MJIM JBYX MOKOJICHHH B UKJIAX C YePEIOBAaHUEM TPEX MOKOJICHHH
(IT); 3) penykuus B IUKJAX C JOMOJHUTEIbHBIMU T€HEpAIUsIMU U CTaAUSIMU
passutus (III) (tadn. 1). B cooTBeTCTBUM C JOCTUTHYTHIM YPOBHEM PENyKITUU
BBISIBIIAIOTCS cTanuu Tpanchopmarium XKLI: a) mokoaeHUS n30MOP(HBI U aBTO-
HOMHBI; 0) TeTepoOMOPGHBI B aBTOHOMHEBI; B) TETEPOMOPGIHBI B CONOAINHEHEI,
I) B pe3yJibTaTe peAyKIUH IOKoJIeHne yTpadeHo. Ananuzupyemsiii XKL moxxHo
CBSI3aTh C ONPEACTICHHBIM OOIIMM MOIYCOM TPaHC(HOPMALUU U YCTAaHOBUTDH CTa-
nuro ero mpeodpasopanus (tadu. 1). Cneuudura BapuanToB XKII xapakrepu-
3yetcs ¢ momotisio popmyrsl (Hotos, 2010; Notov, 2012). ®opmyra oTpakaeT
COCTaB M CBSI3U MEXIy KOMIIOHEHTaMM LIMKJIA, YKa3bIBaeT siAepHble (a3bl Ou-
oHTOB (Tabm. 1). [IpencraBneHHbIe B IIUKJIE KOMIOHEHTHI (IOKOJICHUS, (OPMBI
pa3BUTHUS) ONpENeNICHHBIX SIAEPHBIX (a3 0003HAYAIOT CIEAYIOIUM 00pa3oM:
D — mpunno6buonTt, H — ranno6uont, DC — nukaproduonT. J{ns xapakrepuctu-
KM MX COOTHOCHTEIBHOTO YPOBHSI Pa3BUTHS M CTEICHH CaMOCTOSTEIBHOCTH
WCIIOJIB3YIOT COOTBETCTBYIOIUE 3HAKK U CUMBOJIBI. MI30MOp(HBIC aBTOHOMHBIE
MIOKOJICHUS! Pa3JesaioTcs 3alATOH, TeTepOMOP(PHOCTD OTPAXKAECTCA 3HAKOM «>».
ConomurHEeHHbIE OMOHTHI MMPUBOIATCS B CKOOKax (Ta0:. 1). J[ist pa3HBIX mMOKO-
JICHUH OJHOH siiepHON (ha3bl MPUMEHSIIOTCS WHICKCHI, 0003HAYAIOLIUE MOPSIA-
KOBbII HOMEp OuoHTa (Hanpumep, D;; D). [l pasHbIX reHepalui NCTONb3y 0T
npobubie unjekcel (D, |, D, ).

3HaunTenbHOe pazHooOpasue BapuaHToB JKI[ MOIYIBHBIX OpraHH3MOB
MMO3BOJIUJIO TONYYHTh PSIbI, NeTaNIu3upylonue ooOmmue Momycsl (Tadn. 1).
B HEKOTOpPBIX ciydasx psiAbl OKa3ajucCh MOJHBIMM M IPEACTABISAIOT MOYTH
Bce craanu Tpanchopmanuu XKL (a—d). OHEM BBISIBICHBI y BBICHIUX pacTe-
Huii (Embryobionta), kumeuHomnonoctueix (Cnidaria), KpacHBIX BOJOPOCIEH
(Rhodophyta). ¥V pactenuii, rppO0B M KHUBOTHBIX MPOSIBUINCH CXOAHBIE MOAY-
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Taémauua 1. Hekortopele Momycel u BapuaHThl TpaHchopmauuu KL
MOJTYJIBHBIX OpPTraHU3MOB, CONPSKEHHBIE C ITPOIlecCaMu D

TakcoHbI Mojychl 1 BapHaHTEI
I By, B, [a] — B,>B,[b] — (B>By) [¢] — B, [d]
PLANTAE Phacophyta
D/m], Hfm] — D{m] > H[m] — D[m]
Dictyota Macrocystis Fucus
— H/m] > D[m]
Cutleria

Embryobionta
2{D/m], Hfm]} — D{m]>H[m] — Dfm]> H{m'] — (Dfm]> H{m"])

