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HNPEJUCJIOBUE

COopHHK 0OBenMHSET JAEBATH CTaTed, HAMUCAHHBIX MO JOKJajaaM,
MPOYMTAHHBIM aBTOPaMH Ha TPEX OTKPBITHIX KOJIOKBHYyMax «Mopdorenes
B UWHIUBUIYaJTbHOM W WCTOPUYECKOM pa3BUTHW», BO30OHOBHBIIMXCS B
ITaneonTonornueckom uHCTUTYTE UM. A.A. bopucsika PAH mnocine oTMeHbl
B Poccun nnauTenbHBbIX KapaHTUHHBIX KOBUAHBIX orpaHuueHuil. CraTbu
MPEACTaBIAIOT co00i nepepaboTaHHble B O0Jiee MOMYIISIPHOM BUE MaTepHaJIbI
TeX ke KOJIJIOKBUYMOB, OIyOIMKOBaHHBIC B [1a1€OHTONOr MUECKOM Ky pHalle Ha
aHTIuiickoM s3pike. CTaThl COOpHHMKA MpEIHAa3HAYCHBI IS IIUPOKOr0 Kpyra
MaJICOHTOJIOTOB M OWOJIOTOB, BKJIOYAS YK€ CIOKHUBIIMXCS CHEIHAJINCTOB,
W CTyIEHTOB, W acnupaHToB. COOpHHK Ha3BaH «[eHOM W MIaH CTpOEHHS:
MeTaMop(o3bl U AeTanu3aus Ha MyTSIX SBONONHH Metazoa”, TOCKOIBKY BCE
CTaTbu B OOJIBIICH MIIM MEHBILICH CTEIICHH 3aTPAaruBaloT aKTyalbHbIE TPOOIEMBI
9BOJIOIMOHHOM OMOJIOTMH Pa3BUTHSI, COAEPKAIINECs B 9TOM Ha3BaHUU. B cOop-
HHKE y4acTBYIOT 15 aBTOpPOB M3 YETHIPEX aKaJEMUYECKUX MHCTUTYTOB U JIBYX
BeAyIHUX yHUBepcHTeToB, MockoBckoro (MI'Y) m Cankrt-netepOyprckoro
(CII01Y).

COopHUK OTKpBIBaeTCsA CTaTbeld CcOTpyAHUKOB MHcTuUTyTa (hrsuko-
xumuueckor Omonornn umenu A.H. benozepckoro MI'Y, M.A. Hukutuna u
B.B. AnemnHa 0 BO3MOXXHOCTH BOCCTAHOBJICHUS aHATOMUM MHOTOKJICTOUHBIX
KUBOTHBIX 1O TeHoMy. OlleHKa TakoW BO3MOXXHOCTH HE MEHee Ba)KHa IS
MaJICOHTOJIOTOB, TAaK KaK MOApa3yMeBaeT U 00paTHbIN BApHAHT — PEKOHCTPYKIIHIO
reHoMa 1o Mop¢OJOTHYECKUM OCOOCHHOCTSIM. ABTOPHI NMPUBOIST JTOBOABI O
CUJIBHOM OIpaHUYEHHOCTH TaKOH B3aMMHOH PEKOHCTPYKIIUU U UILTIOCTPUPYIOT
MX IPpUMEPaMH Ha pa3HbIX Ipynnax ;kMBOTHBIX. B craTee C.B. Po:xxHOBa 1mokasaso,
YTO OBOJIIOLMOHHBIE TIPOLECCHl CTAHOBJIEHMS TEPBBIX MHOTOKJIETOUHBIX
KUBOTHBIX MPOTEKANIH B KHCIOPOJHBIX Oa3ucaX, BO3HUKABIIMX B 30HAX
MakCUMaJIbHOTO (oTocuHTe3a Ha TinyomHax 10-30 MeTpoB B memaruanu u
Ha MOPCKOM [JHE H3-3a 3aJePKKHM BBIXOJA KHCJIOpPOIa W3 MOPCKOM BOIBI B
atMocepy. DTO Ompenensio HEOMHOKPATHOCTh IOSBICHHUS ¥ BBIMHUPaHUS
(opMHUpYIOIINXCS TEPBBIX MHOTOKJICTOYHBIX 1O TMOSBJICHUS CTaOMIBHOCTH
HEOOXOAMMOM ISl X JKU3HU KOHLUEHTpauu kuciopoaa. OO0CHOBaHa BBICOKAsI
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BEpOSITHOCTh BOSHUKHOBEHHU I MHOT'OKJIETOYHOCTH CPEeIM MPeKOBBIX At Meta-
70a XoaHOQUIArellJIsAT NIMPOKUM TIOTOKOM Pa3HOOOpa3HBIX KU3HEHHBIX (HopM,
obecrieunBmMUX pa3HOOOpazme MOpP(POreHETHUECKUX MyTeH (HOPMUPOBAHUS
OCHOBHBIX AapXETHWIIOB, TOCTYJIMPOBAHHBIMU THUIMOTe3aMu DaromuTeIIbl,
lactpen, Cunzoocmopel u wux Mogupukanusmu. Cremyroomas CTarhbs,
nanucannas A. H. Octposckum (CII6I'Y), mocBsinieHa OCHOBHBIM HaIIPaBICHUSIM
9BOJIIOLIMM TOJIOBOTO PA3MHOKEHHS Yy MOPCKUX O€ClO3BOHOYHBIX. ABTOD
CBSI3aJI KOJIOCCAJIbHOE pa3HooOpa3ue OCOOEHHOCTEH MOJOBOTO Pa3MHOKEHUS
BOJIHBIX, B OCOOCHHOCTH, MOPCKUX OECTIO3BOHOYHBIX )KUBOTHBIX, C BEICOUANIIIEH
SBONIONIMOHHON TUTACTHYHOCTBIO PEMPOAYKTHBHBIX OCOOCHHOCTEM W UX
COYETaHUH — OT UCTOYHHKOB 3aKJIAJIKK TaMeT 10 AMOPHOHAIBHOTO Pa3BUTHS,
JMYUHOYHOTO CTPOCHHs U MeTamopdo3a. MexaHoOHOIOTHs U CBsI3aHHas ¢ HEell
npo0bsieMa LEIOCTHOCTH WHIMBUAYAJIBHOTO Pa3BUTHUS WHTEPECHO OCBEIICHA
B ctarbe A. C. EpmakoBa (MI'Y, UBP PAH), rne mpuBenen kpatkuii 0630p
MIpeACTaBICHNH 00 MHTETPUPYIOMICH PO MEXaHIMIECKUX CHJI M HATIPSKCHUH B
Pa3BUTHH KUBBIX OPTaHU3MOB Ha Pa3HBIX YPOBHSX opraHu3anui. HeoObraabIe
MeTamMop( o3kl IIaHa CTPOCHUSI OMlaTepuil, CBA3aHHbIE ¢ OndypKanuen 3aiHe-
ro KOHIIa Tefa, AeTaibHO paccMoTpena B.B. Hcaesa. OcHoBHOe BHMMaHME Ba-
nepusi BacuiibeBHa ynenuiia ¢pakTaibHOMY BeTBICHUIO Tena Bilateria: cpenu
MEPBUYHOPOTHIX Y TPEX BUJOB CUMOMOTHYECKHX TIOJIUXET, & Y BTOPUIHOPOTHIX
Cpeny WTIOKOXHUX. Y TPENCTaBUTEICH HTIOKOXUX (MOPCKUX JIMIHH, oQuyp
W TOJOTYpHH) JAHWCTAlbHOE BETBJICHHWE Jydell WACHTU(UIINPOBAHO Kak
MMOCTEPUOPHOE PpaKTaITHHOE BETBICHHE TElla, PEACTABIISIONIEe COOO0M, ITO0OHO
TaKOBOMY IOJIUXET, HOBBIH, YHUKAJIBHBIN AJI1 OUJIATepHil MIJIaH CTPOCHHUSL.
[ocnenyromme craThdl CBsI3aHBI C OCOOCHHOCTSIMHU PAa3IMYHBIX TPYII
JKUBOTHBIX MeHee BhIcOKOTO panra. A.D. aseimoB (ITMH PAH) paccmorpen
MMpoOJIeMBl  M3yYCHHS THICPKATbIIN(DUITNPOBAHHEIX TyOOK Ha OCHOBE
nmpoOJeMaTHyHOro, Kak Ka3alloch paHee, Marepuaja W3 IOJIMOCKOBHOTO
kapOoHa. PaccMOTpeB MIIaH CTPOEGHUS W OCOOCHHOCTH MHUKPOCTPYKTYPHI
9TUX MUJUIMMETPOBBIX  KaJbIUTOBBIX  OOpa3oBaHWil, aBTOp NpPHUBENI
yOenuTenbHbIe TOBOMBI B MOJIb3Y HHTEPIPETALNU UX KaK 0a3aIbHBIX CKEIETOB
runepKaibiuGUuInpoBaHHBIX I'yOoK. Tpu aBTOpa 13 300JI0rMYECKOT0 HHCTUTYTa
PAH, C.JI. I'pe6ensasrii, H.IO. MiBanoBa, E.A. Hedé&nosa, B cBoeli craTbe Imo-
Ka3alld HCTOpUIO0 (OPMYIHPOBKY TpaBuiia Miostepa-I'ekkenst 1 BO3MOKHOCTh
€r0 WCIIOJIb30BAHUS JIII OOBSICHEHHS] N3MEHEHUH CHMMETPUH B Pa3HBIX TPYTI-
nax KOpaJUIOBBIX IMOJUIOB. B cTraThe mpuBeneHa oTpakaromas Oosiee coBpe-
MEHHOE COCTOSHHE 3HAHWI cXxeMma KJIacCH(PUKAIMH dTOH TPYIIbl KHUAAPUU.
I'pynma coTpyTHUKOB MOCKOBCKHX aKaJeMHUECKUX HHCTUTYTOB U MI'Y A. M.
beperosa, M. A. Hukutus, K. B. Muxaiinos, b. /1. Edeiikun mokazanu Hamndaue
B TEHOMaxX HEMAaToll M BOJIOCATHKOB OOJBIIMHCTBA T€HOB, YIPABISIONIUX Yy
JIPYTUX )KUBOTHBIX Pa3BUTHEM TJIa3 M KOHEYHOCTEH. DTO OTBEUAET KOHIICTIIIHH
«TIIyOOKOW TOMOJIOTMH» W THIIOTE3€ CJIO0KHO YCTPOEGHHOTIO OOIIEro IMpenka
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Bilateria, oOnamaBmiero ria3aMu U KOHEYHOCTSMH. ABTOpBI MPUIIUIH K BaX-
HOMY JIJIsl COTJIAaCOBaHUS MOP(OIOTHYECKHX W MOJIEKYISPHO-TEHETHUECKUX
JaHHBIX JUISI PEKOHCTPYKINUN (PUIIOTEHWH BBIBOIY: MPH yTpaTe KOHKPETHOTO
[pU3HAKA Y )KUBOTHOIO, KJIIOUYEBBIE JIJIsI €r0 PA3BUTHS I'€Hbl MOI'YT COXPaHSTh-
Csl W BBITIONHATH Jpyrue (QYHKIWH, TPHUHUMAS YYaCTHE B Pa3BUTHHU JAPYTHX
crpykryp. [.E. lllepbakos (ITMH PAH) B crarbe «l'omMeo3uc, reTepoxpoHuu
1 W3MEHEHHs IIaHAa CTPOEHMS B SBOJIIOLIMM apTPOIOI» PACCMOTPEN y3JIOBbIE
MOMEHTBI MarucTpajbHON HBOJIONMOHHON JIMHUM paccMaTpuBaeMoro THIIA,
BEIyIIEH OT MOJIMXET K HACEKOMBIM, M TOKa3aj, 4TO ITyOO0KOe BCECTOpOHHEe
CXOJICTBO CaMbIX HNPUMUTHBHBIX HACEKOMBIX, MPBITAIOMHUX HIETUHOXBOCTOK,
C BBICIIMMM pakaMy HE OCTaBJISIET COMHEHMH B MPOUCXOKACHHUHM IEPBBIX
HENOCPEJICTBEHHO OT BTOPBIX. 3akitoyaeT cOOpHUK cTaThs [.A. MupaHniesa o
caMoi 3araJJo4yHOM IpyIie 6uiaTepuil — UTIoKoXUX. B Helt aBTop paccMmoTpen
YacTHBIM, HO BechMa BaKHBIH BOMPOC O Pa3HOOOpa3uu criocoOOB BETBICHHUS
nuecOOpHBIX aMOyJTaKpaIbHBIX OTPOCTKOB, PYK, Y MAJE030HCKUX MOPCKHUX
nunuii. Oco0oe BHUMaHWE OH YJIEJIHIT pA3HOOOPa3HBIM abeppaliisM BEeTBICHHS,
00HapyKEHHBIM CPEIU MOPCKUX JTUITUH MTOJIMOCKOBHOTO KapOOHa.

Xoyercss HauesAThCs, YTO MYyOJMKAalMsl OYEPEAHOr0 COOpPHHMKA W3 CEpUH
«Mopdorenes B MHAMBUAYAJIBHOM U UCTOPUYECKOM PAa3BUTHUW» IPUBIICUCT
BHUMaHHE K PACCMOTPEHHBIM MPOOJIeMaM HOBBIX yYACTHUKOB, KaK HAYWHAIO-
LUX, TAK 1 YMYAPEHHBIX OIBITOM YYEHBIX, U CTAHET XOPOLIUM CTUMYJIOM JUIS
MPOBEACHUS CIEIYIOIIHNX KOIIOKBUYMOB.

C.B. Pooicros
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HOYEMY MbI HE MOKEM BOCCTAHOBUTHB 110 TEHOMY
AHATOMMUIO )KUBOTHOI'O?

M.A. Hukutun, B.B. Anémun
Hayuno-uccnedosamenvekuti uHcmumym @u3uko-xumuieckol Ouoioeuu
umenu A.H. Benozepckozo MI'Y, Mockea
nikitin.fbb@gmail.com

OnHol W3 1ened TeHeTHKH pa3BUTHS SIBISCTCS pacmIM(poBKa aHATO-
MMM OpPraHU3MOB IO HMX TeHOMY. M3ydeHHe rOMEO3HCHBIX MYTaHTOB
Drosophila nokasano, 4To OT/AEIbHBIE 2JIEMEHTHI aHATOMHH MOTYT UMETh
YETKHE TEeHOMHBIE KOppensTel. OJHAKO MBI JO CHUX HOp JajJeKu OT MOoJI-
HOTO peleHust 3ToH 3axaud. JlaHHBI 0030p aHANM3UPYET HPUUYHHBI
TOTr'0, YTO HECMOTPsI Ha OBICTPOE HAKOIUIEHWE T'€HOMHBIX JAHHBIX, MTPO-
rpecc B 3TOH OOJIACTH MJIET OYEHb MEUICHHO. DTH MPUYUHBI CBSI3aHBI,
B YaCTHOCTH, C OOJBIIMM KOJIMYECTBOM HEHTPAJIBHBIX (HE BIUSIOMNIMX
Ha MOp(OJIOTHIO) U3MEHEHHH PETyJITOPHBIX 00IacTel reHOMa, a TakK JKe
C JIOKaJu3anuel BOJIOLMOHHO BAaXXHBIX M3MEHEHUH B HEKOAUPYIOLIUX
obnactsax reaoma. [ToaToMmy 0coOyro Ba)KHOCTh UMEET HKCIIEPUMEHTAIIb-
Hasl IpoBepKa (YHKIIMOHAIBHON PO IeHETUYECKUX PA3JINYUH ¢ IOMO-
L[bI0 CKPELUBAHUS NI TPAHCTEHHBIX METO/IOB.

Kniouesvle crnosa: mian CTpOCHUA, roMeOOOKCHEIE T'CHBI, rny601<a;1 T'OMOJIO-
T, TCHbI Pa3BUTHA

WCTOPUS U3YUEHU I TOMEO3MCHBIX MY TALIUI
N 3ATPATMUBAEMbIX UM I'EHOB

[IpoucxoxkaeHne pa3IuYHBIX IUIAHOB CTPOEHMS Tela KUBOTHBIX MHTEpe-
COBAJIO CPABHUTEIBHBIX aHATOMOB M 3BONIIONMOHUCTOB ¢ XIX Beka. Ho numb
k 1970-m rogam nosiBUsIach BO3MOKHOCTD SKCIIEPUMEHTAIbHOIO U3YUYEHUS CBSI-
34 IIJIJaHA CTPOEHHUsS C TeHaMH. DTO CTajo BO3MOXKHO OJjlaronaps U3y4eHUIO Io0-
MEO3UCHBIX MyTalluid y Myxu Drosophila. T oMeo3uCHBIE MyTalluy MIPEBPAIIAOT
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OJIHY YacTh TeJla B IPYTYI0, KOTOpas B HOpMe JIOJKHA Pacroyiararbes B ApYrou
yacTH Tena. Hampumep, y MyTanToB Antennapedia aHTeHHBI Ipeo0pa3yoTcs B
ronobue Horu. B kiaccudeckux padotax Ha Drosophila (Lewis, 1978; Bender et
al., 1983; Scott, Weiner, 1984; Harding et al., 1985) G110 IOKa3aHO, YTO MyTa-
LMK TOr'0 THUIA CBSA3aHBI C OCOOOH I'PyHION FOMOJIOTHYHBIX T€HOB CeMEHCTBa
Hox. Dtu rensl pacnonaratorcsi B XpoMOCOME KOMIIAKTHBIM KJIACTEPOM, IPHYEM
MOPSIZIOK TEHOB B KJIACTEPE MOXO0X Ha MOPSIOK CEIMEHTOB B TeJie, Pa3METKOM
KOTOPBIX YIPaBIAIOT 3TH TeHbl. Kax b1l 13 cerMeHToB 3apojsima Drosophila
obnamaeT YHUKAJIBHON KOMOWHAIMEH aKTHBHBIX HOX-reHOB (MM ypOBHEH MX
aKTHBHOCTHU B Ciyyae OPIOIIHBIX CETMEHTOB) U, CJIEIOBATENbHO, YHUKAIbHON
KoMOMHauuel KoHIeHTpaui 6enkoB hox. Tu ypoBHu 6e1K0B 00pas3yoT 6Ho-
XUMHYECKYI0 «KOOPAMHATHYIO CETKY», Ojaromgapsi KOTOPOH Kakaas KJeTKa
3apojpbiina obnanaetr nHpopMalueil 0 TOM, B KaKOW 4aCcTH 3apOJIbIllia OHA Ha-
XOIUTCs. DTa HHPOPMALUs He0OX0IUMa, 9TOOBI KJIETKH Pa3HbIX CErMEHTOB 00-
Pa30BbIBAJIM XapaKTEPHbIE UMEHHO AJIS 3TUX CEIMEHTOB CTPYKTYPbl — AHTCHHBI
1 POTOBbIE KOHEYHOCTH HA T'OJIOBE, HOTU Ha TPYJIY M HUKAKUX KOHEYHOCTEH Ha
CerMeHTax OpromIKa.

WHTepecHO, 9TO TPH HEKOTOPBIX TOMEO3UCHBIX MyTausix Drosophila y Mmyx
MPOSIBIISIIOTCS. YEPThI, KOTOPBIMHU 0ONajganu ux Aajekue mnpenku. Hampumep,
MyTanus Bithorax NIpUBOAUT K MPEBPALICHUIO TPETHETO I'PyIHOIO CEIMEHTA B
KOIHIO BTOPOT0, a Ky X KaJell — BO BTOPYIO apy KpblibeB. XKy KKajpla Ha Tpe-
THhEM TPYJIHOM CEIMEHTE SBIIIOTCS 00IMMM pu3HaKoM oTpsina Diptera, kK KoTo-
POMY OTHOCSITCSI MyXH M KOMaphbl, a JIBE MMOXOXKHUE Mapbl KPBUTHEB XapaKTEPHBI
JUIS TPUMHUTHBHBIX HACEKOMBIX BPOJIE MOJICHOK M PaBHOKPBIIBIX CTpeKo3. OT-
CIOJIa €CTECTBEHHO CJIEyeT coba3H cBA3aTh U3MEeHEeHUs kiactepa Hox-reHos ¢
NepecTpoiikaMHy IJIAHOB CTPOEHHUSI B SBOJIIOIIMH KUBOTHBIX.