?Rhyniophyta Tracheophyta Tracheophyta
(cryptogamic) (seminal)
—2{H/m] = Dfm']} — (H/m] = D[m"])
Bryophyta
IFUNGI Df{m], Hfm] — (Hfmj>D[m"])
Chytridiomycetes Zygomicetes
—Dfm"]
Oomycetes

MH[m] = Dfm]} — (H/m] =D [m"]) — D[m""]
Ascomycetes  Saccharomyces
— (DC/m] = Hfm]) — DC[m"]
Basidiomycetes Ustilago
IANIMALIA Cnidaria
Dy[m] = Dafu] — (Dyfm] > Dyfu]) — Dy[m]
Coronata
— (Dafu] = Difm’]) — Dafuf
Bougainvillia Pelagia
Il B1,B;,B;[a]—B>B;,Bs[b]—(B>B;),B;[c]— (B, >B;)>B;[c]— (B, >B;>B;)[c]— (B>B;)[d]
IPLANTAE Rhodophyta
2{H/m] = Dy[m], Dofm]} — Him], Daofm]
Acrochaetum

(H/m]>Dy[m"]), Dyfm] —(H[m]>Dy[m"]y>Dyfm’] —(H[m>Ds/m"]) —(H[m]> Dyfm"])

Polysiphonia Nemalion Liagora Rhodophysemal
— (H/m], Dy[m]>Dy[m"]) — (H[m] > Dafm]>Dy[m"])
Audouinella Batrachospermum
11 B, — BB B
IFUNGI Basidiomycetes
(H/m] > DC[m]), (DCoy[/m] > Doy [m"']), (DCy2[m] > Dya[m"]), ...
Puccinia
IANIMALIA Rhizocephala

D@ fuly D[], Dradafu]y, DyaSaftr] vy D24 Q [ 12D S 4fu"], Doy of" ], Daaafu]. )

Polyascus polygenea (Sacculina polygenea)

IMpumeuanwue. I-III — ocHOBHBIE MOIYCHI SBOJIONMH U UX ob6urue cxeMbl: I-II — penyknus mo-
KOJICHHS B IMKJIAX C YepeOBaHHUEM JIByX WIH TPeX U Oojee MOKOJIeHUI cooTBeTCTBeHHO; 11T —
peayKUHUs B [IUKJIAX C JAOMOJIHUTEIbHBIMYU TEHEPALMSAMU U CTAJAUSAMH PA3BUTHS (IMYMHOUHBIMH
¢dopmamm); a—d — stansl TpaHchoOpManKU: @ — HOKOJICHUST H30MOP(GHBI U aBTOHOMHBI, b — re-
TEpPOMOP(HBI M aBTOHOMHEI, C — TeTepOMOPGHBI CONOAYNHEHBI, d — MOKOJIeHUe yTpadeHo. Jlist
BapUAHTOB MOAYCOB IIPUBECHBI ()OPMYJIBI [IUKJIOB, OTPAXKAIOLINE COCTAB U CBA3U MEXIY MX
KoMIIoHeHTaMu. B — 6uoHT (mokonenue, pasa pazsutus), D — nuninodnont, DC — nukapnoOHOHT,
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cbl. OCOOEHHO YacTO MPOUCXOAUIIA PEAYKIUS OJXHOTO U3 MOKOJIEHUH, KOTopas
cTajla MarucTpaJIbHBIM HarpaBieHueM 3Boitoinu (Notov, 2012). B peanuzanun
OCHOBHBIX MOJYCOB BBISIBIIsIeTCA Hapaiienn3Mm. Moayc | HeomHOKpaTHO ocCy-
IIECTBIISIIICS BO BCEX I[APCTBAX 3YKAPHOTHUECKUX OPraHu3MoB (Tabdm. 1). Momyc
11, B cBsi3u ¢ Gonee orpaHuveHHBIM pacripoctpaneHueM XKL co cMeHol nBYX H
00JIee MOKOJICHUI OTMEUEH TOJIBKO Y KPACHBIX BOJOPOCICH U 023U TUOMHULICTOB.

B kauecTBe »MOpPHOHU3MPYEMOr0 OMOHTA MOTJIM BBICTYIATh MOKOJICHUS
CO BCEMHU BO3MOXKHBIMH BapHaHTaMM siJIepHbIX (a3. Pemykius nummioOnoHTa
MIPOUCXOIAIIA Y MOXOOOPa3HBIX, KUIIEYHOMOJIOCTHRIX, OOMHIIETOB, TallJI0O0NOH-
Ta — Y COCYJIUCTHIX pacTeHUH, OyphIX BOJAOPOCIEH, HEKOTOPHIX TPy I'PHOOB,
JTUKAPUOOMOHTA — Y ACKOMHIIETOB. Y COCYAMCTHIX PACTCHUM PEAYKIUS Tarlio-
OMOHTa CTajla MaruCTPaJbHOW JIMHUEH SBOJIIONMH. Y BBICHIMNX TPUOOB TaKXKe
peaynmpoBanoch rarmtonaHoe mokojeHue (benskosa u mp., 2006).

B HEKOTOPHBIX Cllydasix YPOBEHb PEIYKIIMH OTHOIO U3 TOKOJICHUH JOCTUT A
CTaJNH, P KOTOPOW TOYHAS TOMOJIOTHU3AIHS CTPYKTYpP CTAHOBHUTCS TPAKTH-
YeCKH HEBO3MOXKHOW. [Ipumepbl TakuxX mpeoOpa3oBaHHl MOXHO HAWTH y ce-
MEHHBIX PAaCTeHUH, HEKOTOPBIX KPAcHBIX M OyphIxX Bopopocied (BuHorpamo-
Ba, 1977; Ilepectenko, 1985; Iletpos, 1986; bensikosa u ap., 2006; bateiruna,
2014). Takast TpancopMalus ObliIa CONPsKEHA C U3MEHEHHEM OMOJIOTHYECKUX
O0COOCHHOCTEH M penpoayKTHUBHON cTparerui. OKa3aaoch BO3MOKHBIM COMPSI-
JKEHUE OHTOIE€HE30B TPEeX PAa3HbIX MOKoJeHUuU. [Ipu comaTnueckodl peayKuuu
rameToput QopMHUpyeTcs Ha TeTpacrnopoduTe, a Kaprnocnopohut — Ha rame-
todute (Bunbl Batrachospermum Roth, Lemanea Sirodot, non Bory, Prasiola
stipitata Suhr ex Jessen).

Penykuus omHOro M3 MOKOJEHU MOrja CONPOBOXKAATHCA CYILECTBEHHOU
TparcpopManued MOMyIbHOW opraHm3anud (Tadiy. 1). 3apOmbIIEBRIA MEIIOK
1 MY’KCKHE TaMeTO(UTHI IIBETKOBBIX PACTEHUH MPAKTHYECKH ITOITHOCTHIO yTpa-
THJIA YePThl MOJYJIEHOW OpraHu3aiuy. PeayiupoBaHHbIE TIOKOJIEHUST KPACHBIX
BOJIOpOCIICH U 0a3UTUOMHUIIETOB UHOTIA JOCTUTAIOT CTAJUU OJHO- WU JBYX-
KJICTOYHOM CTPYKTYpbl. MONyJibHAsI OpraHU3alliid yTpaueHa y TaKHX KOMIIO-
nentoB JKI| kak xapnocnopodut (Rhodophyta), 6asunust (numiounnnas ¢asa
pa3sutus Basidiomycetes), cioporos (ciopodut Bryophyta).

H - ranno6uont, D ; D, — pasnble OMOHTHI 011HOH snepHOi dasbl, D, |, D, , — nocienosatenbHbie
TeHepaluy NI CTaU¥ Pa3BUTHs ONOHTA. 3ansTON OT/ENICHbI N30MOP(HbIE OUOHTHI; > — JIOMU-
HHUPOBAaHHE OJJHOTO U3 MOKOJICHUH, ( ) — OMOHTHI COMMOJYHHEHEI; {} — ()OpMyJIa THIIOTETHYECKO-
I'0 )KU3HEHHOTO IIMKJIa; — — BOSMOXKHBIC HalpaBleHHUs Npeodpa3oBaHus LUKIA. B KypcHBHBIX

"