KOPPEJISILIMU USMEHEHU HOX-KJIACTEPOB U IIJIAHOB
CTPOEHUN A PA3HBIX THUIIOB ) KMBOTHBIX

ITo Mepe HAKOMJICHNS JAaHHBIX O TEHOMAaX Pa3IMYHBIX )KUBOTHBIX HAKaIUIH-
BAaJIMCh MIPUMEPHI COBMAJACHUH Mex a1y ocobeHHOCTsIMU Hox-KiacTepa u miaHa
CTPOEHUS OTIEIBHBIX I'PYIIIN )KUBOTHBIX. BOJIBIIMHCTBO ATHX MPUMEPOB CBsI3a-
HBI C YIPOILIEHUEM CTPOeHHS U yKkopoueHueM Tena (puc. 1). Tak, y THX0X010K
otcyTcTBYIOT 3aaHue Hox-rensr Antp, Ubx u abd-A, mapkupytomye y Hace-
KOMBIX I'pyzb U Opromko (Smith et al., 2016). Terxo THXOXOJOK COCTOUT BCETO
U3 YeTHIPEX CerMEHTOB, COOTBETCTBYIOIIMX UYETHIPEM MEPETHUM CErMEHTaM
YWICHUCTOHOTUX M OHMXO(Op (AHTEHHAJIBHOMY, BCTaBOYHOMY, MaHIHOYIISIp-
HOMY M MaKCHJUISIPHOMY B ClTydae HaCEKOMBIX), 3alHUe HoX-reHbI B pa3meTke
3TUX CETMEHTOB HE y4aCTBYIOT, HOATOMY IOCJIEC YKOPOUYEHHUs Tella HeHY KHbIE
Oosee TeHbI OBUTH yTpadeHbl. AHANOrHYHas yTpara 3aqHux Hox-reHoB Ha0to-
Ha€TCda y KOJOBPATOK — MUKPOCKOMMUYCCKHUX PECHUYHBIX T-IepBeI‘/'I, KOTOPBIC 110~
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Tardigrada . Onychophora
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Puc. 1. Bons! axcnpeccun Hox-reHoB y aByx npencraButeneit Panarthropoda: Tuxoxonku u
OHUXO(OPEL. THXOXOAKH OTINYAIOTCs OT Apyrux Panarthropoda onuromepusanneii rena u uc-
Ye3HOBEHUEM TaKUX TOMEOOOKCHBIX I'eHOB, Kak Antp, Ubx 1 Abd-A, KOHTPOIUPYIOLUIUX pa3MeT-
Ky IpyIu 1 OpIolIKa HaCeKOMBIX. B pe3yJsibTare y THXOXOI0K COIPUKACAIOTCS 30HBI IKCIIPECCHU
nepexnero rena Hox3 (romosnor Bed aptpomnon) n 3axnero Abd-B (a). Crpoenne Hox-ximactepos
OTIENBHBIX TUTIOB Protostomia. B HECKONBKHUX 3BONIOIIMOHHBIX BETBAX Protostomia mpousomniia
OJIMTOMEpH3alsl Telda M MCUe3HOBEHHE Oouiblell yacTu HOX-reHOB, pa3Medaromux 3aJHIOK
yacTh Tena. [IpuBeneno crpoenne Hox-ximactepos ykopouenusrx Tardigrada, Orthonectida u
Rotifera, a Tak »xe OTM3KUX K HUM TUIIOB )KUBOTHBIX C JUIMHHBIM TesioM — Onychophora, Annelida
u Chaetognatha, coorBeTcTBenHo. Y Orthonectida Hox-kmactep pacmancs U TpH OCTaBLIMXCS
Hox-rena HaxoAsTCS B pa3HBIX ydacTKax reHoma (0).

JNOOHO THUXOXOJIKAM TPETEPIIeI MUHHATIOPU3AIINIO U YTPaTy 3aHUX OTJIEIIOB
tena (Frobius, Funch, 2017). Eme Oonee ympoieHHbIE Mapa3uTHUYSCKUE YSPBU
Orthonectida u Dicyemida Toxxe nmonecsin yrpary MmHorux Hox-renos. B renome
Intoshia linei (Orthonectida) coxpanunocs auib Tpu Hox-reHa, oTHOCSIIUXCS
k nepennuM u cpeaauM (Hox2, Hox4, Hox6-8), 3aHHe MOTHOCTBIO yTPadeHBI
(Mikhailov et al., 2016). Y Dicyema, nanipotus, yTpadeHs! iepennne Hox-rens
U COXpaHUIIUCh 3aaHue (Zverkov et al., 2019).
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Puc. 2. Crpoenne Hox-kmactepoB y Deuterostomia. ¥ MOpCKHX exell W TOJOTYpPHUI
(Echinozoa) mpowu3olia TpaHCIOKaIMs ¢ HHBepcuei Tpex nepeanux Hox-reHoB B KOHEI[ Kiia-
crepa. DTy NepecTpOiiKy MBITAIUCH CBA3BIBATH C PaJUKaIbHON MepecTpoiikoi cuMMETpUH Y
UTJIOKOXKUX, HO y Asterozoa u Crinoidea 5Tolf HHBEpCHH-TPAHCIOKAI[MH HET, TIO3TOMY €€ Hellb-
351 CYMTATh KOPPEISATOM MATUIYUEBOH CHMMETPHM UTTIOKOKHX. Kpome TOro, BTOpHUHOPOTHIE
JKUBOTHBIC B LIEJIOM OTIMYAIOTCS OT IEPBUYHOPOTHIX, B YACTHOCTH, AYIUIMKALMAMU 3aJHUX
Hox-renoB. 1IX KOIHMYECTBO COCTABIACT OT 4 y MIVIOKOKHUX 10 7 y JAHIETHHKA, TOT/A KaK y
Protostomia ux 4arue Bcero 1-2. Y XOpIOBbIX JONOJHUTENbHbIE 3a1HHEe HOX-TeHbl y4acTBYIOT B
pa3MeTKe IOCTaHAJIbHOTO XBOCTA, @ Y IO3BOHOUYHBIX — TAKXKE U B PA3BUTUU KOHCUHOCTEH.

WHutepecHas uctopusi cBszaHa ¢ Hox-reHamu urnokoxux. Urimokoxue —
THII )KMBOTHBIX, TIPETEPIICBIINH PaIUKAIBHYIO TIEPECTPONKY TIIIaHA CTPOCHHUSI.
[Ipeaxn UTIOKOKUX MMENH JIBYCTOPOHHIOK CHMMETPHIO, MOJOOHO OOJNBINNH-
CTBY KMBOTHBIX, HO 3aT€M MEpeuIH K CUAsueMy 00pa3y xu3Hu. [Ipu sTom Ha
WCXOJIHYIO JIByCTOPOHHIOI CUMMETPHIO Y HUX HAJIOKHJIACH BTOPUYHAS JTyde-
Basi CHMMETpPHsI, KOJUYECTBO JIyUYel Yaille BCero cocTaBisieT msTh. [laneonTo-
JIOTUYECKUE JIAHHBIC MMOKA3BIBAIOT, YTO B DBOJIOLUU UTIIOKOKUX ObLIA CTAIHS
MOJIHOW TMOTEPH CUMMETPUH. B pa3BUTUM MHOTHX MTJIOKOKUX ITPOUCXOJIUT Ka-
tacTpoduueckuit MetaMopo3 ¢ yTpaToi OOJIbIIeH YaCcTH TeJla JUYUHKH, ITPH
9TOM OCH Te€Jia B3POCJIOr0 KHBOTHOTO M JTUYMHKH COBEPIICHHO HE COBIIAAIOT.
B pa6ote (David, Mooi, 2014) 6su1 ipoananusupoBan Hox-kimactep MOpPCKOTo
€Xa M BBISICHIIIOCH, uTO Tpu nepeanunx reHa (Hox1-Hox3) y Hero noaseprinch
WHBepCcUU (IEPEBOPOTY) U TPaAHCIOKAIUU (IIEPEMEIICHU0) B KOHEI[ KJlacTepa,
MOCJIe 3aJHUX TeHOB, Tak 4yTo Hox1 ctam mocmegnuM renom kiactepa (puc. 2).
Bonee Toro, ObIJIO TOKa3aHO, YTO TOJABEPIIIHECS TPAHCIOKAIUU TIEepeHUC
TeHBI paboTalOT B T€X OPTaHax, KOTOPBIE ABISIOTCS HHHOBAIIUSIMHU HUTIIOKOXKHUX
(David, Mooi, 2014). Ha atom ocrHoBannu David m Mooi mpeanonoxXuim, 9To
naHHas mHBepcus-Tpanciokanus Hox1-Hox3 sBisieTcs FeHOMHBIM KOPPEIsSTOM
PaJIuKaIBHOW NEPECTPOIKH IJIaHa CTPOCHHUS Y UTJIOKOXKHX.

[ocnenyromue McciaeqOBaHUSL OMPOBEPIIN ITO CMENIOE MPEATNONOKEHHE.
[ocne mpouTeHus reHOMa MOPCKOH 3BE3/bl 0Ka3ajioch, yTo ee Hox-kimactep He
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HMEEeT TaKOMu HWHBCPCHUU-TPAHCIOKAIWHN U 1TO MOPAJAKY I'CHOB IOJIHOCTBIO COBIIA-
naet ¢ Hox-kimactepoM HOTYyXOPAOBBIX JKUBOTHBIX (Saccoglossus), UMEIOnux
0OBIYHYIO ABYCTOpPOHHIOI cuMmMmeTpHio (Byrne et al., 2016). MuBepcus-Tpanc-
nokarus Hox1-Hox3 siBiisieTcst 0cOOEHHOCTHIO TOIBKO MOPCKUX €KEH U TOJIOTY-
putii (rpynmna Echinozoa)

B tume xopmoBeix Hox-kiactep yBenwdeH 3a CYeT MYTMIUKANMA 3aTHUX
Hox-reHoB. Y naHIeTHHKA KOJIMYECTBO reHoB B Hox-kiactepe gocturio 15, uyto
SIBJISISTCSL OJHUM M3 CaMbIX OOJIBIIMX 3HAYCHHU CpPEIM KUBOTHBIX (pHC. 2). YV
o011ero mpeaKa mo3BoHOYHEIX Ob110 14 Hox-reHoB B Ki1actepe, y 001mero mpe-
Ka XOpIOBBIX — Kak MUHUMYM 12 (Pascual-Anaya et al., 2013). JlomorauTenbHBIE
3aHre HOX-TeHbl y4acTBYIOT B pa3MeTKe XapaKTePHOTO JIJI XOPIOBBIX ITOCTa-
HaJIbHOT'O XBOCTA U, BEPOSTHO, UX MOXXHO CUUTATh KOPPEISATAMHU 3TOU 0COOCH-
HOCTH ILJIAHA CTPOCHUS XOPIOBBIX.

B pa3BuTuu KOHEUHOCTEW MO3BOHOYHBIX )KHBOTHBIX TaK )K€ yYaCTBYIOT 3a-
nuue Hox-rensl (Sordino et al., 1995). Y pbI0 naTTepHbI SKCIPECCHH TEHOB CXO/I-
HBI KaK B 3a4aTKax MapHbIX KOHCUHOCTSIX (CIIMHHBIC W OPIOIIHBIC IJIABHUKH),
TaK ¥ B 3a4aTKaxX HEMAapHBIX IJIABHUKOB — XBOCTOBOI'0, CIIMHHOI'O U aHAJIbHOTO
(Cotoras, Allende, 2015). Bo3M0)kHO, 9TO JOITOJTHUTEIbHEIC 3a0Hie HOX-TEHBI
MO3BOHOYHBIX CTAJM TMpeajanTanueif, OTKPBIBIICH BO3MOXXHOCTH Pa3BHTHSI
CJIOXKHBIX KOHCYHOCTEH.

B nanpHeiimel 5BOMIOLMY MO3BOHOYHBIX KUBOTHBIX TOXKE €CTh MPUMEPHI
KOppemsiuuii Mex 1y n3MeHeHrneM Habopa Hox-renos u miana crpoenus. Hanpu-
Mep, B OTPsJIe YeIIyHUaThIX penTmini (Squamata — smepuiisl ¥ 3MeH) HEOTHO-
KpaTHO IPOUCXOAUIHN ITOTEPU KOHEUHOCTEH U MEPECTPORKHU OCEBOM pa3sMETKH,
0COOCHHO BBIpakKeHHBIC y 3Mel. Hox-KimacTephl 4emryHJaTsiX SBOTIOIHOHHO
HM3MEHYUBBI, B HUX MHOI'O Pa3 MPOUCXOAUIIN NTOTEPU PETYIATOPHBIX YUaCTKOB,
KOHCEPBATHUBHBIX Y IPYTHUX MO3BOHOYHBIX, U BCTABKM MOOHIIBHBIX 3JIEMEHTOB.
Hcue3noBenue HOT y 3MeH yJanoch CBA3aTh C JIeJeUell B peryIsiTOPHOM y4acT-
ke reHa Shh (mompoOnee cM. Hike). KOHKpeTHbIE M3MEHEHUs, CBSI3aHHBIE C
MIePECTPONKON ITaHa CTPOCHUSI 0C3HOTUX SIIEPHII, €IIe MPEACTOUT BEISICHUTH
(Di-Poi et al., 2010).

HEWTPAJIBHA S DBOJIIOLM A HOX-KJIACTEPA

Ipu cpaBHeHnn HoxX-K1acTepoOB pa3HbIX BHJIOB )KMBOTHBIX 0053aTEIBHO OY-
JyT HaWJIEHb MHOTOYHCIICHHBIE pa3inuuus. OJHAKO OHU COBEPIIEHHO He 00s-
3aTeNIbHO OYNYT CBSI3aHbI C PA3JIMUUSIMU B IJIaHE CTpPOeHUs. Tak, pu cpaBHE-
nun Hox-kiacrepos 13 BumoB myx pona Drosophila (Negre, Ruiz, 2007) ObL10
00HAPYKEHO IMATh MHBEPCHH U IIECTh TPAHCIIO3UIIUH, MPOU3OMICAIINX B X0/
SBOJTIONUH 3TOT'0 poxa. Tem He MeHee Bce BUABI Drosophila o01agaroT uaeH-
TUYHBIM TJIAHOM CTPOCHHUS M HECIEIIMATUCT MHOTHUX U3 HHUX JIaXKe HE CMOXKET
paznmuunth. Takum 00pa3om MosieKyIIsipHas 3BoroIus Hox-kmacrepa, u ckopee
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BCEr0 OCTAJBHBIX T€HOB, YIPABISIONIUX aHATOMHEH KUBOTHOTO, HIMEET 0O0JIb-
IIOW HEUTpaJIbHBIM KOMIOHEHT. Ecinu Mbl cpaBHuBaeM Hox-kiiacTepbl )KMBOT-
HBIX, IPUHAJICKAIUX K Pa3HBIM TUIIAM U KJIacCaM, BOSHUKAET HETPHUBHAJIBHAS
3a/laua BBIACIUTD 3HAUUMBIE 1UIsl aHaTOMUU u3MeHeHus: Hox-knactepa u3s ¢pona
MHOKECTBA HEUTpaIbHBIX U3MEHEHHH. JlaHHBIX O MOCJIEA0BATEIBHOCTH TE€HO-
MOB JJIS1 TOI'0 HEJOCTATOYHO, HYKHBI 3KCIIEPUMEHTBL.

OKCITEPUMEHTAJIBHA 51 ITIPOBEPKA 'EHETUYECKHNX KOPPEJISITOB
AHATOMUYECKHX BAPUALIMIA

IIpumeps! HeliTpanbHOM 3BONONMK HOX-KJlacTepa NOKa3bIBalOT, YTO MPE-
[10JIaraeéMble T€HOMHBIE KOPPEJAThl AaHATOMUYECKUX PA3JIMUYUN HEe 00s3aTelb-
HO Ha CaMOM JIeJie sIBJISIIOTCS TaKOBBIMH. B mjeane, ux Hago MpoBepsTh, BHOCS
aHAJOTMYHbIE TEHETUYECKNE U3MEHEHHS B TEHOM BH/JIa, Y KOTOPOI'O UX B HOPME
HET. DTO TEXHUYECKH BO3MOKHO TOJIBKO IIPU CPaBHEHUH AOCTATOUYHO ONM3KUX
TAKCOHOB: BUJIOB, POJIOB, CEMEICTB, MAKCUMYM — OTpsJI0B. B cityuae BHyTpHU-
BHUJIOBBIX Pa3JIM4YMil MO>KHO MCHOJIb30BaTh CKpeliuBaHue. [IpumMepsl Takux uc-
CJICZIOBAHUH HEMHOT'OUNCIICHHBI, HO OHM €CTh U MPEICTABIIAIOT OOJBIIYIO LIEH-
HOCTB, I0O3TOMY MBI PACCMOTPUM HX HOAPOOHEE.

OnHO U3 TaKUX UCCIICIOBAHUN PACKPBIIIO TEHOMHBIE OCHOBBI 0COOEHHOCTEH
YKEHCKOH penponyKTuBHOU crcteMbl KpoToB (Talpidae), 10BOIEHO HEOOBIYHOM
U1t MatekonuTaromux. CaMKu KpOTOB MMEIOT BBICOKHH yPOBEHb aHAPOTEHOB,
TaKOM K€ KaK CaMIIbl, 8 BMECTO THITMYHBIX SIMYHUKOB Y HUX IIPUCYTCTBYET OBO-
TECTHC — XUMEpHas TOHaJIa KaK ¢ SMYHUKOBOM, TaK M ¢ CEMCHHUKOBOH TKaHBIO.
CeMeHHbIE KaHAJBIBl B OBOTECTHCE KPOTOB I'MCTOJOIMYECKU Pa3JIMUUMBI, HO
HEe QYHKLIHMOHHUPYIOT, a JISHIUTOBBI KJIETKH HOPMaJbHO paboTarOT U BBIICIISIIOT
Myxckue ropmoHsl (Barrionuevo et al., 2004). Aranu3 SKCIipeccuu TEHOB, BO-
BJICUCHHBIX B Pa3BUTHE I'OHAJ, [10Ka3aj MOBBILICHHYIO SKCIPECCHIO CEKPETH-
pyemoro ¢akropa nupdepenunposku cemeHHnkoB FGF9 u ¢pepmenta cunresa
augporeHoB CYPI7A1 y KpOTOB 1O CpaBHEHHUIO C OCTAJIBHBIMU MJIEKOMHUTAIO-
mumu (Real et al., 2020). AMUHOKHCIOTHBIC 3aMEHBI, 00OHAPYKCHHBIE Y KPOTOB
B 9TUX I€HaX U BIUSIOUIMX HAa HUX TPAaHCKPUILMOHHBIX (haKTopax, ObUIM Hali-
JICHBI TaK e B 0a3ax JaHHBIX MYTallM{ MBIIIEH U YeJIOBEKAa U HU OJHA U3 HUX
HE IPUBOIMIIA K Pa3BUTHIO OBOTECTHC. JlanbHelne uccueqoBanus nokasau,
YTO y KpPOTOB MMeeTcsa TaHJeMHas Tpuiutnkauus reHa CYP17A1 u unBepcus
ydacTKa XpOMOCOMBI JUTMHOW OKOJIO 26 MITH Map HYKJICOTHI0B HA PACCTOSHHUH
1.3 muH map HykieotnnoB oT reHa FGF9. Bo ¢gparmente, monBeprayBIeMcs
HWHBEPCHH, HET I'€HOB, BOBJICUCHHBIX B PAa3BUTHE T'OHAJl, OTHAKO TaM COAEpIKaT-
Csl JIOKYCBI-MHCYIATOpH! (Hekoaupytomue yuactku JHK, perynupyromue yna-
KOBKY XpoMaTHHa). IHBepcusi MPpUBOJUT K U3MEHEHHUIO YITAKOBKM XPOMaTHHA U
conmmxkenuto rena FGF9 ¢ nonomHuTenbHBIM 3HXaHCEpoM. B akcnepumenTax ¢
TPaHCTCHHBIMH MBIIIIAMHU C ITOCTOSTHHO TOBBIIIEHHOU dKcnpeccueit FGF9 6buto
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MOKa3aHo, YTO OHA MPUBOJUT K 00pa30BaHMIO OBOTECTUC HJIM IMOJTHOMY Ipe-
Bpal€HUIO ANYHUKOB B CEMCHHUKHU Y MBIIIEN C KEHCKUM XPOMOCOMHBIM I10-
oM (Real et al., 2020). Takum 006pa3om, B cIydae ¢ OBOTECTHC KPOTOB TJIaB-
HBII TEHOMHBIA KOPpEeisAT (DEeHOTHITMYECKNX M3MEHEHUW — MHBEPCHS ydacTKa
XPOMOCOMBI, HE Hapyllarolias HUKAKHe KOAHMPYIOIINE IOCIeIOBATEIEHOCTH
Y HaxOJSIIasics Ha 3HAUYUTEILHOM PACCTOSHHH OT I'eHa, U3MEHEHHE JKCIIpeC-
CUU KOTOPOIO SBJSETCS HENOCPEICTBEHHOW NPUUYMHON PA3BUTUS OBOTECTHUC.
Jlst oOHapyKeHUS MOJJOOHBIX XPOMOCOMHBIX MEPECTPOEK HEOOX0oaMMa cOopKa
MTOCIIEIOBATEIBHOCTH TEHOMa JI0 IIENIBIX XPOMOCOM IPH TMOMOIIH TEXHOJIOTHH
crmuBok xpomaruHa (Hi-C), 9To 3HAUMTENBHO CIIOKHEE U JOPOKEe, YEM MTPOCTO
MPOYTEHHUE TIOJTHON TOCIEI0BATEIFHOCTH I'€HOMA TIPH TTOMOIIN CEKBEHATOPOB
HOBOT'O TIOKOJICHUsI. [[J1s1 BBISSCHEHUS POJIM 3TOH XPOMOCOMHOW MEPECTPOUKH B
HU3MCHCHUHU aHATOMUH KUBOTHOI'O 6I)IJ'II/I H606XOZII/IMI)I HU3MCPCHUA YPOBHS IKC-
MMpEeCCU MHOXKXECTBA 'CHOB, a TaK K€ O6IHI/IpHLIe 0asml JaHHBIX I10 Q)GHOTHHI/I‘-IG-
CKUM ¢ (deKTaM TOUSTHBIX MYTAIU y MBIIIEH U JTFOICH.

Hcde3HoBeHne HOT y 3MEH yIajioch CBS3aTh ¢ M3MEHEHUEM dHXaHcepa ZRS
rega Shh. I'er Shh (Sonic hedgehog) — MHoOro(yHKIHOHAIBHEIN peryisiTop
Mop¢oreHesa, y4aCTBYIOIIANA B ()OPMHPOBAHUN MHOTHX OPraHOB, M OH UMEET
MHOKECTBO YHXAHCEPOB, 3aIYCKAIOLINX €ro 3KCIPECCHUIO B Pa3HBIX MECTax 3a-
poabima. Dxcrpeccusi Shh B moukax KOHEYHOCTEW YMpaBIISETCSl YHXAHCEPOM
ZRS. Tpancrennsle MK, ZRS KOTOPBIX 3aMeHEH Ha TOMOJIOTMYHBIN SHXaHCED
KOOpBI MITM MIUTOHA, POKIAIOTCS C CUIIFHO HEAOPa3BUTHIMH KOHEYHOCTSIMH. 3a-
MeHa ke ZRS mbliu Ha ZRS natumMepun WK YejoBeKa He BIUSET Ha Pa3BUTHE
koHeuHoctel (Kvon et al., 2016). Duxancep ZRS 3Meit oTamdaercss OT TaKOBOTO
y APYTHX MO3BOHOYHBIX Jenenueil 17-HyKJIeoTHHOrO ydacTKa, COAEpIKallero
CalT CBsI3bIBaHUS TpaHCKpUMIMOHHBIX GakTopoB HoxD (Leal, Cohn, 2016). Xu-
MEpHBII HXaHCep MUTOHA C BOCCTAHOBJICHHOM Jiesienuell 3amycKkaeT pa3BUTHE
HOPMaJTBHBIX KOHETHOCTEH y TpaHCTeHHBIX MbIiel (Kvon et al., 2016).

JlpyrHe uccieoBaHus pacKpbUIM IeHETUYECKIE OCHOBBI PAa3IMuUi B3aHM-
HOT'O PacIONIOXKEHUsI aHATOMUYECKUX CTPYKTYp Ha NpUMepe Bapualuil okpa-
CKU y mIMenel, y 6abouek Heliconius M pacroyOKEHHs LIUIOB Y KOJIOIIEK
Gasterosteus. Y mmenst Bombus melanopygus ectb ae MOpQBbI, ¢ PhIKUM JIHO0
C uepHbIM MATHOM Ha 3-4 cermenTtax Opromka (Tian et al., 2019). DToT npusHaK
9KOJIOTMUYECKH Ba)KeH, TaK Kak JiBe MOpQbI B. melanopygus MUMHKPUPYIOT MO
pasuYHbIC IPYTUe BUJIBI IIMENeH, OOMTaoMUX B TOM e peruone (Kamudop-
Hus). JlabopaTopHble ckpenMBaHus IOKa3aliy, YTO IBETOBast MOpQa HacIenyeT-
cs1 10 MeHzieno Kak MOHOT€HHBIH MPU3HAK, PbIKEE MISATHO JOMUHAHTHO. TOJIBKO
y MOP(]BI C PBIKUM TS THOM HAOII0AETCS MUK SKCIIPECCHH TOMEOOOKCHOTO TeHa
Abd-B B 30He 3TOro msTHa Ha MO3JAHMUX CTATUAX KYKOJIKH, KOTJa IKCIPECCHS
OCTaJIbHBIX TOMEOOOKCHBIX T€HOB MajacT. [ eHeTHYeCKHe pa3Iuimsi MeKy JIBY-
Mst MOpdamu CBA3aHBI C MEKTEHHBIM y9acTKOM Mex 1y reHamu Abd-A u Abd-B,
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TouHee — ¢ Mo4TH 50 HyKJICOTUAHBIMU 3aMEHAMH Ha y4acTKe JJTMHOHN 4 T.ILH.
DTOT y4acTOK HE COJACPKHUT M3BECTHBIX KOAMPYIOMIUX TMOCICAOBATEIBHOCTEH
WJTY CalTOB CBSI3bIBAHHMSI TPAHCKPHUITIIMOHHBIX (DAKTOPOB, IIO3TOMY HETOHSITHO,
KaK 9TH HYKJICOTH]IHbIC Pa3JINYUs MPUBOJAT K M3MEHEHHIO dKcnpeccuu Abd-B.
VY npyrux kanudopHUHCKUX BUAOB Bombus ¢ TOXOKUMU [IBETOBBIMU MOphamMu
HET HIYETr0 MIOX0XKEro Ha AT aJlICIbHbIC BAPUAHTHI MEXKTCHHOTO yyacTka Abd-
A:Abd-B u, Bunumo, iBeToBOI qUMOPGHU3M OIPEILIISICTCSI COBCEM JIPYTUMH JIO-
kycamu (Tian et al., 2019).

PasznuynHble BHIBI KOJNOMIEK 001a1al0T BHY TPUBUIOBBIM TTOJIHMOP(HUIMOM
10 KOJIMYECTBY CIMHHBIX MIMMNOB. IIpenmonaraercs, 4To pa3HOe YUCIIO IHIMIIOB
MOXeET OBITh aJallTUBHO B BOJOEMax C Pa3HbIM HAOOpOM XMIIHUKOB, TaK Kak
JUIMHHBIC LIIUIBl MEIIAIOT MPOIVIOTUTH KOJIIOUIKY XHUIIHBIM pblOam, HO obJer-
YaroT €e CXBaThIBaHHE OECIIO3BOHOYHBIMU XUIIHUKAMH, TAKUMHU KaK JTHYUHKH
ctpeko3 (Morris et al., 1956; Marchinko, 2009). B pabote (Wucherpfennig et
al., 2022) Obla U3y4yeHa reHeTHIeCKas OCHOBA MOJUMOp(r3Ma yrcia IIUTOB Y
IBYX BUIIOB Komomiek, Gasterosteus aculeatus n Apeltes quadracus. B o6onx
cllydasiX CKpeLIMBaHHE M KapTHPOBAHUE yKa3aJI0 Ha HEKOAUPYIOLUIUH y4acTOK
Mexy romeobokcHsiMu renamu HOXD9B nu HOXD11B. Mopds! pasnuuatot-
cs1 3onamu skcrpeccun HOXDI11B. ¥V Gasferosteus MHOTOIIUIIOBBIA ajjielb
OTJIIMYAETCs ABYMsI BCTaBKaMH TPAHCIIO30HOB W jernenneil suxancepa AXE, y
Apeltes — OTHOHYKJICOTHIHBIMH 3aMEHAaMH B TOM ke dHXaHcepe AXE. Takum
00pa30M y pa3HbIX BUJIOB KOJIFOILIEK KOJIMYECTBO ILIUIIOB MEHACTCS 110/ ACHCTBU-
€M pa3HbIX MyTallUil B OTHOM M TOM K€ PErOHE T'€HOMa.

VY 6abouek Heliconius, Kak U y TIMeJeH, BApHAIlUN OKPACKHU CBSI3aHBI C MU-
MUKpHeil. [ eHeTHYecKast OCHOBA X U3y4Yallach B psijJic padOT U CBsi3aHa OOMbIIeit
YaCTBhIO C U3MEHEHHUSIMU 30H SKCIIPECCUU PETYIATOPHBIX TeHoB Optix, Cortex n
WntA (Reed et al., 2011; Martin, Reed, 2014; Van Belleghem et al., 2017; Mazo-
Vargas et al., 2022). Y Heliconius ObliM TIOKa3aHbI CJIy4aud BOSHUKHOBEHUS I10-
XOXKHUX (PCHOTHUIIOB 32 CUET Pa3HBIX MYTaIUil, KaK ¥ y PACCMOTPEHHBIX BBIIIEC
mmeneit u xomromnek. Kpome Toro, Obuti HaiiIGHBI ClIydan MEKBHIOBOH Iepe-
Jlaud alaliTUBHBIX ajuieneil 3a cuet nHTporpeccuu (Dasmahapatra et al., 2012)
U HACJTCIOBAHUS TPEAKOBBIX MOJIUMOPPU3MOB PA3HBIMHU BHIAMHU-MOTOMKAMH
(Gallant et al., 2014).

3AKJIIOYEHUE

Hpo6neMa CBA3U MCXKY 'CHOMOM U AHATOMHEH JKMBOTHBIX JaJIeKa OT pas-
peuicHus. HpI/I‘lI/IH 9TOMY MHOXECTBO. BO—HCpBLIX, npu CpaBHECHUHU T'CHOMOB
Pa3HbIX BUAOB MBI BCEr/la HAXOAUM MHOKECTBO pa3n1/1tn/1ﬁ B I'CHaxX-peryjadaropax
Ppa3BUTHA, HO 3HAYUTCIIbHAA 4aCTh OTUX paznnqm‘/i HeﬁTpam)Ha, TO €CTh HC BJIN-
ACT HA aHATOMMUIO. HO3TOMy CpaBHCHUA T'€HOMOB HEJOCTATOYHO, YTOOBI BEISIBUTH
TCHOMHBIC KOPPEIATBI aAHATOMUYCCKUX paznnqnﬁ. B Tex ClIydasX, KOrjia 3Tu re-
HOMHBIC KOPPEJIATHI Y1aJIOCh BbISABUTDH, UCIIOJIB30BaJIOCh 0o CO3JaHHC TpaHC-
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TeHHBIX OpraHnu3MoB (Hanpumep, Mol ¢ pparmentamu JTHK 3meit), 1160 ckpe-
IIMBaHKUE Pa3HbIX MOP(® OTHOTO BHJIA (KOJIOUIKH, IIMeNH, 6abouku Heliconius).

Bo-BTOpBIX, UMEIOLIMECS JAHHBIE NTOKA3BIBAIOT, UTO OYEHb I10X0KHUE U3MeE-
HEHUS B aHATOMUH MOTYT HMETh COBEPIIEHHO Pa3HYI0 TECHOMHYIO OCHOBY — Ha-
[IPUMEP, JONOJIHUTEIbHbIE UMbl Y KOJIOIEK MOTI'YT ObITh BbI3BaHbI Kak 00JIb-
IIMMU UHCEPLUSAMH U JIENEeNHUsIMHU, TaK U TOUEYHBIMHU 3aMEHAMH B PEryJIATOp-
HbIX pernoHax rena HOXDI11B. IlosToMy, nake 3Hasi TeHOMHBIE OCHOBBI aHATO-
MMH OJHOI'O BUJIA dKUBOTHBIX, Mbl OUEHb OI'PAHUYEHHO CMOKEM IIPUMEHUTH ITY
WHPOPMALINIO JUTSI TPEJICKa3aHusl aHATOMHH APYTHX BHJIOB.

B-TpeTLI/IX, CaMbI€ MHTCPECHBIC AJIs1 CPABHUTEIIBHOTO aHaToOMa pa3jindus —
OTO pa3jinduvsi IJIaHOB CTPOCHHA PA3HBIX THUIIOB JXUBOTHBIX, @ UX T'CHOMHBIC
KOPPEJSATHl HE NOANAIOTCS N3y4YEHUIO OIMCAHHBIMH BBILIE METONAMHU CKPEILH-
BaHUS MOP(] U CO3AaHMSI TPAHCI'CHHBIX OPraHM3MOB. W aHaTOMHUS, U CUCTEMBI
TEHOB-PETYJISITOPOB Pa3BUTHA 3apO/IbIIIa, HAIIPUMEP, HACEKOMBIX M MIIEKOITUTA-
IOIUX HACTOIBKO OTIMYAIOTCS APYT OT ApYyra, YTO PE3YJIbTAThl IEPECATKHU Te-
HOB MEXIY HUMH OyJeT TPYIHO HHTEPIPETUPOBATH. XOPOIIUX MyTEH pelCHUsI
9TOM MPOOIEMEBI ITOKa He HAWICHO.
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Why can’t we restore the anatomy of an animal from the genome?
M.A. Nikitin, V.V. B.B. Aleoshin

One of the long-standing goals of developmental genetics is reconstruction of
organism anatomy from their DNA. Pioneering studies of gomeotic mutations in
Drosophila have shown that some anatomical traits have distinct genomic correlates.
However, we are far from completion of this goal for majority of animals, despite
rapid accuulation of sequence data from diverse organisms. This review analyses why
progress in this area is so slow. Some of these reasons are abundance of neutral changes
in regulatory regions, localization of important changes in non-coding areas, sometimes
millions base pairs away from affected genes. We underscore the utmost importance of
testing the functional role of genomic changes using crossing or transgenic methods.

Keywords: body plan, homeobox genes, deep homology, developmental genes
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Tenom u naan cmpoenus: Memamopghosvl u demanusayust Ha nymsx sgonoyuu Metazoa.
Cepus «Ieo-6uonoeuueckue cucmemyl 8 NPOULIOMY.

Mopgoeenes 6 uHOUBUOYATLHOM U UCTHOPUYECKOM PA3GUMUL

M.: [THH PAH, 2023. C. 20-38. http://www.paleo.ru/institute/publications/

3BOJIIOINUMOHHO-3KOJIOI'NMYECKHUE CHEHAPUN
®OPMUPOBAHUS U PAHHEN TUBEPCUDPUKAIIUN
HEPBbBIX METAZOA
B KUCJIOPOJHbIX OABUCAX TOKEMBPU 1

C.B. PoxHoB
Ilaneonmonocuyeckuti uncmumym um. A.A. bopucaxa PAH, Mockea
Rozhnov@paleo.ru

PaccMOTpeHBI BEepOSITHBIE SKOJIOTHYECKHE HHUIIH, B KOTOPBIX NPOTEKAIH
9BOJIIOLIMOHHBIC IMPOLECCHl BOSHUKHOBEHHUS IEPBBIX MHOTI'OKJIETOYHBIX
KHUBOTHBIX. [loka3aHo, 4YTO 3TO OBLIM KHUCIOPOIHBIE 0a3HCHI, BO3HUKAB-
IIMe B 30HaX MaKCHMaJIbHOTO (hoTOoCcHHTe3a Ha riryonnax 10-30 M B mema-
THajH ¥ Ha MOPCKOM JTHE H3-3a 33AEPKKH BBIXOZIA KHCJIOPOa U3 MOPCKOH
Bonbl B atMocepy. OG0cHOBaHA BBICOKASI BEPOITHOCTh BOZHUKHOBCHHS
MHOT'OKJIETOYHOCTH CPEIN IPEIKOBBIX 1 Metazoa xoaHOGIAreJusT
LIMPOKUM ITOTOKOM pa3HOOOPa3HBIX )KU3HEHHBIX ()OPM H MOSIBIICHHS MHO-
TOKJIETOYHBIX JKUBOTHBIX Ha OCHOBE Pa3JIMYHBIX MOP(OTreHETHYECKHX
myTeil GOpMUPOBaHHS OCHOBHBIX apXETHIIOB, IOCTYJIMPOBAHHBIMH TUIIO-
te3amu Parorurensl, ['acTpen, CHH300CIOPHI U NX MOTH(PHKALIUSMH.

Kanrouesvie cnosa: Metazoa, xoaHO(DIATeNIATHl, TPOTEPO30H, IKOJIOTHS,
IBOIOIHS, MOp(hOTeHe3

BBEJIEHHE

[TpoucxoxaeHne U paHHSS AUBEPCUPHUKALINS MHOTOKJIETOYHBIX JKHBOTHBIX,
un Metazoa, sIBIsieTCss aKTUBHO pa3padaThiBaeMOil TEMOM MHOTMX HampaBJie-
HUH OMOJIOTUH — NAJICOHTOJIOTUH, CPABHUTEIBHON MOP(OIOTruHU, OHOIOTHH pa3-
BUTHSI, MOJICKYJISPHON OMOJIOTUU ¥ TEHOMHKH, a TAKXKe IBOIIOIHH OHochepsl 1
UCTOpHUYECKOit reosioruu. JIroOble TUTIOTE3bl, OCHOBAHHbBIE HA JAHHBIX 110 COBpE-

MEHHBIM TIPEACTABUTEIISIM, U1 CBOCH BepH(DUKAIIMHU HYKIAIOTCS B IMaJICOHTO-
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JIOTUYECKUX TAHHBIX, TAK KaK TOJBKO TAKHE JAaHHBIC MOT'YT CBSI3aTh UX C pealb-
HBIM T€OJIOTHUECKUM BpeMeHeM. Ho HemocpencTBeHHBIEC MalCOHTOIOTHICSCKUE
CBHUJICTEIIBCTBA O MPOUCXOKJICHUN MHOTOKJIETOYHBIX KUBOTHBIX OT OHOKJIE-
TOYHOTO TIpeIKa KpaifHe CKYIHBI H3-32 MEJTKHUX Pa3MEpPOB U OTCYTCTBHS CKeJleTa
YYaCTHUKOB ATOTO Tporecca. [103ToMy MpuXoauTess UCIIONb30BaTh JIHUIIIb KOC-
BEHHBIC JaHHBIC U TE€X MPEICTaBUTENICH MEPBbIX MHOTOKJIETOYHBIX JKHBOTHBIX,
KOTOpBIE JOCTHUTIN JOCTATOYHO OOJIBIIOrO pa3Mepa sl BOZMOKHOCTH COXpa-
HEHHS UX OCTAaTKOB B T€OJIOTHYECKOM JieTonucu. Kpome Toro, 3aKOHOMEpHOCTH
(hopMupOBaHMS BBHICIINX TAKCOHOB (haHEPO30HCKUX KUBOTHBIX M UX TIOSBIICHUS
B TEOJIOTHYECKOW MCTOPHH TIO3BOJISIOT MPOBECTH HEKOTOPBIE PEKOHCTPYKIIHH
BEPOSITHBIX SBOJIFOIIMOHHBIX M HKOJOTHYECKUX OCOOCHHOCTEH WX CTaHOBJICHUS
OT OJIHOKJICTOYHBIX MPEIKOB. B aHHOI cTaThe 3aTparuBaroTCs, TIIaBHBIM 00-
pa3oM, aJanTalMOHHBIE BO3MOXXHOCTH W OTPAHUYEHHSI B DBOIIOLUMH TEPBBIX
Metazoa u T€ IPUPOTHEIC YCIOBUS, B KOTOPHIX OHM UCXOTHO MOTJIH MPOSIBUTHCSL.

MOJIOXKEHWE MHOI'OKJIETOUHBIX )KUBOTHBIX
B COBPEMEHHOI CUCTEME OPTAHI3MOB

I{apcTBO MHOTOKJIETOYHBIX KMBOTHBIX, WK Metazoa, o0benuHseT daro-
TPO(HBIC MHOTOKJICTOYHBIC 3BKAPUOTHI C JBYMS PA3JTHYHBIMU JMUTCIHIMHU,
pa3ieNeHHBIMU KOJUIAreHOBOW coeauHuTenbHol TKaHbio (Cavalier-Smith,
1998). K aToMy orpesiesieHru0 MOKHO JI0OABUThH €I[e MHOTO OCOOCHHOCTEH, Ta-
KHUX KaK pa3MHOKEHHUE C MOMOUIbIO IMIIEBOM KJIETKH, OIJIOIOTBOPSIEMOH criep-
MaTO30UHOHN KJIETKOM C OJHUM JKT'YTHKOM, HAJIMYHUEM dMOPHOHAIBHOTO pas3-
BUTHUS M IPYTUMU BOXHBIMH TPU3HAKAMHU, HA KOTOPBIX MBI 3]IeCh HE OCTaHAB-
nuBaemcs (003op Adl et al., 2012). LlapctBo Metazoa BkitouaeT okoio 33 Tu-
OB U OOJIbIIIE MOJIYTOPa MUJIJTMOHOB OMHUCAHHBIX BUJIOB, YTO MOYTH B MATh
pa3 MpeBbIIIaeT YKCIO ONMKMCAHHBIX BHJIOB Y pACTEHUU U B 15 pa3 — y rpuoos.
Takoe orpoMHOE pa3HOOOpa3Me CTABUT LAPCTBO MHOTOKJICTOUHBIX )KHUBOTHBIX
B IIEHTP pa3BUTHsA opraHmueckoro mupa (Paps, 2018), HO 3TO yTBepKIACHHUE
BEPHO TOJBKO B CMBICJIC IOCTHIKECHUSI HAUBBICIIETO pa3HOOOpa3us (HEeHOTUIIOB
U (OPMUPYIOIIUX €r0 MOJCKYJISIPHO-TCHETUYCCKUX MEXaHU3MOB B pamKax
aTOro napcrTsa. B cMmbicie sBoronuu 6uocdepsl 1 TeM Ooliee OMpPeaeIIONUX
ee reo-0MOJIOrnYeCKUX MPOIECCOB LIEHTPAIBHYIO POJIb BO BCE BpEMEHa UTPaJIH
1 UTPAIOT J0 cux mop O6aktepuu (3aBap3un, 2003).