KBaJIpaTHBIX CKOOKaX yKa3aH THII OPTaHW3aLlUU: /m — MOAYJIbHAS, u — yHUTapHas1, m', m", m'",
u''— pa3Hble YPOBHHU NpeoOpa30BaHUs TUITMYHON OpraHU3aIHH.
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VYTpara MOJYMHEHHOTO IMOKOJICHHS MOTJIa MPHUBOAUTH K (HOPMHUPOBAHHIO
«BTOpUYHO TpocThix» JKII. Takme MUKIBI BCTpEUAIOTCSl Y HEKOTOPHIX OYpPBIX
BOZOPOCIICH, OOMHUIIETOB, KHIIIEYHOIIOJIOCTHBIX, 0a3uIUOMHUIIETOB (Tadm. 1).
B ci1o’HBIX IUKJIAaX MOAYJIBHBIX )KUBOTHBIX, MpeAcTasisomux Tun Cnidaria,
MPOU30IUIO MOAABICHUE PA3BUTUS OJHOTO U3 JUIUIOMIHBIX MOKOJICHUH. Y OT-
JENBHBIX TPEICTaBUTENCH pPEAYLHUPOBAIOCh KOJOHHMAIBHOE IOJUIOUTHOE
(Buzbl ponoB Bougainvillia Lesson, Campanularia Lamarck), a npyrux mMemy3o0-
nnnoe nokonenue (Coronata) (HaymoB u ap., 1987). YV mapasuTu4eckux royioB-
HeBBIX TpuOOB (Top. Ustilaginales) copmupoBasicss BTOpuaHO MPOCTON JUKAPH-
otmueckuii Tur XK1 (Jackson, 1944; JpsikoB u ap., 2005).

B pesynbrare kapauHanbHo# Tpancdopmannn XKL y HEeKOTOPBIX MOAYIBHBIX
OpPraHu3MOB MOTJIO TIOJIHOCTBHIO MCYE3HYTh MOKOJICHUE ¢ MOLYJIBHOW OpraHu3a-
[uei. ITo MPHUBEJIO K MOSBICHUIO BTOPUYHO YHUTAPHBIX KUBBIX cymiecTB (No-
tov, 2016). Ctagus pa3BUTHS ¢ MOAYJIBHON OpraHu3anyeil Oblyla yTpaueHa Mmpu
BBITIQ/ICHUH TIOJUIIONTHOTO TIoKoJieHus (oTpsia Trachylida, mpencraBurenu pona
Pelagia Péron et Lesueur). ITHTepecHBI Tak:ke OTACTBHBIE PUMEPHI BTOPUIHOTO
proOpeTEeHHs MOAYJIEHON OpraHU3allii YHUTApPHBIMU )KUBOTHBIMH. OHU OTMe-
YeHbI Y KOPHET0JI0BbIX pakooOpa3Hbix (Rhizocephala) Ha sH0napa3zuTHueckoit
cranuu XKII[ (Ozeputok, Hcaesa, 2016). [Ipu 3ToM cymiecTBeHHO TpaHCHOpMU-
pyeTcsl OpraHm3anus IpaKTHIecKu BceX kKoMrmoHeHToB JKII (Tabm. 1). Ilpusna-
KM PaKoOOpas3HbIX MPOSABIAIOTCS TOJBKO Ha JUYMHOYHBIX CTaAMAX (HAYIINYC,
uunpuc). JIMunHKa KEHCKOro Mojia B OpraHu3Me XO3sMHa TpaHcHOpMHUPYETCs
B MMOYKYIOIIYIOCS] KOJIOHHATIBHYIO HHTEPHY, KOTOpast HOpMHUPYeT MHOTOUUCIICH-
HBIE 3KCTEPHBI (PEAyLIUPOBAHHBIC OIACTO300M Ibl). JIMUMHKM MY’>KCKOTO Iojia
BHEJIPSIOTCS B OKCTEPHY M PEIYIUPYIOTCS JIO IMHUM CIIEPMATOT€HHBIX KIIETOK.
AccolMMpoBaBIINM X KOJIOHUAJIBHBIN dKEHCKUN OPraHru3M CTAaHOBUTCS MYJIbTH-
KJIOHaJIbHOU XxuMepoit (Tadm. 1) (OzepHiok, Hcaera, 2016). DTo mpumep mMomyca
III, koTOpBIi conpskeH, Kak MPaBUIIO, C IEPEXOIOM K MapasuTusMy. Y mnapasu-
TUYEeCKUX 0a3uIMOMHUIIETOB (BUBI ponia Puccinia Pers.: Pers.) MoxeT Gpopmupo-
BaThCs HECKOJIBKO JMKAPHOTHUECKUX TeHEepalui, CylIeCTBEHHO yBEIUYHBAIO-
X 00IIee YUCIIO MOTOMKOB. [Ipy ATOM AWTIIIOOMOHT MOABEpraeTcs KpaiHei
penyKLuHU U IpeodpasyeTcs B IBYKJIETOUHYIO TEICHTOCTIOPY.