Vxe ¢ cepeaunbl XIX Beka nmpeakaMyu MHOTOKJIETOYHBIX KUBOTHBIX CUM-
TaJIUCh X0aHO(IIATEIIISITE (BOPOTHUIKOBBIC KT'YTHKOHOCIIBI) M3-3a UX CXOII-
CTBa C XOAHOIHMTaMH T'yOOK, a Takxe Apyrux Metazoa. K xoHIy mpomuioro
BEKa MOJECKYISPHO-TCHETUUECKUE HCCICNOBAHUS TMOATBEPAUIN TECHBIC OT-
HOILIEHUS MEXIY METa30a U X0aHO(IarelasaTaMi U IOTOMYy 00a 3TH 11apcTBa
ObLIM 00BbeIMHEHBI B HanapcTBo Holozoa. BMecte ¢ aTuMu ByMst 0OJIbITUMU
[IapCTBaMHM, B XOJ030M OBLIM MOMENICHBI JIBE MaJIEHbKHE KJIaJbl OPraHU3MOB
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Teretosporea u Filasterea, cTpoeHre KOTOPBIX PACKPBIBAET SBOJIIOLUIO JIOKOMO-
MU U CTPATETHIO TUTAHUS MPEIKOB KUBOTHBIX (0030p Paps, 2018). Xomo3oun
BMECTE ¢ ApyruM HaamapcTBoM xooMukoT (Holomycota), koTopoe Bkiroda-
eT TpuObl U HEKOTOpBIE JIpyTHe OMU3KUe K rpudamM TaKCOHBI, OOHEIMHEHEI B
CYNEpHaALAPCTBO 3aJHEKIYTHKOBBIX, WM onmucTOKOHT (Opisthokonta). s
OIHMCTOKOHT XapaKTEePHO 3aHEe PACMOIOKEHUE KIYTHKA C AP0 HEHTPUOJICH
1 IJIACTUHYATHIE KPUCTHI MUTOXOHIpUNA. TaKOB TAKCOHOMUUYECKUH IEel3axkK BO-
KpyT MHOTOKJIETOYHBIX JKHBOTHBIX TI0 COBPEMEHHBIM MPECTaBICHUIM. Bax-
HO OTMETHTBH, 9TO BO BCEX APYTHUX T'PYIINax X0I030i, ToMuMo Metazoa, Kak u
cpeny MHOTUX APYTUX OPraHU3MOB, TOXKE BOZHUKAET TOT UITM HHOM THUIT MHOTO-
kierogHocTH (0030p Bonner, 2000).

XOAHO®JIATEJUUIATHBIE I'MITIOTE3bI
[MPOUCXOXAEHW A MHOI'OKJIETOYHBIX )KNBOTHBIX

JetanpHbli U TOAPOOHBIH 0030p KIJIACCHUYECKUX THUIOTE3 IMPOUCXOXKJEC-
HUSI MHOTOKJICTOYHBIX TI0 JKHBOTHBIX IpHBeJeH B MoHOTpaduu A.B. MBanoBa
(1968), He yTpaTuBIIell CBOETO 3HAYCHUS 10 HAcTOAMIETo BpeMeHH. CoBpeMeH-
Hble MOP(OJIOTMYECKHE U MOJICKYJISPHO-TEHETHUECKUE JaHHbIE MOKa3bIBAIOT,
YTO U3 BCEr0 MHOr0OOpasus 3THUX THIOTE3 OCTAIOTCS 3HAYMMBIMH TOJBKO TE,
KOTOPBIE MOJIaraloT MIPOUCXOKACHUE META30i OT X0aHO(IATeJUISITHOTO peaKa
(Leadbeater, 2015; Cavalier-Smith, 2017; Sebé-Pedros et al., 2017; Paps, 2018;
Erwin, 2020). Takum o6pa3zom, XoaHO(DIAreISATH, UM BOPOTHHYKOBBIE KIY-
THUKOHOCLIBI, SIBJISIOTCSI OOIIENPU3HAHHBIMU NPEAKaMH MHOTOKJIETOUHBIX K-
BOTHBIX. COBpEMEHHBIE MIPEAICTaBICHUE O IPOUCXOKICHUH METa301 0000IICHEI
B MHTepecHol cTaThe B.B. Manaxosa ¢ coaBropamu (2019). B Heli moka3zaHo, 4To
BCE COBPEMEHHBIE TUTIOTE3bl (PaKTUUYECKH SIBISIOTCS TEMH WIIM HHBIMU MoaHu(u-
kanusimu Tunores [actpen, paspaborannoit 3. I'ekkenem (Haeckel, 1874), da-
rouuTesuIbl, npeanoxkenton M., MeunukossiMm (Metschnikov, 1886), u Cun3o-
ocriopsl, 00ocHOBaHHOUW A.A. 3axBaTKUHEIM (1949).

I'mmoresa ['acTpen chopmynmuponana . ['ekkenem (E. Haeckel, 1874) Ha oc-
HOBE MEXaHWYECKOTO HCIIOIh30BaHMS OMOTeHETHYECKOT0 3akoHa Mroiepa-1 ek-
kenst «OHTOTeHHS TIPENICTaBIseT COOO0M KpaTKoe MOBTOpeHue (puioreHum» (CM.
HBanos, 1968; Leadbeater, 2015). ['ekkenpb mojarai, 4To OHTOr€HETHYSCKAsl CTa-
JIUST MOPYJIBI PEKANUTYIUPYeT (GUIIOreHeTHYECKYI0 CTaanio Mopen — MI0THOro
I1apooOpa3HOro opraHu3Ma M3 MHOTHX KieTok. Hakoruienue B neHTpe Mopen
YKUIKOCTH HIIH CTYIGHUCTOTO BEIIIECTBA, BRITECHSBIIETO KIIETKH Ha Teprpepuio,
pUBeINo K ((OpMUPOBAaHUIO CBOOOTHOILTaBaroIel briacten (B oHTOTeHE3e el co-
OTBETCTBYeT OnacTyna). M3 biacren BnsiunBaHWEM CTEHKH Tella Ha TIEpeAHEM
KOHIIe 0Opa3oBaiachk ['acTpes, paccMarpuBaeMasi Kak peKamuTyIsus TaCTPYIIbL.
B neHTpanbHON, KAIIEYHON YacTH, IIPOMCXOAUIIO TIEPEBAPUBAHUE 3aITI0YEHHON
pTOM 100BIYM, a JABA SMUTEIHAIBHBIX CIIOS, KTOIEPMa M SHTO/IEPMA, Al Ha-
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4aJio BCEM OpraHaM M TKaHsM NoToMKoB. Ot ['acTpen MOHO(QHMIETHYECKH TPOU-
30IJIM BCEC OCTAJIBbHBIC MHOI'OKJICTOYHBIC ) KHUBOTHBIC. OJIHI/IM 13 BapUaHTOB ITOU
THIIOTE3BI SIBIISCTCSA IPEICTABICHHE O IPOUCXOXKACHUM lacTpen m3rnbaHuem
JIBYCJIOWHOM, JKMBIIeH Ha mHe ncxonHoi [ makymer (Biitschli, 1884).

I'mmore3a ®aromurestsl, 000ocHOBaHHAs M. MEUYHHKOBBIM, IOjaraeT mep-
BUYHBIN MHOTOKJIETOYHBIN OpraHU3M B BHJI€ OJHOCIOHHOTO I1apa, kak u bia-
crest ['exkens. [luTanue 3TOro NIEPBUYHOI0 MHOT'OKJIETOYHOTO OCYIIECTBIISIIOCH
JKTYTUKOBBIMU KJICTKAaMU, KOTOPBIC CIIYKHWIIN U OJIS1 JIBUKCHU . KHCTKI/I 3arja-
THIBAJIM MUY, HACHIIAJINCH €H U YXOJMUJIU B MOJIOCTh opranu3ma. Ilocie nepe-
BapUBaHUs OHM MOTJIHM BBIXOIWTH HA TOBEPXHOCTH JIs YJIaBIWBAHUS THIIH.
Tem cambiM mpomcxonuna (axynpraTuBHas nuddepeHuanus Ha Hapy KHBIA
CJIOH KJIETOK, KHHOOIACT, U BHYTPEHHIOK KJIETOYHYIO Maccy, (DaromuToOacT.
Takas quddepeHnnanus 3aKpernuiiach B BOJIIOIMUN U 00pa30Bajics KOMIIAKT-
HBII OpraHu3M, apeHXUMYJIa, WiK (paromuTeIuia.

OTu ABe rpymnmsl runore3 nonarait [actpeto n darouutensty IepBUYHO
MOOMJIBHBIMH, & TPEThs IPyIINa TuIoTe3, Oepynias cBoe Hayasno ot CHH300CTIO0-
pot 3axBaTkuHa (1949) TOBOPUT O TIEPBUYHON CEAEHTAPHOCTH UCXOTHOTO MPE-
Ka MHOTOKJIETOYHBIX XKUBOTHBIX (Malakhov et al., 2019).

I'mmoTe3a CuH300CTIOPHI O0JIEE TECHO CBA3BIBAET TPOMCXOK ICHNE MHOT OKJIe-
TOYHBIX )KHBOTHBIX C DBOJIOI[UEH OHTOTeHe3a 1 JKU3HEHHBIX IIUKJIOB. 3aXBaTKUH
(1949) cBsi3an ¢ 00beAMHEHNEM BO3HUKAIOIIHUX 300CTIOP B SAMHYE CHH300CIIOPY
MEPEX0J1 K MHOTOKJIETOYHOMY COCTOSIHUIO MTPEIKOBBIX KTy TUKOHOCIICB B PE3YJIb-
TaTe MAJUHTOMUU C TIOCIIEA0BATCIIbHBIMU JICJICHUSIMU KJIETKH U YMEHBIIICHUEM
pasmepa godepHux KieTok. [lo ero MHEHUIO, 01acTyI000pa3HbIe TUINHKH Me-
Ta30i MCXOJHO SIBIISIOTCS YUCTO PACCENUTENBHBIMHU CTAIUAMA, KOTOPBIE TIOCTe
OCeIaHWs Ha JHO TPEBPAIAJIUCh B HETOIBH)KHO MPUKPEIUICHHBIA OpraHM3M.
l'umoTe3a 3axBaTkuHa ObLIA JIOTIOJIHEHA K IIECTUACCATUICTHIO €€ ITyOINKaII
MoOJICKyIIsipHO-TeHeTnYeckumu anHbiMu (Mikhailov et al., 2009). ABTopsbI 3T0i
pabOoTHI UCXOIWIIM M3 TOTO, YTO MPHU MEPEX0jie K MHOTOKJIETOYHOCTH B JKU3HEH-
HOM IIMKJIE MPEIKOBBIX X0aHO(IATEIUIAT YKE CYIIECTBOBAIO HECKOIBLKO THIIOB
KJIETOK, CMEHSIBIIUX JPYT ApPYyTa, W MOTOMY IUISl MHTETPAIlMU Pa3UIHBIX TH-
OB KJIETOK B €AMHOE MHOTOKJIETOYHOE TEJIO MCIOIb30BAINCh yiKE CYIIEeCTBO-
BaBIIIME MOJICKYJISIPHO-TEHETHYECKAE MEXaHU3MBI, U OBUIH M300pETEHBI HOBHIC
reHeTHUYECKHUe porpaMMel (cM. Takxke Leadbeater, 2015; Sebé-Pedros et al., 2017;
Erwin, 2020). Ipyrumu ciioBaMu, TeHBI, y4acTBOBABILIUE B TEMIIOPAJILHOM opra-
HU3AIUU KJIETOK B XKU3HEHHOM ITHKJIE X0aHO(IAreJIsIT, MOTJIH UCIIOIh30BAThCSI
B MTPOCTPAHCTBEHHOM, spacial, opraHn3anuu Tena IepBbIX MHOTOKJIETOYHBIX Op-
raHu3MoB. BO3MOXKHOCTB 3TOr0 BCe OOJIbINE TMOATBEPIKIAETCS HOBBIMH (paKTa-
MH CPaBHHUTEIBHBIX TEHETUYCCKUX UCCIENOBAHUI X0aHO(MIATEIUISIT U METa30i
(Mikhailov et al., 2009; Brunet, King, 2017; Sebé-Pedros et al., 2017, 2018; Paps,
2018; Erwin, 2020). Ho oHM He HCKITIOYAIOT CYIIECTBOBAHUS TAKMX T€HOB Y X0a-

23



HO(JIATEIIIAT, HE HYKIABIIIMXCS B PACCEIIUTEIBHOMN CTa MK, HO CIOCOOHBIX MHO-
rJla MPUKPEIUISATHCS K TPYHTY. HanmpruMep, HEKOTOpbIe HbIHE KUBYIIIUE XOaHO(-
JIATeJISATHl MOTYT CETMTHCS Ha B3BEIIEHHOM MEJIKOM OPraHUYeCKOM JETPUTE U
TepeMeInIasich o HeMY, BBIJIABIMBATh U3 HETO OaKTepuil; IpyTrue ClIOCOOHBI TPH-
KpeIIsAThCS K cyOcTpary, 00pa30BhIBaTh BPEMEHHBIE KOJIOHUHU ¥ BBIIABIHBATH
OakTepuil W3 TOKa BOJIbI, cO3JaBacMoro ceonmu kryrukamu (Patterson et al.,
1993; Leadbeater, 2015). BriosiHe MOKHO IpeICTaBUTh ce0e KIIOHAIBHOE 00bE/IH-
HCHUEC TAKUX KXT'YTUKOHOCIIEB B BUJIC HHaKYJ'IBI C pa3HbIMHU COUCTAHUSAMU TUIIOB
KJIEeTOK. M3rubasich m 0XBaThIBast MEITKHH AeTPHUT, [ Imakysa morira 00pa3oBEIBaTh
MPUMHUTUBHYIO TaCTPaJIbHYIO IOJIOCTh, B KOTOPOM Pa3BUBAIINCh HA OpPTaHHKE
0aKTEpUN U MOSBISUIHCH KPYyTHBIE MAKPOMOJIEKYIISIPHBIE KOMITJICKCHI, TIOIXO/ISI-
IIUe 10 pa3MepaM Ui MUHOIUTOo3a U (aronuTosa kierkamu. HeobxonuMocTsb
OXBAaTbIBaAHUS OPraHUYCCKOro AE€TPUTA, KAK 1 BOBHUKHOBCHHUC FaCTpaJ’II)HOI‘/'I 10~
JIOCTH Y TIEPBBIX METa30H, (PU3HUOIOrMUYECKH Oblia CBSA3aHA HE C MepeBapruBaHUEM
MUY HETIOCPEACTBEHHO (pepMEHTaMH, KOTOPhIe OHU €Il HE MOTJIH BBIJIENSTH,
a C CO3[aHMEM IHIIEBOTO CKIIAa-KyXHHU B BUE 0c000i CHMOMOTHYECKOH BHY-
TPEHHEW SKOCUCTEMBI ¢ OAKTEPUSIMU JECTPYyKTOpaMU sl O0JIee paBHOMEPHOTO
MATAaHUS Pa3MHOXAIOIIMMHUCS OAKTEpUSIMH U pa3jararoiiumucs (parmeHra-
MU Opranudeckoro aetputa. Hy>xHel nmu Obutn TakuM [lmakynam cMH300CHOPEI
JUTSL paccesICHUsl, BbI3bIBACT COMHEHUE. OHU MOTJIM PACCENSITHCS U ITPOCTHIMU
300CTIOpaMH, M Pa3HECEHHWEM TEUYEHUSMH MHOTOKJIETOYHBIX KOMILIEKCOB. Pe-
KOHCTPYHPYSI TEOPETHUIECKHE BO3MOXHOCTH TIPOUCXOKIEHUS METa30H, BIIOJTHE
JIOTUYHO TPHUITH K BBIBOIY O BO3MOKHOCTH (DOPMUPOBAHUS TIJIAHOB CTPOCHHS
MEPBBIX MHOTOKJICTOYHBIX PA3IUYHBIMU ITYyTSIMH M BEPOSITHOCTU UX CYIIECTBO-
BaHUs B BUJIC pa3HOOOpa3HbIX apxeTunuyeckux Gopm — Mopewu, [Tapenxumyesl,
Bnacrewn, [Tnakyinel, [acTpen. MHOrooOpasue ux )KU3HEHHBIX (OpM U Mopdore-
HETHYECKUX MOTEHIINH MOTJIO OBITH eIle OOIBIINM.

PA3HOOBPA3UNE I'MIIOTE3 [TPOUCXOXAEHW A METAZOA
OTPAXAET BO3MOXXHOCTh MHOXECTBA ITYTEU CTAHOBJIEHU S
MHOI'OKJIETOYHOCTHU CPEJIN PAHHUX XOAHO®JIATEJUIAT

Kaxxnas 3 Tpex pacCMOTPEHHBIX TMIIOTE3 0 HACTOSILIET0 BPEMEHH MMEET
CBOMX MOCIIeIOBaTelIeH, KOTOphIe TaK MM MHAYE MX MOTUPHULIUPYIOT, OCHOBBI-
BasiCh Ha HOBBIX JaHHBIX U JOMOJIHUTENBHBIX aprymMeHTax. B pesymnsrare kK Ha-
CTOSIIEMY BPEMEHH B JIUTEPAType HAKONMIINCH PA3JIMYHBIE THIIOTE3BI MPOUC-
XOKJICHUS] MHOTOKJIETOUHBIX, AKIEHTHPYIOIUE BHUMAHHUE HA Pa3HBIX CTOPOHAX
MOp}oPyHKIMOHATBHOM OpraHu3anru, MOJICKYJISIPHON (UIOI€HOMHUKH KaK BO-
POTHUYKOBBIX KI'yTHKOHOCLIEB, Tak U Metazoa. [To OombIoMy cueTy, OHU HE Po-
THUBOpEYar ApyT JOPYyTY, a MPEICTaBISIOT COO0H MHOTOYHCIICHHBIE BO3MOXKHBIC
BapUaHTHI Ty TEH CTAHOBJICHHSI pa3HOOOPA3HBIX KU3HEHHBIX (POPM MHOTOKIIETOU-
HBIX KUBOTHBIX OT OOIIETr0 ¢ COBPEMEHHBIMU BOPOTHUYKOBBIMH JKI'y THKOHOCLIA-
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MU OJTHOKJISTOYHOT'O Tpe/ika. BecbMa BEpOsSTHO, YTO 3HAYMTEIbHAS YaCTh U3 Te-
OPETUYECKU BO3MOXKHBIX CIICHAPHEB MOTJIa KMETh MECTO B JICHCTBUTEIILHOCTH, a
MoHo(uIns Metazoa CBOAUTCS K MX IIPOMCXOKICHHIO OT IIPEAKOBOM I'PYIIIIbBI OJI-
HOKJIETOYHBIX XOaHO(JIAT€JUIAT C IIMPOKUMHU MOP(POreHETHISCKUMHU M 3BOJIIOLIU-
OHHBIMH MOTeHIIUAMH (evolvabolity). Takoii BBIBOJ MOKHO CZE€TaTh MO aHAJIOTUU
CO CTAHOBJICHHEM IPU3HAKOB KPYITHBIX (haHEO30UCKUX TPYII MHOTOKJIETOUYHBIX
LTUPOKUM TIOTOKOM CPa3y B HECKOJIBKUX BETBSAX MPEIKOBOI0 TAKCOHA.

MOKHO MPEAION0KUTh, YTO OOLIUI MPEIOK MHOIOKJICTOYHBIX YKUBOTHBIX
Cpey BOPOTHUYKOBBIX KI'yTHKOHOCIICB MPEACTABIISII COOON HE KECTKO OIpee-
JICHHBIN (DEHOTUTTNYECKUI apXeTUT OJHOKJIETOYHOTO YKHBOTHOTO, @ MOTOK KHU3-
HEHHBIX ()OPM, CTPYKTYPHUPOBAHHBIN KaK TOMYJISIIMOHHAS CHCTEMA BHJIA C ITHPO-
KOH BHYTPUBHUIOBOI N3MEHUYHNBOCTHI0O MHOTHX IIPU3HAKOB, KOTOPHIE B HACTOSIIEE
BpEMsI XapaKTEPU3YIOT COBPEMEHHBIC TAKCOHBI X0aHO(DIAreIUIAT 00JIee BBICOKOTO
paHra, BIUIOTh 10 ceMelcTB. Kaxknas u3 TUX MOMyJISIIUi UCXOTHOTO IPEIKa MOT-
Jla UMETh SBOJIIOIMOHHYIO TIOTEHIIMIO CTaTh MHOT'OKJICTOYHBIMU KUBOTHBIMH 110
KaXJIOMY M3 HECKOJIBKHUX BO3MOKHBIX CIIEHAPHEB, OTPAKEHHBIX B XOPOIIO Pa3-
paboTaHHBIX MHOTOYHMCIICHHBIX THIIOTE3aX MPOUCXOKIEHUS MHOTOKJIETOYHOCTH.
Takoe mpeanonokeHre BIOJTHE MTPABOMOYHO MPH CPABHEHUH C OCOOCHHOCTSMU
CTAHOBJICHUSI KPYITHBIX TPYII dXUBOTHBIX W PACTCHUM, IJIi MHOTHX M3 KOTO-
PBIX MMOKa3aHO BO3HMKHOBEHUE MPHU3HAKOB HOBOTO TAKCOHA IUPOKUM (HPOHTOM
BO MHOTMX BETBAX MPEIKOBOro TakcoHa. Briepseie 310 nokazan JLII. TarapunoB
(1976) Ha 3BepOITOMOOHBIX PENTHIINAX, B PA3HBIX TPYIIIaX KOTOPBHIX CTalH IIO-
SIBIISITHCS TIPU3HAKU MIleKonuTaromux. OH Ha3Bajl 3TOT SBOJIOIMOHHBINA MPO-
necc mammanmzanuei. A.l. [lonomapenko (2004) BBISBHII TOMOOHBIN MpoIIECC
B CTAQHOBJICHMH MOP(OJIOTHMH YJICHHCTOHOTUX M Ha3BaJ €ro apTpOIoAu3aliueH,
a y IIBETKOBBIX PAaCTCHUM TaKOE sIBJICHHE ObLIO HA3BaHO aHTHOCIIEpMaTH3aIUen
(Kpacunos, 1986). Het comHenwmii, 4To U cpeau APEBHEHIINX BOPOTHUYKOBBIX
KT'YTUKOHOCIIEB BO MHOTHIX T'pyIIax MOTJIO MPOUCXOJUTH TapajlyieIbHOe Pa3Bu-
THE MHOTOKJIETOYHOCTH. TaKoii mpoIiecc y HUX MOYKHO Ha3BaTh METAa30MIN3aITHsI.