AKTyasbHa OLIEHKa POJIH OCHOBHBIX MoxycoB »Bosonnu XKL y MomgynbHBIX
opranu3moB. [[j1s1 3Toro HeoOxoaMMa cucTeMaTH3alus MaTepraa O pealu3anun
3THX MOJLYCOB B pa3nuuHbIX THHax )KL u y npeacraBuTenell pa3sHbIX TAKCOHOB.

POJIb MO/IYCOB B PA3ZHbBIX I'PVIITIAX MOAYJIbHBIX OPTAHNU3MOB

[Ipu ananuze qaHHBIX 0 pasHooOpasuu XKL MOmyTBHBIX OPraHU3MOB BBISIB-
JeHo 14 TUMOB, NPEACTABISIOIINX OCHOBHbBIE BapUaHTBl COUCTAHMSI KJIIOUEBBIX
xapakTtepucTuk XKL, Cpean HUX YUCIIO YepEAYIOMNXCS SIACPHBIX (a3 1 moKoie-
HUH, CTPYKTYPHO-OHOJIIOTHYECKHEe OCOOCHHOCTH Ka)I0TO MOKOJICHHS, BKIIIOYAsI
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sIIEPHYIO (ha3y, CTEeleHb pa3BUTUS M aBTOHOMHOCTH (Ta0i. 2). [IpennoxeHHas
cxema B MOJIHOM Mepe OTpa)xaeT TaKKe Bce BO3MOXKHbIe BapuaHThl K1 yHuTap-
HBIX OPTaHW3MOB, XOTS Yy HUX TpeAcTaBiIeHo aumb 3 tumna u3 14 (Horos, 2010;
Notov, 2012). PazHble 21eMEHTHI OTMEUEHHBIX BBIIIIE OCHOBHBIX MOJYCOB OBIITH
peaxn3oBaHbl y MOAYIbHBIX OpraHu3MoB B 11 Tumnax XL (tadum. 2). BeisBiieHo ere
nea Tuna K1, B KOTOpbIX BCTPEUAIOTCS BAPUAHTEI, B PA3HOMN CTEIICHU CBSI3aHHbBIC
C PeOyKIMOHHBIMHU TIpeobpa3oBaHUsIMU. YacTh BapHaHTOB MOKHO TPAaKTOBATh
KaK BTOPUYHO yrpouieHHble uKib (Id), ssisomuecs ¢punanbHON cTaanei npe-
00pa30BaHM MUKJIOB C PeAYIHUPYIOMUMHUCS TTOKOJeHUsIMU. He uckirrouenHo, 941o
Ipyrue BapuaHThI (la) MOriIM BRICTYNAaTh B Ka4eCTBE HAYAIBHBIX CTAJIUNA TAKUX
PSIIOB, TIPU KOTOPBIX KOMITOHEHTHI ITUKJIOB €I1Ie aBTOHOMHBI (Ta0I. 2).