HeoOsi3aTenbHO BCe JIMHUM BO3HMKHOBEHHS MHOTOKJIETOYHOCTH Cpenu
OPEBHUX MPOTEPO30MCKUX X0aHO(IIAreNJIAT JaBail JOKUBIIUX 0 COBPEMEH-
HOCTH HACTOSIIUX META30: CPEU MEPBBIX MHOT'OKJIETOUHBIX KUBOTHBIX MOTIIH
OBITH MOSIBUBIINECS TYIHUKOBBIC TMHHUH, HE IABLIME BOJIIIOLMOHHO TIEPCIIEKTHB-
HBIX TIOTOMKOB, XOTSI M1 UMEBIIINE HEKOTOPHIE YE€PThI CXOACTBA C MIPUMHUTHBHBI-
MM NPEJCTABUTENISIMUA COBPEMEHHBIX Metazoa. Takoe nmpennonoxeHue BIOIHE
IIPaBOMEPHO TOXKE 110 aHAJIOTUU C MPOUCX0KICHUEM U CTAHOBIIEHUEM BBICIINX
TAaKCOHOB, HAaIIpUMEDP THUIIA UITIOKOKHUX WJIH MOJUIFOCKOB, U MO3BOJISIET TPAKTO-
BaTh MHOTHE 3araJiouHble BEeHJCKHE U Ooiee ApeBHUE OPraHU3Mbl KaK TYIIHKO-
BbI€ BETBU METa30i, 000COOMBIIMXCS] HA TAKCOHOMHYECKOM YPOBHE BEIMEPILIUX
THUIIOB U JaXe HAaITUIIOB.

[TapannenbHOe pa3BUTHE MHOTHX CTPYKTYP B pAHHEM Pa3BUTUH MHOI'OKJIE-
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TOYHBIX gomyckan MBanoB (1968). On mwucan, HampuMep, 4TO «BO3MOXKHOCTh
HE3aBUCHUMOI'0O IMPOUCXOKACHHUA B PA3HBIX I'PYIINax SMUTCIN30BaAHHOIO KMIICY-
HHUKA W PTa... MPEACTaBIICTCS BIIONHE peaiabHo» (MBanoB, 1968, c. 165). OTa
HE3aBUCHMOCTH MPOUCXOXKACHHUS KUIIEYHWKA W PTa, KaK M JIPYTHX OPTaHOB,
Moria ObITh OCHOBaHa HE TOJHKO Ha MOP(OdyHKIIMOHATHHOHU Iienecoodpas-
HOCTH TaKOW ajanTtauud B (PUIOTCHETHUYECKH Pa3/ICJICHHBIX T'PYIIaxX, HO U B
CYIIECTBOBAHWUHU BO3MOXHOCTH UCIIOJIb30BaHUS JUIsl MOp(OreHe3a Takux rpyIi
CXOJTHOW MAIIMHEPUU PETYIISIUU 3KCIPECCUU I'CHOB, YHACIICOBAHHOM €IIe OT
MIPEIKOBBIX OTHOKJICTOUHBIX JKT'yYTHKOHOCIEB (0030psl Mikhailov et al., 2009;
Brunet, King, 2017; Paps, 2018; Ros-Rocher, 2021).

B03MOKHOCTB MapajiebHOI0 U HEOMHOKPATHOI'O BO3HUKHOBEHHUS MHOIO-
KJICTOYHBIX )KUBOTHBIX BBITEKACT M M3 COBPEMEHHBIX JAHHBIX (UIOTCHOMUKH,
TaK Kak CpaBHUTEJIbHAsI I'CHOMHUKA OOHApy»>Kuja MHOXKECTBO T'€HOB, KOTOPbHIC
paHee cuuTtanuch cnenuduueckumu s Metazoa, y Apyrux MnpeacTaBUTeNCH
Holozoa. Dto npeamnosaraet mosiBJicHUE TAKUX T'CHOB, 3BOJIFOIMOHHO OIeperkKa-
IOIIIEe BO3BHUKHOBEHHUIO MHOTOKJICTOYHBIX JKMBOTHBIX. BO3MOYXKHO, KHBOTHBIC
KOOI TUPOBAIM MAIIMHEPUIO PETYIISIIUN JKCIPECCHH T€HOB JIPYTHUX XOJI030M,
KOTOPYIO T€ HCIOJIb30BANH IS PETYISIIUN TEMIOPalbHON MOCIeA0BaTeIb-
HOCTH Pa3JIMYHBIX KU3HEHHBIX I[UKJIOB KJICTOK, U MCIIOJIB30BAIH €€ ISl IPO-
CTPaHCTBEHHOM peryisnuu JudGepeHIInaIbHON SKCIIPECCUU T€HOB B OJTHOBpE-
MEHHO cyllecTByrIuX Tunax kietok (Mikhailov et al., 2009; Brunet, King,
2017; Sebé-Pedros et al., 2017, 2018; Paps, 2018; Erwin, 2020).

Taxnm 06pa30M, MMPEAKOM MHOT'OKJIETOYHBIX )KUBOTHBIX MOT'JIU 6BITB BOpOT-
HUYKOBBIC KI'y THKOHOCIIBI, KOTOPBIE YKHUJIH B pa3HOOOPA3HBIX OMOTOIAX U B CBO-
€M DBOJTFOIHOHHOM Pa3BUTHH MOTJIH HEMTOCPEACTBEHHO ()OPMUPOBATH HE MEHbB-
1ee pasHooOpasue MepBbIX MHOTOKJIETOYHBIX KUBOTHBIX. Bojee Toro, MoxHO
MPEACTaBUTh ceOe¢ TEOPETHUYECKOE MPOCTPAHCTBO JOTMUCCKUX BO3MOMKHOCTEH
(3aBap3un,1974), mopdonpoctpancteo (McGee 2007, 2015; Deline et al., 2018),
3aII0JIHEHHOC BCEMH 6I/IOHOFI/I‘IGCKI/I BO3MOXXHBIMHN q)OpMaMI/I TMEPBBIX MHOI'OKJIC-
TOYHBIX JKHBOTHBIX, BOSHHUKABIIUX BCEMH MOP()OrCHETHYECKH BO3MOKHBIMHU
MyTSMHU HEMOCPEACTBEHHO OT OJHHOYHBIX X0aHO(IaresaT. [Ipu moaxoasmmx
BHEITHUX YCIOBUSAX KaX7ast U3 3TUX (OPM MOTJIA MPOSBUTHCS B PEabHBIX MO~
NyJIaIusax pa3jniHbIX I'PYIIT OAMHOYHBIX U KOJIOHUAJIbHBIX XOEIHO(bHaI‘CHHHT,
00JTaIaBIINX MOJIEKYJIIPHO-TEHETHUYECKUMU U MOP()OTEHETHUECKUMHU TOTEH-
UMK DBOJTIOIIMOHUPOBATH B IEJIOCTHOE MHOTOKJIETOYHOE KUBOTHOE.

CormacHo TakOMY CIIeHapHI0, pOPMUPOBAHHIE META30! MPEICTABIISIIO COOOH
HE OJTHOKPATHBIN W €MHOBPEMEHHBIN aKT, a HEOMHOKPATHO MTOBTOPSIOIINECS B
nokeMOpuu coObITHs. Kak MBI TOKaXkeM J1ajiee, 3T0 ObLII0 BOBMOXKHO Onaromapst
BO3HMKHOBEHHUIO M HCUE3HOBEHUIO OCOOBIX KHCIOPOIHBIX 0A3UCOB B MOPSX IIPH
HU3KOM cofiepkaHuu Kuciopoaa B armocdepe (Rozhnov, 2013). [Ipu yBenuue-
HUHM KUCJIOpojia B aTMocdepe 10 6ojiee KoM(pOPTHOIO s )KU3HHU METa301 YPOB-
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HS B KOHILIE JJOKeMOpHsI — Hadalile KeMOpHS MIMPOKUI MOTOK MOSIBJICHUSI HOBBIX
MHOTOKJIETOYHBIX )KU3HEHHBIX (DOPM KHUBOTHBIX MOT TPUBOJUTH K BDEMEHHOMY
PE3KOMY YBEIMUEHHUIO UX TAKCOHOMHUYECKOI'0 pa3HO00pasus.

MUWHUMAJIBHO HEOBXOAMMBIE JUIA TTOABJIEHU S METAZOA
YCJIOBM S BHEIIIHEN CPEJIbI

[IponcxoxieHHEe MHOTOKJIETOYHBIX >KMBOTHBIX CBSI3BIBAIOT C MOPCKOMN
Cpeloi BBHY CXOJCTBAa COCTaBa HEOPraHMYECKOM COCTaBISAIOIIEH BHYTPEH-
HUX JKMJIKOCTEH COBPEMEHHBIX KHBOTHBIX C COJIEBBIM COJIEpKaHUEM MOPCKOM
Bozibl. I1o MHEHMIO (DU3HMOJIOTOB TAKOM COJICBOW COCTAaB KOHTPACTHUPYET C YC-
JIOBUSIMH BO3HHMKHOBEHHS NEPBHIX (OPM KHU3HU B HEOOJBIIUX JIY’KaX C BBICO-
KHM COZIep’KaHMEM MOHOB KaJMsl, BUIMMO, Ha TPaHUTHBIX MaccuBax (Hatouun
u 1p., 2009). [losiBneHre MHOTOKJIETOUYHBIX )KHUBOTHBIX B OOJIBIIMHCTBE paboT
CBS3BIBAIOT C BOBHUKHOBEHHEM JIOCTATOUYHOI'O COJIEPKAHUSI KUCIIOPOAA B AKTHB-
HO B3aUMOJICHCTBYIOLICH cUCTeMe OKeaH-aTMoc(epa: oKkeaH B JJOKeMOpuu ode-
CIIeYMBACT MOCTYIUICHUE OOJBILECH YacTH KHUCIOpoaa B aTMocdepy, KoTopas B
CBOIO OY€pe/lb IPUBOJUT €r0 CONEPKAHUE B OKCAaHHMUECKOH BOJIE B PABHOBECHOE
COCTOSIHME MEXAY STUMH ABYMs nofcucteMaMu. POTOCHHTE3 KUCIOPOJA B J10-
KEMOPHH MPOUCXOAMII IOUYTH UCKIIOUUTEIBHO B OKEaHEe HEpaBHOMEPHO BO Bpe-
MEHH, CyTOYHOM U T'OI0BOM, U B MPOCTPAHCTBE, HA TOBEPXHOCTU U B TIyOuHE
BOJIHOM Macchl. CKOPOCTh TIepeMeNIeHUsT KUCIopoaa oT MecTa (OTOCHHTE3a K
MTOBEPXHOCTH BOJBI U Jajiee B aTMochepy Oblia OrpaHUYCHHOW, B pe3yIbTaTe
Yero BO3HUKAJIM IPOCTPAHCTBA aKBATOPHUIl C €ro 3HAYMTEIBHO YBEIMYEHHOMH
KOHLIEHTpauueil. IX MOXXHO Ha3BaTh «KHMCIOPOAHBIMU oazucamu» (Rozhnov,
2013). B Takux KHCIOPOAHBIX 0a3MCaX Pa3BUTUE KUCIOPOIHON KU3HH YCKOPS-
JIOCh U TIEpBbIE META30M MOIJIU MOSBUTHCS HMEHHO B HUX.

[ToaTOMY mombITaEMCsI OPENETUTh T€ BOBMOXKHBIE MECTa KUCIOPOAHBIX 0a-
3UCOB B MOPCKUX aKBATOPHAX, TC THIIOTCTUUCCKHUC 61/IOTOHI)I, B KOTOPBIX MOTI-
JIM IOSABUTBHCA U CYIIECTBOBATH IMECPBBIC MHOI'OKJICTOYHBIC Y KXUBOTHBLIC. B stux
OmoTomnax, TOMIUMO OJTM3KOW K COBPEMEHHON HOPMAaJIbHON COJICHOCTH MOPCKOM
BOJIBI, OCHOBHOE 3HaYCHNE UMEINI0 HAJU9IHe JOCTATOYHOTO COACPIKAHUS KUCIIO-
pona u nuniu. PaccMOTpruM 3TH (GaKkTOPHI IO OTACTHFHOCTH.

CBA3b COUEPXXAHN A KUCJIOPOJIA B ATMOC®EPE
1 MOPCKOM BOJIE U BO3HUKHOBEHME KHCJIOPOHBIX OA3MCOB
B SIIMKOHTUHEHTAJIBHBIX MOPAX

Cozepxanue KUcIopoaa B MHUPOBOM OKeaHe COaJaHCHPOBAaHO C €ro co-
JepkaHueM B atMocdepe, Tak Kak KHCIOPOJI M3 BO3JyXa PacTBOPSETCS B IO-
BEPXHOCTHOW MOPCKOM BOJIE, TEM CaMbIM YPaBHUBAs €r0 COJEPIKAHHE MO BCeil
MOBEPXHOCTH OKEaHa, KOHEYHO, C YUCTOM 3aBHCHMOCTH PACTBOPCHHS OT TEM-
MepaTypbl U COJICHOCTH. B COBpeMeHHOM OHochepe MoCTyIIeHne KUCIopoa B
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aTMocQepy IPOUCXOJUT B pe3yibTare ((OTOCHHTE3a U [0 pacuyeTaM IPUMEPHO B
OJIMHAKOBBIX MaciiTadax Ha cyIie U B okeane (£20%), HO ero OCHOBHOU pe3ep-
Byap HaXOJUTCS B aTMOc(epe, KOTOPhI MPEBBIMIAET COAEpPIKaHne CBOOOTHOTO
Kucinoposna B okeane B 158 pa3 (MBanenkos, 1979). [loaToMy npuHATO CYUTATH,
YTO UMEHHO OT COJIEPXKaHUS KHUCIOpOAa B aTMocdepe 3aBUCUT BO3MOXKHOCTH
adpOOHON KMU3HUM B OKeaHe. MUHUMAIbHOE HEOOXOAMMOE JUIS MOJJICPKAHUS
a’pOOHOI KU3HH B BOJIE COJIEpKaHUe Kucioponaa B armocdepe okoso 0.2%. Jlo-
CTIDKEHHUE DTOTO pe3yibTaTta 2.3—2.5 MIIp JeT Ha3al Ha3BaJu «TJIaBHBIM COObI-
THEM OKCHTCeHH3amuu arMocheprl» (0630p Lyons et al., 2014; Slotznick, 2022).
[Ipu Takom coctaBe aTMochepsl paBHOBECHOE ¢ aTMOC(epoil coaepkaHne Kuc-
JIOpOJIa B MOPCKOH BOzie OyIeT MPUMEPHO COOTBETCTBOBAThH KOHIICHTPAIIUH KHC-
JIOpOJia B MAJIOMPONYKTUBHBIX M YJIBTPaMaJIONPOIyKTHBHBIX paliOHAX COBpe-
MeHHoro okeaHa (MBanenkoB, UepHsikosa,1979b).

B coBpemennsbix ycnoBusix npu 0 °C, mapumnanbHoM naBieHun 1 atmocde-
py u coaepkanun kucinopona 0.21 atm, pactBopuMocTH Kuciopona 49.2 mi/n
paBHOBECHasI KOHIICHTPAIUS KUCIopoaa B mpecHoi Bome Oyaet 10.3 mur (pac-
geTHl B 0030p MBanenkos, YepHskopa, 1979a; Poxxnos, 2013). B moBepxHOCT-
HOM BOJIC COBPEMEHHBIX OKEaHOB COACPIKaHNE KHCIOPO/a HEOAMHAKOBO B Pas-
HBIX MECTaX, TaK KaK 3aBUCHUT €IIe U OT TeMIIepaTypbl BOJbl U HHTEHCUBHOCTH
¢dorocuntesa. [lo nanubim ViBanenkosa u YepHsikoBoit (19790) B yMepeHHBIX
IIMPOTaX MPH BECEHHE-JETHEM IPOTPEBE CTENEHb HACHIIMICHUS KHCIOPOIOM
MakcuMmannbHa Ha TiyonHe 10-25 m u mocturaet 119%. B Tponmaeckux mupo-
Tax 1Mo UX JJAHHBIM TIIyOMHa MakCHMallbHOTO HackimeHus 10-30 M, uHOTA 110
50 M, mpuYeM B BBICOKOIPOAYKTHUBHBIX MPUOPEKHBIX pailoHaxX HACHIIEHHOCTD
KHUCJIOPOIOM MOXKET JocTturarb 150%.

Takass HEOJHOPOJHOCTH pacHpe/eIICHUs KUCIOpona, HabmogaemMast B CO-
BPEMCHHOM OKeaHe, Obljla, OYCBHUIHO, €Il 3aMETHEH B JOKEMOpPUU U paHHEM
rajieo3oe, Korja coJep)KaHue KHciaopoia B aTrmocdepe ObLIO 3HAYMTEIIBHO
MEHBIIIC U €r0 MOCTYIJICHHUE IIJI0 B OCHOBHOM M3 OKEaHOB. DTO MO3BOJISICT HAM
YTBEpXKAaTh, YTO TPU CONEPKAHUH KUCIOPonIa B aTMocdepe, HeTOCTaTOTHOM
IUTS1 TTOJITIepKaHU ST a3pOOHOM KU3HH, B OKEAaHUYECKUX BOJIaX CYIIIECTBOBAIH Me-
CTa C MOBBIMICHHBIM COICPKAHMEM KHCIOPO/Ia, KOTOPOE BO3HUKAIO Oyaromaps
YCUJICHHOMY (POTOCHHTE3y U OCIabJICHHOMY CTOKY KHCJIOpona B arMmocdepy.
[lo ananoruu ¢ COBpeMEHHBIMU OkeaHamMu U Mopsimu (MBaHeHkoB, YepHsikoBa,
1979b), Takue ycmoBus CyIIecTBOBAIN Ha TyomHe 10—25 M mmn crerka riryoxe
B MeCTax C JOCTAaTOYHBIM MPHUTOKOM OmoreHoB. Takume mMecTa MOKHO Ha3BaTh
«xucnopoanbie oazucel» (Rozhnov, 2013). Kuciopomaslie 0oa3nucel CymnecTBOBa-
JIX Ha Pa3HBIX 3TAlax CTAHOBICHHS KHCIOPOAHOHN KM3HU M, COOTBETCTBEHHO,
C pa3HbIM ypOBHEM cojepkaHusi kKuciopojga. CTOPOHHUKHA MOJEIH PaHHErO
OKCUT€HHOr'0 (POTOCHHTE3a TOXKE MPEAIOJararoT HaJu4Yhe «KHCIOPOIHBIX Oa-
3MCOB», pacCMaTpPUBasi UX Kak 00JIaCTH, TJe BhIpaOOTKAa KUCIOPOJa JOKAJIBHO
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MpeBbIIIaia OKUCIUTENFHO-BOCCTAHOBUTENBbHBIE Oy(depbl. IMeHHO TaM pa3Bu-
BaJach repsas adpoOHast KU3Hb 33J10J1T0 10 [ TTaBHOT0 COOBITHS OKCUTCHU3AIINH
(Kasting, 1991; Olson et al., 2013; Riding et al., 2014). B moaTBepkA€HIE 3TOTO
CYIIIECTBOBaHHWE KUCIOPOAHBIX 0a3MCOB B apXee 32 HECKOIBKO COTEH MUJIITHOHOB
net 10 ['maBHOTO COOBITHS OKCHTeHW3amuu arMocdepsl (2.4 MIIpH JIeT Ha3am)
MOKa3aHO B 03€pax CO CTPOMATOIUTaMH, KOTOPbIE COXPaHWJINCh B OTJIOKEHU-
sIX cyneprpynnsl Benrepcaopn Bo3pactom 2.74 mupn neT OacceiiHa XapTOwuc-
¢douteitn B FOxHoit Adpuke (Wilmeth, 2022). CoBpeMeHHbBIE aHAJIOTH 03€PHBIX
KHUCJIOPOIHBIX 0a3HUCOB BCTPEUYAIOTCS B OCHTOCHBIX MUKPOOHBIX COOOIIECTBAX
B 03epax AHTApKTHKH, TA€ MHAHOOAKTEPUH YBEIWYMBAIOT COMEP)KAHWE KHC-
JIOpoJia KOHIICHTPAIlMH B MaTax 0e3 OKHCICHHS BBIIIENeKAIIEH TONIIN BOIBI
(Sumner et al., 2015). Tak kak pacTBOPEMOCTb KUCJIOPO/a CHIIBHO YMEHbIIACTCS
C MOBBIIIEHUEM TEMIIEPATY PbI, TO IEPBbIE TAKUE 0a3UChl BOZHUKAIHU, BUJUMO, B
XOJIOJTHOBOJIHBIX aKBaTOPHUSX.