MonaynbpHbIe pacTEHUs] MPEACTABISIOT MPAKTUYECKU BECh CIEKTP THUIIOB
XKL, B pa3HOii CTENEHU CONMPSIKEHHBIX ¢ OCHOBHBIMU MOJIyCaMy TpaHCc(opMma-
1uu (Tad:1. 2). OKoJIo MOJIOBUHBI BCEX THUIIOB ATOTO CIIEKTPa MOKHO OOHAPYKUTH
y TpuOoB. Y MOAYJIBHBIX )KMBOTHBIX ITPEICTABIIEHO TOJBKO JBA THIA, YTO 00-
YCIIOBIIEHO BCTPEUAEMOCTHIO Y HUX TOJIBKO TaMETHUYECKOT0 THUTIA MEHOTHIECKOM
penykiuu. CIIOKHBIE KBl (POPMUPOBAIKMCH Y HUX Onaromgaps AuddepeHnna-
LUH JTUTUIONIHBIX MTOKoJIeHu. [Tociie tocTrkeHust 00j1ee BBICOKOTO YPOBHS Op-
TaHU3alK y PACTEHUH ¥ IpUOOB PEAYKIIHUS OJHOTO U3 TIOKOJICHHUI CTasa Maru-
CTpaJIbHBIM HAIlPaBJICHUEM dBOJIONHH. {715 TpyII, TpaguIIMOHHO OTHOCHMBIM
K BBICIIMM TPUOBI W BBICIIUM pacTeHHUSM (Talu. 2), penyKIus OIHOTO U3 II0-
KOJICHU UTpaja KIYEeBYIO POIb, a Pa3HbIC acleKTHl D MPOSBIIINCH Hanboee
MIOJIHO. ABTOHOMU3AIMSI pAHHUX CTaIUM pa3BUTHUSI B JAHHOM Clly4yae oKa3aiaach
COTIPSIYKEHHOH eI1le C OJJTHUM MOJIyCOM 3BOJIIOIIMM OHTOT'€HE3a — ero paroHaIu-
3arueit (Cesepios, 2005).

[omy4ens! TumIs MpeaBaprUTEIbHBIC JAHHBIE O POJIU TIPOIIECCOB O B IBOJTIO-
i XKL MoxyBHBIX OpraHu3MOB. JleTaabHBIN aHATN3 CONPSKEHHBIX MOTYCOB
npeoOpa3oBaHuil uMeeT QpyHIaMeHTaIbHOE 3HaYeHHe. OH SBIISIETCS KIIFOUOM
K MOHMMaHUIO0 MeXaHU3MOB (hopmupoBaHus pasnooOpasus XKL u Oyzmet cmo-
COOCTBOBaTh M3YYCHHIO HOMOTETHYECKOI'O acleKTa DBOJIONUU. BhIsBIisieMble
MHOT'OYHCIICHHBIE TTapajlIeIu3Mbl, KapInHAJIbHBIE TPEOOpa30BaHUs THIIA Opra-
HU3anu® 1 cTpyKTypsl XKL MO’KHO paccMaTpuBaTh KaK YHUKAJIBHBINA (DaKTOIJIO-
TUYECKUH MaTepual JJIsl pelieHrs] MHOTHX 00Ie0HOIOrH4ecKrX MpooIeM.

3AKJIITOYEHUE

Takum o0Opaszom, cnenn(uKa OTKPBITBIX POCTOBBIX CHCTEM MOIYJBHBIX
opranuzMoB oOycioBuna paszHooOpasue JKII. D oHTOreHesa crama yHUBEp-
CaJbHBIM MEXaHM3MOM WX IpeoOpa3oBaHms. Penyknmsi ogHOrO MM ABYX IO-
KOJICHUH CIIOCOOCTBOBAJIA CyIIeCTBeHHOH TpaHcopmariu K1 u opranuzanuu
OnoHTOB. B psifne cmy4yaeB ObLTH yTpadyeHHI crielupuIecKkue 0COOEHHOCTH MO-
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IOyJIBHOHM opranuzauuu u copMupoBaiuck BTopuuHO npocteie JKII. Peanu3a-
WS Pa3JIMYHBIX GOpM D 3HAYMTETHHO YBEIHUNIIA yPOBEHb pasHooOpasust XKL,
Ocy1mecTBieHne OCHOBHBIX MoycoB 3Botorin JK1 mponcxonniio mapaniens-
HO B Pa3HBIX TPYIIaxX MOIYJIBHBIX OPraHU3MOB.
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The embryonization of ontogenesis and the evolution
of modular organisms’ life cycles

A.A. Notov

The specificity of modular organisms caused of a wide variety of life cycles. The
implementation of various forms of embryonization significantly increased its level.
Reduction of one or two generations contributed to a significant transformation of
cycles and the organization of bionts. The main evolution modes of the life cycles of
modular organisms associated with the processes of embryonization of ontogenesis are
considered. The role of these modes is estimated in different taxonomic groups.

Keywords: embryonization, modular organization, modular organisms, ontogenesis,
life cycle, evolution, theoretical biology
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