HabGmronenus Ham COBpeMEHHBIMU TyOKaMU MOKA3bIBAIOT, YTO MHHUMAJTb-
HOE co/iepyKaHre KUCIOPOAA ISl BBKUBAHUS OOJIBIIMHCTBA U3 HUX HE JIOJKHO
o61Th MeHbIe 0.5—-4% oT coBpemenHoro yposas (Mills et al., 2014). [Ipu ymens-
IICHUH PacTBOPEHHOI'0 KHCIOPO/Ja MPOHUCXOAUT HeoOpaTumasi rudenb TyOoK.
Meiikue nepBble MHOTOKJISTOYHBIC YKMBOTHBIE MOTJIM BEKUBATH MU e1lle Ooee
HU3KUX KOHIIEHTpaIusax. Takoe copepkaHe KUCIOpo/ia B BOJie ObICTPO JOCTH-
rajach B MECTaX akTHBHOIO (POTOCHHTE3a JJaXKe MPU OUYCHb HU3KOM COJICPIKaHUH
cBOOOIHOTO KHCIOpoaa B arMocdepe. [1oaToMy OCHOBHO# KUCIOPOIHON afat-
Talred MepBhIX MHOTOKJIETOYHBIX JKHBOTHBIX JIOJYKHO OBLIO OBITH HE CTOJBKO
MaJioe oTpebieHne AePUITMTHOTO KUCIOPOAa, CKOJIBKO CIIOCOOHOCTH TIEPEHO-
CUTb KUCJIOPOJHOE TOJIOIAHUE B TEMHOE BPEMSl CyTOK U IPHU CUJILHOM BOJIHE-
HHUH, JOBOJUBIICM 10 paBHOBeCHOfI KOHICHTpPAIMU KUCJIOPOJa B IEPEMECIINBAB-
HIeHcss BOJIE C MaJio-KUCIOopoaHON arMochepoii. C KUCIOPOAHBIMH 0a3UCaMU
COBITIQJIAJIM ¥ MECTa C HANOOJBIIeH KOHIIEHTPAIMEH MUIIEBBIX PECYPCOB.

[MUIIEBBIE PECYPCBI 1 OCOBEHHOCTHU ITMTAHU A
INEPBBIX MHOI'OKJIETOYHBIX )XKUBOTHbBIX

Crnioco0 mUTaHMsI U THUILEBON Pecypce y MEPBBIX MHOTOKJICTOYHBIX OBII CXO-
JICH, KaK MHOTHE MCCJIEeOBATENH MOJIaratoT, C TAKOBBIM Y MPEIKOBBIX XOaHO]-
naremsat (Mills, Canfield, 2017), xoTopble TUTaNKCh B3BELICHHBIMU B BOJIE
yactuiamMu nuiyd. OCHOBHBIMH CIIOCOOaMH MUTAHUsSI Y HUX OBUTH JIBa TUIA
9HAOLUTO3a. IIepBBIM M3 HUX SBJIAJICS IUHOLUTO3, TO €CTh (POPMUPOBAHUE U
MOTJIOLIEHUE MENIKUX (<4 |m) Mmy3bIPbKOB BOABI C MEJIbUANIIMMH YacCTULAMH
OPTaHMYECKOT0 BEIIECTBA U MAKPOMOJIEKYJIaMU PACTBOPEHHOI'O OPraHMYECcKO-
ro BemecTBa. OH XapakTepeH JJIs COBPEMEHHBIX CaMbIX MaJEHBKHX XO0aHO]-
JareyIsT U Ty0ok. BTopsiM THIIOM ObIT (haronTo3 — OXBaTHIBAHUE U TIOTIIO-
HICHNE KIJIETKaMU Oosiee KPyMHBIX (>4 pm) MUIIeBBIX 4acTHIl. Takoi crnocob
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LIMPOKO PACIpOCTpaHeH y Oosee KPYMHBIX X0aHO(IareJisT ¥ MHOTUX MHOTO-
KJIETOUHBIX KUBOTHBIX (0030p Leadbeater, 2015). Takum 0O6pa3om, OCHOBHBIM
pecypcoM MHUTAHUS MEPBBIX MHOTOKJIETOYHBIX KHBOTHBIX M OJHOBPEMEHHO C
HUMH CYIIECTBOBABIIMX XOaHO(DIATre/UIAT ObUTH pa3Iu4Hble OaKTEepUH, ITHKO-
TUTAHKTOHHBIC OTHOKJICTOYHBIC ITHaHOOAKTEPUH, MPOXJIOPO(UTHI, MTUKO-MHO-
TOKJIETOYHBIE U ACTPUT. HeoOX0AMMOCTh MUTATHCSI KPYIMHBIMH 3yKapHOTaMH
W OPTaHMYECKMMU arperaramy MpUBOJWIM K (OPMHUPOBAHUIO arperaTuBHBIX
JUTSL COBMECTHOT'O MTUTAHUS U KJIOHAJTbHBIX MHOTOKJIETOUHBIX CTaJU{ B Pa3Bu-
Tiu ogHOKIIeTOUHBIX Holozoa (Tikhonenkov et al., 2022).

EcTh BakHas neTalib B MUTAaHUM COBPEMEHHBIX XOaHOQIATEIIISAT: MHOTHE
W3 HUX OOJICTUISIIOT MeJikue (pparMeHThl neTputa. OJHUM 3TO HYKHO IS TIPH-
KPEIUICHUS U CO3JIaHUS )KT'YyTHKOM TOKA BOJIbI, U3 KOTOPOT'O OHU BBLIABIHBAIOT
0aKTepHy U CXOAHBIC C HUMU 110 pa3Mepy Apyrue opraHu3msl. J{pyrue nonszaror
10 MMOBEPXHOCTU M BBUJIABIMBAIOT C Hee OAKTEpHid, OYPHO pa3BUBAIOLIUXCS HA
pasnaratomieMcs: oprannueckoM jnerpute (Patterson et al., 1993). Otu nBa cro-
co0a yJaBIMBaHUs MTUIIH COXPAHUINCh U TpU HOPMUPOBAHHUH TIEPBBIX MHOTO-
KJICTOYHBIX JKHBOTHBIX, HO YK€ Ha JIPyTroM YpoBHe opranu3aruu. OJJHU U3 HUX
COBMECTHO c(HhOPMHUPOBATIH KU3HEHHYIO (POPMY MHOTOKJIETOYHOTO SKHBOTHOTO,
B KOTOPOM TOK BOJBI BXOJHMJI Y€pe3 MOPbl B KaHAJbI Telid U Jialiee B OOIIYIO
MOJIOCTh, OTKYJda BBIXOAWUJI HAPYKY. B xananax BbLIaBIMBAJINCh IIUIIICBBIC Ya-
CTUIBI, a TOK BOJABI CO34aBaJICA THAPOJAUMHAMUYCCKHU B COOTBCTCTBUU C 3aKO-
HoM BepHyinu 6e3 3aTpaThl BHEPrUU OpraHu3Ma. ITO XapaKTepHas >KU3HEHHAsI
(hopma rybok. Bropeie MOKHO Ha3BaTh coOMpaTensiMu. V3 TPUMHUTHBHBIX CO-
BPEMEHHBIX MHOTOKJICTOYHBIX TAKOH )KH3HEHHOH (opMOii 00siaaeT, Hanpumep,
Tpuxoriakc. M3 Hee BO3HUKIIO MHOMKECTBO JPYTHX CaMbIX Pa3HOOOPa3HBIX
YKU3HEHHBIX (POPM METa30H, KOTOPBIC MBI PACCMOTPUM HEMHOTO MI03KE, a CHava-
JIa OCTAHOBHUMCS Ha BO3MOYKHBIX OMOTOITaX BO3SHUKHOBEHHS C IIoAXOOAIIINUM ITHU-
IIEBBIM PECYPCOM U COJIEPIKAHHEM KUCIIOPOJIa B TIPOTEPO3IOUCKUX aKBATOPHUSIX.

[IumeBoii pecypc *KUBOTHBIX ObLT HanOoJsiee OOMIIBHBIM, MIPEKJIE BCETO, B
MecTax yCHIIEHHOTO ()OTOCHHTE3a B TeJlarnaiu B (OTUYECKON 30HE Ha IITyOnHe
10-25 M (MBanenkoB, YepHskoBa, 19796). OObIuHO OH pacmonaralics B Ipee-
JaX MHKpOOHOW meTid, OGnaronapss KOTOPOH MPHUTOK OMOTEHOB ISl Pa3BUTHS
(OTOCHHTE3UPYIOLIUX TPOAYIEHTOB TOrO JIPEBHEIO BPEMEHU HEO00S3aTeNbHO
JIOJKEH ObITh 60IbIIUM. MUKpPOOHOI MeTiIel Ha3bIBAIOT 3aMKIICHHYIO B Tefa-
ruain GoTUYecKor 30Hbl YacTh MUIIEBBIX IIEMOYEK, Il TPOUCXOIUI KPYTOBO-
POT U IIOCTOSIHHOE BO3BpAlllEHUE yITIEpoa 1 OUOIeHHBIX 3JIEMEHTOB B PacTBO-
PEHHOE COCTOSIHHE II0CII€ UCIIONb30BaHMS UX MPOAYLEHTaMU-(OTOCUHTETHKA-
MU Oarogaps pa3yioKEeHHIO NOrH0aBIINX 0CO0CH OaKTepUIMHU-IECTPYKTOPaMH
(Azam et al., 1983; Fenchel, 2008). B coBpeMeHHBIX MOPSIX B MUKPOOHOI I1eTIie
kpytutces okono 10—15% ouomaccel. OcobeHHO Benuka Obliia polib MUKPOOHOI
METIW B MUIIEBBIX IIEMOYKAX HaJl TEPMOKIUHOM, KOTOPBIH HE MPOIYCKaeT B
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Puc. 1. Pacnonoxxenue mpeamnonaraéMblX «KHCIOPOIHBIX 0a3UCOB» (IOKAa3aHO 3€JEHBIM)
B IIPOTEpO30HcKNuX MOpsx Ha riryoune ot 10 1o 30—40 M, onTHMaIbHEIX I GOpMHpPOBaHUS
U JKH3HU TIEPBBIX MHOTOKJICTOYHBIX JKMBOTHBIX B JIOHHBIX M TIEJarH4ecKUX OWTOIax.
OOBsICHEHHE B TEKCTE.

ryOuHy 1 Ha JHO MEJKUE oprannueckue yactuubl (Azam et al., 1983). Bee no-
KeMOpHiicKre OpraHu3MBbl B 3TOW YaCTH Mearuaiy, BKIouas nepBeix Metazoa,
OBIITM MUKPOCKONIUYECKUMH, Pa3MepOM 3HAUHUTEIBHO MEHbIIE | MM M MO3TO-
My HX IOCMEPTHBIE OCTATKH HE MOIVIM IPEOJOIETh TEPMOKIINH, BBIPBATHCS U3
MHKPOOHOH MeTIIH U oIrycTUThCs Ha THO (Ponomarenko, 1993, 2004; Butterfield,
1997, 2001; Rozhnov, 2009). B nokemOpun B MUKPOOHOI1 ITeTIIe KPyTOBOPOT Op-
TaHUKHU MOT OBITh puOIIKeH K 100%, ¢ yem Moria ObITh CBSI3aHa 3HAYUTEIBHO
Oosiee MKpPOKast MIIOMIATb IBPOTUUESCKON 30HBI aKBATOPUH MHPOBOTO OKEaHa,
TaK KaK JUJIs KOMIECHCAUU YXOIAIINX Ha JTHO yTiepoja 1 OMOTeHHBIX JIEMEH-
TOB HE TPeOOBAJICS UX 3HAYUTENBHBIH NPUTOK. OTCYTCTBHE IPUTOKA OPraHUKU
Ha JTHO U3 TIeJIarvajiy AeJano HEBO3MOXHBIM MacCOBOE 3aCEJIEHUE IOBEPXHOCTH
rpyHTa OEHTOCHBIMH JKHBOTHBIMU 3a MPEAETaMU POHUKHOBEHUSI COTHEYHOT'O
cBeTa. DTO MOATBEPKAACTCS 3HAUUTEIBHO MEHBIINM COJICPKaHUEM OpraHuve-
CKOTO yriepoja B MIPOTEPO30MCKHUX CIaHLaX, ueM B (hanepozoiickux (Sperling,
Stockey, 2018). B npuOpexHO, J0CTATOYHO XOPOIIO OCBEIICHHON YacTH MOP-
ckoro nHa (110 rryonHsr 30—40 M) IMHUPOKO pa3BUBANKCH IHaHOOAKTepHUaTIbHBIC
cooOmiecTBa B BUe OMOIJIEHOK M MaTOB, OPraHUKa KOTOPBIX CTAHOBHJIACH OC-
HOBOM NMUTaHMSI OCHTOCHBIX )KMBOTHBIX. TakuM 00pa3oMm, B TOKEeMOpHUH CyIle-
CTBOBAJIN JIBE ABPOTUYECCKHE SKOCUCTEMBI: IIMPOKas Mejaarndyeckas OJIu3 Io-
BEPXHOCTH OKeaHa W y3Kas npuOpexHas OeHTocHas (puc. 1). Ha menkoBonbe,
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B BepxHel cybOnuropanu Ha rmybuHax 10-30 M 3TH 1Ba NEpBUYHBIX OHOTOMNA
MHOTOKJICTOYHBIX )KHBOTHBIX COJTMKAIOTCS, OJaroiapst 4eMy 37ech Moria pas-
BUBATHCS CMEIIaHHAs OHOTA.

Taxum 006pazom, MOKHO YBEPEHHO MPEATIOIIOKNTH, YTO TEPBhIE MHOTOKJIE-
TOYHBIE KUBOTHBIE MOSBIJIMCH B KHCJIOPOAHBIX 0a3Kcax, KOTOPbIE pacrosara-
JIUCh B 30HE HamOollee aKTUBHOTO ()OTOCHMHTE3a M yNAJEHHOIO OT HEeNoCpes-
CTBEHHOI'0 CTOKa KHCJIOpoJa B aTMOc(epy, TO €CTh, KaK U B COBPEMEHHBIX MO-
psx, Ha rmyounax 10-30 m. [Ipu 3TOM KHCIOPOI HA ATHX TIyOMHAX BBIACISIN
HE TOJBKO TUITAHKTOHHBIE (DOTOCHHTETHKH, HO ¥ MOKPBIBAIONIUE TPYHT [[UAHO-
OakTeprallbHBIC MaTHl U IUICHKU. B pe3ynbraTe Hambosiee pa3HOOOpa3HBIE IO
CBOWM YCIIOBHSIM KHCJIOPOAHBIE 0a3UCHI PACIIONATAINCh B MEITKOBOAHBIX MOPSIX
Ha TinyomHax 10-30 M, Tae BcTpeyaroTcsi OEHTOCHBIE (POTOCHHTETHUKH C TLIAH-
KTOHHBIMU. Kpome Toro, B TaKMX MecTax MpH OTCYTCTBHH TEPMOKJINHA MHOTO
OpraHuKH TMociie THOeNU TUIAHKTOHA MOCTYIAJ0 Ha JHO. 37ieCh MOITIM Pa3BH-
BaThCs HanboJiee pa3HOOOpa3HbIe )KU3HEHHBIC (DOPMBI, CPOPMHUPOBABIIHECS HA
ocHOBe apxetunmieckux hopm Mopen, brnacten, @arorurenisl, [Lrakymsr, [a-
ctpen 1 CHH300CTIOPBI, KOTOPBIE, KajK/1as B MEPY CBOETO IJIaHA CTPOSHUS, MOT-
JIW yIaBIWBATh MUIY U3 TOKA BOJBI, COOMPATh MAJAOIIYI0 CBEPXY OPTaHUKY
WJIM 3aXBaThIBATh €€ C TPYHTA.

[MPUYPOUYEHHOCTbD K ITEPBUYHBIM BUOTOITAM PASHOOBPA3M A
KN3HEHHBIX ®OPM ITEPBBIX MHOI'OKJIETOUHBIX X KMNBOTHBIX

BosnukHoBeHHe y (paronuToTpoh)oB MHOTOKJIETOYHOCTH UMEJIO TPUCIIOCO-
OuTenpHOE 3HAUCHHE, NTPEXkKIE BCETO, IS PACIINPEHUS MHUIIEBOH 0a3bl, IIepBO-
HavaJIbHO CBS3aHHOM, BUJIMMO, HE C €€ TIepeBapuBaHueEM, a ¢ ee Ooree ¢ dek-
TUBHBIM YJIaBJIMBAHWEM M JOOBIUCH, a TaKKe CO3JaHUEeM YCIOBHH UIS Tiepe-
paboTKu ee OaKTEepUSIMHU-IECTPYKTOpaMH IUJisl AalibHeWIero ee ¢arommurosa.
Takoe «OakTepranbHOE MHUIEBAPEHIE)» B 3HAYMTEILHON CTENICHN COXPaHHMIIOCh
y COBPEMEHHBIX KMUBOTHBIX. Hanbosee sipko 3TH 0coOeHHOCTH, HanboJiee Bepo-
ATHO, OBLITN BEIpaXkeHsb! y [acTpen.

lactpes u ee pa3nudaHble MOAUGUKAIIMN ObLIIa, BUIANMO, Hanboiee yHUBEP-
CaJIbHOM JKM3HEHHOH (opMOii, KoTopas ObLIa IMMPUCIIOCOOICHA, MIPEXKIE BCETO, K
JKU3HU B Tiefaruaiiu. Ee ractpaibHas MoJ0CTh CIYKUIIa TIePBOHAYATBHO HE TSI
NepeBapyuBaHUs MHIIH, TAK B HEW HE OBLIO JIJISl 3TOr0 HEOOXOAMMBIX JH3UMOB, &
IUTsl ee cOopa, KOHIEHTPALMKA H BPEMEHHOT'0 CKJIaJIUPOBAHUS JIJIsl MOJTOTOBKH
K IMUHOLMUTO3Y 1 q)aI‘OHI/ITO?;y. CKOHHCHTpI/IpOBaHHBIe B IIOJIOCTH YJIOBJICHHBIC
MUIIEBbIE YaCTUIIBI MOTJIH pa3iiaraThCsi OAKTEPHsIMHU JIECTPYKTOPaMH JIO TIOJI-
XOIAIIEro pasMepa U jaajee (GarolUTUPOBATHCS KICTKAMHU, BBICTUIIAIONIMMHU
racTpajbHYI0 TOJNOCTh. XOTs ['acTpest UCXOMHO SBJAIACH alanTalkell K ynas-
JINBAHWIO TUIIIH B [IEJIarualid, OHa MOTrJia He MeHee d()(hDeKTHBHO CYIIECTBOBATh
Onu3 IHa ¥ Jaske coOnuparh MUILY HENOCPEACTBEHHO Ha JTHE.
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Ha ocHoBe mtana cTpoenus O0au3kux Japyr apyry Mopeu, bnacteun, ®aro-
IUTCJJIBI U HJIaKy.TILI Ppa3BUBAJIMChL IBE OCHOBHBLIC aJaliTallid U COOTBETCTBY-
FOIIME UM JBE KU3HEHHBIC (hopMBbl. O0€ N3 HUX OBLIH IMPUCIIOCOOICHBI K KU3HU
Ha rpyHTe. ONHA U3 3THX KU3HEHHBIX ()OPM yIaBINBAJIA MHIIEBBIC YACTHUIIHI C
TPYHTa, TO €CTh ObLIIa OOpallleHa MU TAIOIIe CTOPOHOW BHU3, K TPYHTY. Jpyras,
Ha000pOT, ObLIIa MPUCTIOCOOJICHA K YJIaBIUBAHUIO MTUIIEBBIX YACTHII, I1aIAF0ITUX
cBepxy. CoBpeMeHHbBIe MPEACTaBUTEIIN I1aK030a, Trichoplax v Hoilungia, kak u
BeHJickue Dickinsonia, MOTYT CIYKUTh IIPUMEPOM MHOTOKJICTOYHBIX ¢ TAKUMH
YPOBHEM OpraHU3aIii 1 00pa3oM KHU3HM.

[InaBarommass CwH300CTIOpa CITYXKHJIa JJIsI pacCcelieHHs W Oblia CXOmHa
C JeMUTOTPOPHONH JTUUYMHKOW MHOTOKJIETOYHBIX MOTOMKOB. [loaTomMy B Ka-
YeCTBE MHOT'OKJIETOYHOTO OpraHW3Ma OHa JIOJDKHA ObLIa CaJUThCA HA JTHO H
(hopMupoBaTh TYOKONOJOOHBIN IO CBOEMY THUITY MTUTAHUS CUASYUN OPraHU3M
(Mikhailov et al., 2009).

OTOT NMOTOK MPUMHUTHUBHBIX KHU3HEHHBIX ()OPM MHOTOKJIETOYHBIX >KHBOT-
HBIX 3apOXKJaJiCs B KUCIOPOAHBIX Oa3ucax W MEepBOHAYAIBLHO HE OBbLI )KECTKO
(uKcupoBaH fake B paMKax OJIHOM OCOOM: TaKoe >KMBOTHOE MOTJIO BCE 3TH
aJanTaluy MEHSITh B TEUCHUE KU3HHU, OICTPO MPUCTIOCAOJINBASICH K TEKYIIUM
oOcTosiTenbcTBaM. Takasi BOBMOXKHOCTH BBITEKAeT M3 HAOMIONEHUH Hax co-
BpeMeHHBIM Trichoplax u ApyruMH miako305IMH, KOTOPBIX aKTUBHO HM3Yy4aroT
B mocnennee Bpems (Romanova et al., 2022). [IpencraBurenu 3Toro MajieHb-
KOr0 TIPUMHUTHUBHOT'O THUIIA MOTJIM IMUTATHCS Pa3HBIMHU CIIOCOOAMHM: BHIICKHBATD
OpPTraHWYecKHil IETPUT ¢ OAKTEPHUSIMH Ha TIOBEPXHOCTH I'PYHTA, BHIEAAThH BOJIO-
pocieBo-0aKTepuabHble IUIEHKH, HO€NaTh OTAENbHBIE MEJIKHE BOIOPOCIH U
OaxkTepuu. OCHOBHBIM THUIIOM YCBOEHHS UM Obla (aronuro3. Ho mor oH co-
Ouparh NMUIIEBBIC YACTHIIBI, OCAXKABIIMECS HA €r0 BEPXHIOIO MOBEPXHOCTH M
TPAHCIOPTUPOBATh UX C IMOMOIIBI0 PECHUUYEK HAa BEHTPAJIbHYIO MOBEPXHOCTb.
Ha nei#i Mmoriu ¢gopMupoBaThCs MUIEBbIe KAPMaHbI, B KOTOPbIE CIelUaTbHbBIC
CEKPETOPHBIE KIJIETKH BBIJIEISIITH HEKOTOPbIe (PepMEHTHI JJIsl IEpEeBaAPUBAHUS CO-
opannoii Tyna numn (Grell and Bentwitz, 1981). Mroraa npouecc oOpa3zoBaHus
TaKUX KapMaHOB Ha3bIBAIOT BpeMeHHOW ractpyisiueit (Behrend, Ruthmann,
1986). HaOmronenust Hall pa3TMYHBIMU TalIOTUIIAMU TIAKO30H (4acTh M3 HUX
BBIJICJICHA B CAMOCTOSTEIbHBIC BUJBI U POAbBI) MOKA3aJIH, YTO UX MOPPOTHUIl U
pPenpoOAYKTHBHAS CTpaTeTHsl 3HAYUTEIBHO MEHAIOTCS B 3aBUCUMOCTH OT YCJIO-
Buii nutanus (Romanova et al., 2022).

[Ipu yBenm4yeHnn comepkaHus KUCIOpoja B aTMocdepe u 0ojee BBHICOKOI
MIOCTOSTHHOW HACBHIIIEHHOCTH MOBEPXHOCTHBIX BOJ KHCIOPOIOM YCHIINBAJTACh
CIIeIMaIN3aHsl ¥ CTAOMIN3AIHS )KU3HEHHBIX GOpM. DTO SIBICHHE Y)KE MOKHO
YaCTUYHO HAOIIOAATh B MaJICOHTOJIOIMUECKOH JIeTOnHUCH HeonpoTepo3os. Crie-
LHUATH3UPOBAHHBIE OCHTOCHBIE (POPMBI TPHOOPENH KPyITHBIE pa3Mepsl B d1Ha-
Kapumu nu MOp(bOJ'IOFI/I‘IeCKI/I 3aKpCIUIUCh B BUJC JIBYX OCHOBHBIX KUM3HCHHBIX
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($opM MIaKO30i{HOTO YPOBHSI OpPraHU3allMy: YJIaBIUBAIOMIMX M COOMPAIOLINX
[UIY C TPYHTA CBOEH HMKHEW NMOBEPXHOCTBIO M YJIABIMBAIOIIMX NaJaroliue
CBEpXy MHINEBBIC JacTUIB. K MepBBEIM OTHOCATCS, HanpuMmep, Dickinsonia u
Parvancorina, a xo BropbiM Tribrachidium. KpymnHbie pa3mepsl OEHTOCHBIX
(hopMm obecrieanBanuck OonbiIeH 3pHEeKTUBHOCTHIO COOpa MTUIIIH UMEHHO KPYTI-
HeiMH opMmamu. Ho menarmveckue u npukperieHHble TyOKonogoOHbie Gpuib-
TPYIOLIHUE )KU3HEHHBIE (POPMBI MTO-ITPEIKHEMY HEM3BECTHBI B HCKOMIAEMOM COCTO-
STHUM JI0 Havyasa (paHepo3osi, BUIUMO, U3-32 UX MaJCHbKUX pa3MepoB. Tem He
MEHee, CpeIu MUKPO(POCCHIIHH (aKpHTAPX) OTIYCTIIMBO HAOIIOMACTCS TCHICHITHAS
K YBEJTMYEHUIO pa3Mepa; MOCKOIBKY OHH SIBIISTFOTCS BOBMOXKHBIM ITeJIari4ecKuM
MUIIEBBIM PECYPCOM, 3TO, BEPOSITHO, KOCBEHHO YKa3bIBA€T U HA YBEIWUYCHHE
pasMepoB MEPBBIX MENArHIECKUX MHOTOKJICTOYHBIX, TOTPEOISIBILINX UX B TUILY
(Byp3un, 1997). Tem He MeHee, pa3Mepbl oOUTaTENEH eJaruaii He MpeBbIIain
pasMepa, 10CTaTOYHOTO JIJIsl BBIXOJa U3 MUKPOOHOH METJIN M COXpAaHEHHSI X Ha
JTHE B NCKOTIAEMOM COCTOSHHH.

A manTanuoHHBIC TPU3HAKY KU3HCHHBIX ()OPM, BO3HUKABIITHE HA OCHOBE ap-
xetunoB Mopeu, binacreun, Ilapenxumyinsl, [1nakynsl, I'actpen, @arouuresnib
n CHH300CIOpHI B JallbHEHIIEM Mpeo0pa3oBaIuch CHaYana B pa3iudHbIe ap-
XETHIIbI BRIMEPIINX JIUAKAPCKUX TPEJICTABUTENICH, a 3aTeM B pa3HOOOpa3HbIC
IIJIaHBbI CTpOGHI/Iﬂ HepBI)IX HpCI{CTaBI/ITCHCﬁ COBpCMGHHI)IX HAaATUIIOB U TUIIOB.

3AKJIIOYEHUE

PaccMoTpeHHBIC 3BONIOIMOHHBIC M 3KOJIOTMYECKHE JIAHHBIC M THIIOTE3bI,
CBSI3aHHBIE C MPOUCXOXKICHHEM Metazoa 0T OJHOKJICTOYHBIX X0aHOMIATeIIIAT,
YKa3bIBalOT Ha (OPMHUPOBAHWE TIEPBHIX MHOTOKJIETOYHBIX IIPEACTaBUTENCH
ITUPOKUM TIOTOKOM TIOSIBJIICHUS Pa3HOOOPa3HBIX KU3HEHHBIX (DOPM Ha OCHOBE
pPa3IMYHBIX MOP(OTCHETUUYECKUX MyTel (DOPMHUPOBAHUS OCHOBHBIX apXETH-
OB, MOCTYJNPOBaHHbIMU runoTe3amMu Daronurtesisl, [actper, CHH300CTIOPHI
U ux Mogudukanusmu. [lepBble MpeACTaBUTEIIM MHOTOKJICTOYHBIX KHUBOTHBIX
MTOSIBIISUTHCH B KUCJIOPOAHBIX 0a3UcaX, KOTOPBIC BOSHUKAIH OJlaromapst 3a1epik-
K€ BBIXOZ[a KHCIIOpPOJa U3 MOPCKOW BOJBI B aTMOC(epy B Teyarnajie U Ha MOp-
ckoM aHe Ha riryomHax 10-30 M. CyiecTBoBaHHE KUCIOPOIHBIX 0a3UCOB OBIIO
OTrPaHUYCHO B MMPOCTPAHCTBE U BO BpEMEHU. DTO MPEJIIoaracT BRIMUPAHUE HX
oOuTaTenell Ipyu UCUEC3HOBCHUH TaKUX 0a3UCOB. [103TOMY TOSBIISIBIINECS B HUX
MHOTOKJICTOYHBIC )KUBOTHBIC HE MOTJIM JJOCTUTATh BBICOKOT'O YPOBHSI OpraHm3a-
UM 10 CAUSHUS 0a3HWCOB B CIMHYIO TIOCTOSHHYIO aKBATOPHUIO ¢ KOM(MOPTHBIM
IUIS UX KU3HU cOonepikaHueM Kuciopona. Onupasich Ha MOJEKYISIPHBIE Yachl
Y OpPraHWYEeCKYyI0 TEOXUMUIO, MTPETONIaral0T BOSHUKHOBEHHE TEepBhIX Metazoa
okoyio 800 MIIH J€T HA3aj, HO MMAJCOHTOJIOIHYECKUE JAHHbIE 00 MX MCXOIHBIX
npeaKax KpaitHe CKyTHBI ¥ OOJIBIICH YaCThIO CBSI3aHbI C HEOIIPOTEPO30eM (0030p
Sperling, Stockey, 2018). Tem He MeHee, IOYTH BO BCEM MPOTEPO30€ MYyHKTUP-
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HO B T€0JIOTHYECKOM BPEMEHH U MPOCTPAHCTBE BCTPEUYAIOTCS MPOOIeMaTHUHbIE
MaKpO- ¥ MUKPOOCTATKH BEPOSITHBIX MHOT'OKJICTOYHBIX YKHBOTHBIX, KOTOPBIE
(buIoreHeTHYECKH HESICHBIMU IYTSAMH CBS3aHBI C MPEACTAaBUTEISIMH HEOIPO-
Tepo3oicKoi u Ganepo3oiickoit payH. [Ipumepom moxet ciyxuth Horodyskia
u3 cpeanero nporeposos (1.5 Ga) Glacier National Park, Montana (Fedonkin,
Yochelson, 2002) u makpodoccunuu u3 najieomnporeposoiickoii Francevillian
Formation (1.5 Ga) roro-Boctounoro I'abona (El Albani A. et al., 2014). Beposit-
HO, 3TH HaXOJKH MOKHO OOBSCHHUTH MEPHOJUICCKUM BOZHUKHOBCHUEM MHOTO-
KJICTOYHBIX )KHBOTHBIX B KUCTIOPOIHBIX 0a3MCaX, BRIMUPABIINX IIPH NCYE3HOBE-
HUM MUHUMAJIBHBIX KUCIOPOIHBIX YCIOBUH M IIOTOMY HE JIaBaBIIUX ITOTOMKOB.
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Evolutionary-ecological aspect of the origin and early diversification
of multicellar animals

S.V. Rozhnov

The probable ecological niches in which the evolutionary processes of the emergence
of the first multicellular animals took place are considered. It is shown that these
were oxygen oases that appeared in the zones of maximum photosynthesis at depths
of 1030 meters in the pelagic zone and on the sea bottom due to the delay in the release
of oxygen from sea water into the atmosphere. The high probability of the emergence
of multicellularity among the ancestral choanoflagellates for Metazoa is substantiated
by a wide stream of various life forms and the emergence of multicellular animals based
on various morphogenetic pathways for the formation of the main archetypes, postulated
by the hypotheses of Phagocytella, Gastrea, Synzoospores and their modifications.

Keywords: Metazoa, choanoflagellates, Proterozoic, ecology, evolution, morpho-
genesis
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HAITPABJIEHU S 9BOJIIOLIU U ITOJIOBOI'O PABMHOKEHU 51
Y MOPCKHUX BECIIO3BOHOYHBIX

A.H. OcTpoBckuii
Canxm-Ilemepoypeckuii eocyoapcmeenuwiil ynusepcumem, Canxm-Ilemep6ype
a.ostrovsky@spbu.ru

B mHacrosmiem 0030pe KpaTKO aHATU3UPYIOTCSI OCHOBHBIC HAIlPaBICHHS
SBOJIFOLIMH TTOJIOBOTO PAa3MHOKEHUSI MOPCKHX OeCIO3BOHOUHBIX. Kitroue-
BBIMU WHHOBAIIMSIMU, HCOTHOKPATHO BOSHUKABITUMH B UCTOPUH MHOTHUX
TPYIII, SIBJISIFOTCS TIEPEXOJ OT SHUIEPOXKICHUS K 3a00T€ O OTOMCTBE B
(hopMe KUBOPOXKIICHUS FUIM BBIHAINUBAHUS. BO MHOTHX CIIydasx 3TOT
MEePEX0 OCYIIECTBISIICS B COYCTAHWM C M3MCHCHUCM THIIA OOTCHE3a,
OT OJIUTO- K MAaKPOJICITUTATHLHOMY, a TAKIKE IMEPEXOIOM OT Hapy>KHOTO K
BHYTpPEHHEMY OIUIOIOTBOPEHUIO. B CBOIO 0uepe/h, MU3MCHCHHE OOTCHE3a
MPUBEJIO K CMEHE THITA THYHHOK — TUTAHKTOTPO(GUS 3aMECHUIIACH JICIIHTO-
Tpoduei, a mproOpeTECHNE HHKYOAIIUU SMOPHUOHOB CO3/1aJI0 YCIOBHUS IS
HCOJTHOKPATHOTO BO3HUKHOBCHUS MaTPOTpoduu. B 1menom konoccaabHOe
pazHooOpa3re 0COOEHHOCTEH IMOI0BOTO pa3MHOKEHHUSI MOPCKHUX Oecro3-
BOHOYHBIX YKa3bIBACT HA BBHICOYANIIYIO IBOJIOIUOHHYIO MJIACTHYHOCTH
PEIPOAYKTUBHBIX TPU3HAKOB U X COYCTAHHUIA.

Kniouesvie cnosa: Mopckue O€CIIO3BOHOUHBIC, II0JIOBOE Ppa3MHOXKEHUE,
0O0T€HE3, OIIOAOTBOPEHHE, NHKYOAIIHSI, MATPOTPOQHS, THUNHKH

OCHOBHBGIE PEITPOJIYKTUBHBIE CTPATET'UU

Habmionaemoe B mpupoze pasHooOpas3ue BapuaHTOB IOJOBOI'O Pa3MHOXKeE-
HUSI — pe3yJbTaT JJIMTEIBHOW 3BOJIOLUHU, peaanu3yeMblii B paMKax OJHOH U3
JIByX OCHOBHBIX PENPONYKTUBHBIX CTpaTeruil. bonee npeBHUM M 3HAUUTENBHO
OoJiee MHUPOKO pacIpOCTPAHEHHBIM BAPHAHTOM Pa3MHOXKEHUs SIBISIETCS Qop-
MHpOBaHUE MHOT'OYUCIIEHHBIX TIOTOMKOB M OTCYyTCTBHE 3a00ThI 0 HUX (Pianka,
2011). Y mMopckux 0ecro3BOHOYHBIX aHHAS CTPATETHS XapaKTepHU3yeTcs Mpo-
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JYKIIUEW OOJBIIOr0 YMCIIa MEJIKUX OCIHBIX JKEITKOM SIUII, OILIOJOTBOPSIEMBIX
u pa3BI/IBaIOIIII/IXC$[ BO BHCHIHCI}'I cpene B IIOJ'II‘O)KI/IBYIIII/IX IIUTAOIINXCS (HJ'IaH-
kTOTpoHBIX) MrauHOK (Strathmann, 1978, 1985; McEdward, 1995; Ostrovsky,
2013a, 2021a; Carrier et al., 2018). B Tex ciyuasx, Korna Hapy>KHOE OILIONOT-
BOpPEHHUE 3aMECTHIIOCh HA BHYTPCHHEE, B BOJY CTAJIM BBIMETBHIBATHCSI 3UTOTHI
(Ryland, Bishop, 1993; Bishop, Pemberton, 2006). Eme onaum npuoOpeTeHreM
CTaJl TIEPEeX0Jl OT OJIUTOJICIIUTATILHOTO K ME30- U MaKPOJICIUTAJILHOMY OOT'CHE-
3y, U, KaK CJIe/ICTBUE, TPUOOPETEHNE KOPOTKOXKUBYIIIUX HETTUTAIOIIMNXCS (3H]10-
TpOHBIX) TUINHOK, 00JIaTAOIIIX 3HAYUTEITEHO MEHBIITUM 110 CPAaBHEHHIO C TTH-
TAIOLIMMUCS JIMYMHKAMHU IIOTEHIIMAIOM IS pacceleHus. B To e BpeMsi, n3-3a
COKPATHBILETOCS MEPUOia CBOOOTHOTO CYNIECCTBOBAHUS, TAKHE JIMYUHKHA UME-
10T OOJIBIIIE IIAHCOB HA BhDKMBaHKMEe. O0a n3MeHeHus (IIepexo]] K BHYTPEHHEMY
OILJIOJIOTBOPCHUIO U MIPUOOPETECHUE SHAOTPOMHBIX JIMUMHOK) OCYIIECTBIISIINCH
B pa3HBIX rpynnax MHOFOKpaTHO 1 HE3aBUCHUMO. B ICJIoOM, JaHHAA CTpaTeFPIS[
XapaKTEPU3YETCsl TEM, UYTO BCE PECYPChl BKJIAIBIBAIOTCS TOJIBKO B IOTOMKOB
(Vance, 1973; Christiansen, Fenchel, 1979).

B cityuae nmpuoGpereHus 3a00ThI O IOTOMCTBE PECYPChI POIUTEIHCKOTO Op-
raHu3Ma, BKJIa(bIBACMbIC B PA3MHOXKEHHE, UCTIONB3YIOTCS HE TOIBKO sl hop-
MHPOBaHUsI IOTOMKOB, HO U B 3a00Ty O HUX B BHJIE CTPYKTYPHBIX, (PU3HOJIO-
rudeckux ¥ nowepeHuyeckux agantaiuii (Hogarth, 1976; Clutton-Brock, 1991;
Royle et al., 2012; Avise, 2013). Bo3aukHOBeHHE 3a00ThI O TIOTOMCTBE, U TAKHM
00pa3om, mepexo/i K HOBOM PernpoayKTHBHON CTPaTeruu, OCYIICCTBIISIIOCh HEe-
onHOkpaTHO 1 HezaBucuMo (Ostrovsky et al., 2016).

Kitro4ueBbIM ycIIOBHEM JIJIsi BOBHUKHOBEHUS MHKYOAIMU SMOPHOHOB — CO-
XPaHEHHUSI Pa3BUBAIOIIETOCS MOTOMCTBA B IPEJeNiaX POUTEIBCKOT0 OpraHu3ma,
CTaJ TIepexo]l K BHYTPEHHEMY OILIOAOTBOPEHHIO. B cirydae ¢ )KMBOPOXKICHHEM
(AMOpHOreHe3 OCYLIECTBISETCS JI0 «POXKJICHUS», BBIX0/Ia TIOTOMCTBA BO BHEIII-
HIOIO CPeJly) SMOPHOHBI MOT'YT Pa3BUBAThCS B Mpe/eiaX KEHCKOM MMOJIOBOM CH-
CTeMbI (OBapUU HJIM TIOJIOBBIX MPOTOKAX), IMOJOCTH Tema (IIeIoMe, TICEBJIONee
WA TEMOTIEIIe) WM TKaHIX (MapeHXHME) MU TKAaHETIOAOOHBIX 00pa30BaHHUIX
(Me30xuIie, Me30riee) pPOIUTELCKOr0 OpraHu3Ma. Bo Bpemsi BbIHAIIWBaHUS
(AMOpHOTreHe3 HaYMHACTCSI TIOCJIC BBIBEICHU S 3UTOTHI BO BHEIITHIOK CPEAy) pas-
BUTHE OCYLIECTBISETCS TM00 HA TIOBEPXHOCTH POAMTEIIS,, BHYTPH BISTUYMBAHUHI
IIOKPOBOB HJIM CKJAAOK €ro TEjia, WJIM CIICHUAJIbHBIX BbBIBOAKOBBIX KaMEpax,
nubo B mumieBapuTenbHOU cucteme (Blackburn, 2015; Ostrovsky et al., 2016).

WNuxybannst SMOPHOHOB XapaKTepu3yeTcsl KpaifHe pa3zHOoOOpa3HbIM IPOHC-
XOXKIEHHEM, TIOJIOKEHUEM, CTPYKTYpOl M (yHKIMOHHPOBAaHHUEM SMOPHOHAIb-
HBIX KaMep H, MO-BUANMOMY, SIBJISETCS CAMBIM IIHPOKO pPaclpoCTpaHEHHBIM
MPUMEPOM KOHBEPreHTHOH sBomronuu y Animalia. [laxke mo nmpuOiausuTens-
HBIM OIICHKAaM YHUCIIO CIydYaeB €€ HEe3aBHCMMOIO BO3HMKHOBEHHWS MOXET Ipe-
BBIIIATh HECKOJIBKO COTeH pa3 (Avise, 2013; Blackburn, 2015; Ostrovsky et al.,
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2016). BeiBogkoBbIe KamMepbl POPMUPYIOTCS KaK BPEMEHHbBIE WU MMOCTOSTHHBIE
3aIUTHBIC CTPYKTYPbI, 00Pa30BABIIHNECS 3a CUCT SIUIICBBIX WU UHBIX 000JI0YEK,
a TakXe BISTYMBAHWHN WU JOMOJIHUTEIHHBIX BBIPOCTOB Tela. B gacTHOCTH, y
psAla THAPOUIHBIX TOJUIIOB 1 MHOTHX MIIIAHOK BBEIBOJKOBBIE KaMEPHI SBIISIFOT-
Csl CIIOKHBIMU KOPMHUAUATBHBIMA 00pPa30BaHUSMH, COCTOSIIIMMHU U3 JIBYX HIIA
HECKOJIBKHMX 300M70B min ux 4dacted (bexmemumes, 1964; Strathmann 1987,
Octposckuii, 2004, 2009; Ostrovsky, Taylor, 2004, 2005; Bouillon et al., 2006;
Ostrovsky, 2013a; Lidgard et al., 2012).

CrnemyeT OTMETUTh, YTO OPTaHU3MbI C SMOPHOHAJIBLHON MHKYOAIMeH, Kak
MIpaBwIIo0, GOPMHUPYIOT OOIUTHI ¢ OOIBITUMHA pa3MepaMu 10 CPAaBHEHHIO C POII-
CTBEHHBIMHU (hopMaMH, Yy KOTOpBIX HeT 3a00Thl 0 motomcTBe (Thorson, 1950;
Hendler, 1975; Octposckuii, 2009; Ostrovsky, 2013a). To ecTb HamM4¥e UHKY-
Oaryu, KaK ¥ y psijia BUJIOB C MIEPBOM CTPATETUCH, COMPOBOKIACTCS MEPEXOI0M
K MaKpoOJICIIUTAIbHOMY OOTeHe3y U (DOPMHUPOBAHUEM 3HIOTPOGHBIX JTUYUHOK
(OcTpoBckuii, 2011). DTa TeHACHINS B pAJie TPYIII, B KOHEUHOM UTOTE, TPUBEa
K IPUOOPETEHUIO MPSMOTO PA3BUTHSI.

MATPOTPO®U A (BKCTPASDMBPUOHAIJIBHOE ITMTAHUE)

[TponomxuTrensHOE TPeObIBaHUE YMOPHOHOB B POAMTEIHCKOM OPraHU3ME
HEBO3MOXKHO 0e3 ra3000MeHa W yJaJleHHs SKCKPETOB. DTOT ABYHAIlpaBJICH-
HBII TPAHCIIOPT MOT' CTaTh MPHUYUHON BOZHUKHOBEHHU S IKCTPa3MOPHOHAIBHOTO
nutanus (Marporpodun) (Blackburn, 2015; Ostrovsky, 2013a, b). [llupokoe u
MO3aHYHOE pacipoCcTpaHeHUe 3TOro (heHOMEHA CBUACTEILCTBYET O €r0 HEOIHO-
KpPaTHOM M HE3aBUCHMOM IPHOOPETEHNH KaK y )KUBOTHBIX, TaK M y PACTCHUN
(bateiruna u np., 2006; Ostrovsky et al., 2016).

Pacnipenenenre BapraHTOB pa3MHOXKEHHS (B TOM YHCIE, IBYX OCHOBHBIX
PENPOAYKTHUBHBIX CTPATETHIA) — TUIIEPOKICHUS U SMOPHUOHAIIEHOW WHKYOAIUH,
B Ipeesiax XUBOTHOTO LAPCTBa KpaifHe HepaBHOMEpHO. BriBenenue Heomio-
JOTBOPEHHBIX SIUI] MJIM 3UTOT BO BHELIHIOIO CPEAy WIJIM BBIBOJAKOBYIO KaMepy
HMEeT MECTO y mpeactaButeneit 29 n3 34 M3BECTHBIX THUIIOB XUBOTHBIX, UYTO
yKa3bIBaeT Ha TO, YTO AUIEPOXKJCHHUE SBIISCTCS JPEBHEHIINM BapuaHTOM IIO-
JI0BOTO pa3MHOkeHus. VickmoueHnsmu sBisitores Tunsl Placozoa, Cycliophora,
Orthonectida, Dicyemida u Acanthocephala, cocTosuue ToIbKO U3 KHUBOPO-
namux GopM (y TUKIUPOp Oecrosioe pa3MHOKEHHE TaKKe COIMPOBOXKIACT-
cs BeiHamuBanueM). lllects Ttumor (Sipuncula, Nematomorpha, Tardigrada,
Gnathostomulida, Kinorhyncha, Xenoturbellida) cocTosT M3 HCKJIFOUUTETBHO
AUIEPOANINX BUIOB, KOTOPBIE TAKKE COCTABIISIOT OONBITNHCTBO CPEIH OCTAB-
wuxcs 22 tuno. Cpeau 28 TUNOB, y NPEACTABUTENIECH KOTOPhIX U3BECTHA M-
OproHanbHas MHKYOAIUs, NG Y TiecTH Hen3BecTHa MatpoTpodus (Placozoa,
Priapulida, Chaetognatha, Brachiopoda, Hemichordata u Ctenophora). Cpenu
OCTaBLIMXCS 22 THUIOB, BKIIIOYAIOIIUX BHJABI C MaTpoTpodHbIM nuTanuem, 17
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BKJIFOYAIOT KaK SHIepoAsIIne BUJIbI, TaK U BHJIBI C MHKyOaluei SMOPHOHOB,
W TSATh — MCKIIIOYUTENFHO BUBI ¢ MHKYOanuei (cM. BbIlIE). AHAIIU3 pacrpe-
JICJICHUST TAKCOHOB C Pa3HBIMU CITIOCO0aMM dIMOpPHOHATHFHON HHKYOarnu Ha (hu-
JIOTEHETUYECKUX JEPEBbSIX MOKa3al, YTO CPedu OEeClO3BOHOYHBIX >KMBOTHBIX
9KCTPasMOpHOHaNbHOE THTaHue Bo3HMKano cebime 100 pas (Ostrovsky et al.,
2016). CnexyeT HaIOMHUTb, YTO JAHHBIH BapUaHT Pa3MHOKEHUS peaTn3yeTCs
B paMKax BTOpoi cTparerud. Kpome TOro, IMYMHKHA MaTPOTPO(HBIX MOPCKUX
0eCro3BOHOYHBIX MOT'YT OBITh KaK 9HJIO-, TaK U, XOTS KpallHEe peJIKo, MIaHKTO-
TpOGHBIMH.

DKCTpasMOpUOHABHOE MMUTAHNE KpalfHe MHOTOOOPa3HO B OTHOIICHUH JIO-
KaJIN3alli1, UCIIOJIb3YEeMbIX MEXaHHU3MOB, HHTCHCUBHOCTH, MPOJIOKHTEIHHO-
CTH U 00eCreunBaIUX ero cTpykTyp. OHO peanusyercs B Buae oodaruu (B
KadecTBE MUTATEIBFHOIO MaTrepuala A pa3BUTHS SMOPHOHOB HCIOIb3YIOTCS
OILJIOJIOTBOPSHHBIE UJIM HEOIUIOJIOTBOPEHHBIE sif1Ia), aeibhodarun/smMopruoda-
ru¥ (MUTaHUe APYTUMHU SMOPHOHAMH), TUCTOTPO(GUH (B ITOM CiTydyae MUTaTelb-
HBIC BEIIECTBA 3a CUCT PA3INUHBIX MEXaHU3MOB ITOCTYIIAIOT K SMOPHOHY Yepe3
BCE €ro MOBEPXHOCTh WIIM OMpeeNieHHbIe YYACTKH), THCTOGATruH (3ariiaThiBa-
HUE MUTATEILHBIX BEIIECTB SMOPHOHOM) WITH TUTalleHTOTpoduu. J[Ba miu domnee
METO/a SKCTPa3MOPHOHAIBHOTO MUTAHUS MOTYT OCYIIECTBIISITHCS OJTHOBPEMEH-
HO miu nocienosarenbHo (Ostrovsky et al., 2016).

BaxxHbIM ClieICTBHEM BO3HMKHOBEHHS 3KCTPAdMOPHUOHAJILHOI'O IIUTA-
HUSI CTal OOpPaTHBIN MEePexojl OT MaKPOJICIUTAIBLHOIO K OJUTOJICIIUTATIBHOMY
OOTCHE3Y WJIM K€, MPU COXPAHCHHHM MaKPOJICIUTAIBLHOIO THIA — 3HAYUTEIIb-
HOE yMeHbIIeHHe (HOopMHUpPYEeMBbIX 0O0ImUTOB B pasmepax (Ostrovsky, 2013b;
Nekliudova et al., 2019). DTa TeHAeHIHS ONKCaHa KaK y 0€CIO3BOHOYHBIX, TaK
¥ T03BOHOYHKIX )UBOTHBIX (Blackburn, 2015; Ostrovsky, 2013b; Ostrovsky et
al., 2016), neMOHCTPHUPYsI BECh CIIEKTP (KOHTUHYYM) OT MPEUMYIIECTBEHHO Jie-
nUTOTpOHOrO 0decneueHus IMOPUOHA (OCYIIIECTBIISIEMOT0 BO BpEMsI OOT€HE3a)
MPU HE3HAYUTEIBHON PO MaTPOTPOGHUH, J0 MOTHOCTHIO MPOTHUBOIMOJIOKHOMN
CUTYAIIVH, KOTJIa OCHOBHYIO Harpy3Ky Mo CHa0)KEHHI0 TIOTOMKOB pecypcamu Oe-
peT Ha ce0st UMEHHO SKCTPadMOpPHOHATFHOE MUTaHHe. MeX Ty STUMU KPaiHIMHU
COCTOSTHUSIMU HaXOJHUTCS BECh CIIEKTP «IIPOMEKYTOYHBIX)» BapPUAHTOB.

PA3HOOBPA3UE PEITPOAYKTUBHBIX I[TATTEPHOB

O4eBHIHO, YTO METOJBI pealiu3alii PEeNnpoayKTUBHBIX CTpAaTeruil B pas-
HBIX TPYIIAX CUJIBHO OTIMYAIOTCS, XapaKTepu3ys Tak HazblBaeMblil r—K KoOH-
tuayyM (Pianka, 2011). MHOroo6pasne 0coOCHHOCTEH PEmpOmYKIIHH YacTO
OITHCHIBAIOT, UCTIONB3YSI TEPMUH «PEMPOAYKTHBHBIN MATTEPH» — BECh KOMITIEKC
0COOCHHOCTEH pa3MHOXKEHHUS TAHHOTO BHJIA, BKIIIOYAsl THIT FaMEeTOreHe3a, CIio-
€00 BBIBE/ICHUS TaMET U THIT OMIJIOIOTBOPEHHUS, CITOCOO HHKYOAIUHU (E€CITH €CTh),
THII INYUHKY (€CJIA €CTh), XapakTep MeTamopdo3sa u ap. Paznoobpasue pernpo-
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JOYKTUBHBIX MTPU3HAKOB U WX COYETaHUH KosoccaidbHO. OCOOEHHO MOKa3aTelb-
HBI B 3TOM CJiydac pCOpOAYKTHUBHBIC IMATTCPHBI, XapaKTCPHLIC JIA BUJIOB CO
«CMENIaHHOW» CTpaTerue pa3MHOKEHHUS: B TOM YHCIIE, COYETaHUE SHIIePOXK/Ie-
HUS ¥ HETTUTAIOMINXCS JTMYMHOK, WITH, HA000pOT, NHKYyOaIus SMOPHOHOB ¢ 00-
pa3oBaHHEM IIAHKTOTPO(HBIX JIMYMHOK. BeTpedaroTes cirydau, Koraa JIMYnH-
KM Pa3HbIX THIIOB — HEMUTAIOIIUECS (JICLUTOTPO(HBIE UM MaTPOTPO(DHBIE) U
nuTaromuecs (MIaHKTOTPO(HBIE) BCTPEUAIOTCS y TIPEACTaBUTENEH OJHOTO B
(OTOT peHOMEH 0O603HAUaETCA, Kak poecilogony). BHyTpeHHee omojoTBOpeHue
MOXKET OBITh JTUOO OYCHb PAHHHUM, JIHOO TTOCT-MEHOTHUECKUM, HHTPAaOBapHaIb-
HBIM WJTW TTOCTOBYJISITOPHBIM | T. M. [I0TOMKH MOTYT OKUAATh POAUTENbCKHII
OpraHu3M B BHJIE SUII, 3UTOT, SMOPHOHOB, IMYNHOK HUJIN FOBEHUJICH, CBOOOTHBIX
WM B KOKOHAX WJIM KJajakaxX. DMOpHUOHaATbHAs MHKYOAlUsi MOXKET OCYIIECT-
BJIATBCA 40 WJIM NOCJIC BBIBCJACHUS ITIOTOMKA BO BHCITHIOKO CpEaYy, HA MMOBEPXHO-
CTU PpOAUTECIILCKOT'O OpraHru3Ma Ui BHYTPH HETO, Pa3BUTHUC MOXKCT OLITH JICI -
TOTPOGHBIM, MATPOTPOPHBIM HJTH COUYETATh 00a TUTIA pecypcoB (cM. BeIte). [1o-
JI0OBOE Pa3MHOKEHHE MOXKET OCYIIECTBIISITHCS HE TOJIBKO B3POCIBIMU OCOOSIMH,
HO 1 nnunHKamu (dissogony) v IOBEHUIISIMH (pa3TUYHbIC BAPUAHTHI IPOTEHE3a).
JanHasg xapTHHA B 3HAYUTEILHONW MEpe YCIOXKHSCTCS Ojaromapsi paziudusim
B JIOKAJIM3allu U IPOUCXOKACHUN (KJ'IGTO‘IHI)IX HCTOYHHKAX 3aKHaILKI/I) TroHan,
pasMepax, CTpOCHUH U TIOBEJICHHH raMeT, 0COOEHHOCTEH dYMOpHOreHesa, BICO-
KOTO CTPYKTYPHOTO M 3KOJIOTHYECKOTO pasHOOOpasns TINYNHOK, 0OCOOEHHOCTEH
MeTraMop(}o3a U MHOTHX APYTUX [TapaMeTpoB.

[onbITKU omMcaTh WU KJIACCH(PUIIMPOBATH MHOTOOOpa3ue BaApPHAHTOB TI0-
JIOBOTO Pa3MHOKEHHUST MOPCKHX OECMO3BOHOUHBIX MPEANPUHUMAHCH HEOTHO-
kpatHo (cM., Haripumep, Thorson, 1950; Mileikovsky, 1971; Giese, Pearse, 1974,
1975a, b, 1977; Giese et al., 1979, 1987, 1991; Adiyodi, Adiyodi, 1983, 1989;
Grahame, Branch 1985; Levin, Bridges, 1995; Nielsen, 2018 u ap.). B psiae ciy-
4aeB 1MoJ00HbIC pA0OTHI JOMOJIHSIIUCH STAISIMHU )KM3HCHHBIX [IUKJIOB, BKITHOUasI
CE30HBI PAa3MHOKEHHUS, TPOJIOJKUTEIBHOCTD JKH3HH JIMYMHOK U XapakTep UX
pacmpocTpaHeHuUs, KOIMYECTBO MMOKOJIeHUH U ap. (MunelikoBckuid, 1985; Kacbs-
HOB, 1989; Chia, 1974). B 3T0ii cBsI3u Tak Ha3bIBAEMbIC «MaJIbIe» THIIbI, BKJIFO-
yaromue ot 1-2 10 HECKOJIBKUX COTEH BHJIOB, XOTS MHOTJA U 00JIaIal0T CIIOXK-
HBIMH J)KM3HCHHBIMHU ITUKJIAMHA U HEKOTOPBIMH MPUYY/JIUBBIMH OCOOCHHOCTSIMHU
pasmuoxkenusi (Hampumep, Placozoa, Cycliophora, Orthonectida, Dyciemida,
Loricifera), B 1mieoM XapakTepu3yIOTCs TOBOJIHHO OJHOTHITHBIMH DPETPOTYK-
TUBHBIMH TATTEPHAMHU, YTO MOYKHO OOBSCHUTH UX CXOXKHMH IKOJIOTHUYCCKUMH
npennouteHussMu. Bee Bubl, Bxomsiimue B Tunbl Sipuncula, Nematomorpha,
Gnathostomulida, Acanthocephala, Xenacoelomorpha, Gastrotricha,
Kinorhyncha, Priapulida, Kamptozoa, Brachiopoda u Chaetognatha (a Taxxe B
[SITh THIIOB, TIEPECYUCICHHBIX BBIIIC) 3aHUMAIOT CXOXKHE HHILIU, U UX Pa3MHO-
keane omxHoTHmHO. [IpencraBurenn tuma Hemichordata skomorudeckn Oosee
pa3HOOOpa3HbI, ABIAACH, TEM HE MEHEE, MPEHUMYIICCTBEHHO SHIEPOISIIIUMU
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opraHu3MaMu. JIMIIIb HEKOTOPBIE «MAJIBIE)» THUIIBI IEMOHCTPUPYIOT pa3IudHbIC
BapHaHTBI OOTE€HE3a, OTPOXKIAEMOT0 MOTOMCTBA U €ro MHKyOaruu. Hanpumep,
tun Phoronida BkiIO9aeT SUIEpOmSIINEC M SKUBOPOISAIINE BHABI C IIAHKTO-
TpodHBEIMH U tenuToTpoduBIME TruunHKaMu (Temereva, Chichvarkhin, 2017).
Tun Ctenophora BkiIO4aeT stiinieponsiinue, BRIHANTUBAIOIIAE U KUBOPOJISIIIHC
BHJIBI C TPSIMBIM WJIU JIMYUHOYHBIM pa3BuTHeM. OJHAKO, €CIIU CPeau rPeOHEBH-
KOB BCTPEUAIOTCS KaK MJIAHKTOHHBIC, TaK U OEHTOCHBIE (DOPMBI, TO 00pa3 KU3HU
cpenu GOpOHU]] KapJAMHATFHO HE OTIIHYACTCS.

HeyauBHuTEIbHO MOATOMY, YTO XapaKTEPU3YIOMIHECS OOJBIIMM TaKCOHO-
MHYECKUM Pa3HOOOpa3eM M IMIHPOKUMH SKOJIOTHYECKUM IPEAIOYTCHUIMHI
«KpymHBIe» TUIB (HampuMmep, Cnidaria, Platyhelminthes, Mollusca, Annelida,
Bryozoa, Arthropoda, Echinodermata u Chordata) o6nagaroT o4eHb OOJIBLINM
CIIEKTPOM PENpONyKTHBHBIX MaTTEPHOB. Hampumep, cpenn MOJIITIOCKOB 1 aHHE-
JIMJ UX HacuuThiBaeTcs cebiie 15 (Giese, Pearse, 1975b, 1977; Giese et al., 1979;
Strathmann, 1987; Wilson, 1991). lllecTb penpoayKTHBHBIX TATTEPHOB OITUCAHO
y mmranok (Ostrovsky et al., 2009; Ostrovsky, 2013a, b, 2021b). Hcknrouenne
cocTaBisitoT Nematoda, KOTOpbIE TPH KOJIOCCATBHOM TAKCOHOMHYECKOM pa3Ho-
o0pa3uy XapaKTepU3yIOTCS JByMs PEPOAYKTUBHBIMU CTPATETHSIMU U TPEMs
PENPONYKTUBHBIMH MATTEPHAMU (SHLEPOKICHUEM H KUBOPOKJICHUEM, JICIIH-
TOTpopHBIM 1 MaTpoTpodubIM) (Ostrovsky et al., 2016).

B 3akmioueHue cienyeT MOAYEPKHYTh, YTO KOJIOCCAJIBHOE pa3sHOOOpasue
O0COOCHHOCTEH IOJIOBOIO Pa3MHOKEHHUS BOIHBIX U, B OCOOCHHOCTH, MOPCKHX
OCCIIO3BOHOYHBIX JKMBOTHBIX YKa3bIBA€T Ha BBICOYANIITYIO SBOIIOIHOHHYIO
[UIACTUYHOCTh PENPONYKTHUBHBIX IPU3HAKOB U UX COYETAHUM — OT UCTOUHHKOB
3aKJIaJKHA TaMET A0 AMOPHOHATBHOTO Pa3BUTHSI, TNYUHOYHOTO CTPOCHHS U Me-
Tamopdoza. CpaBHUTENBHBIN aHATU3 MMO3BOJISICT MPOCIICAUTh OCHOBHBIC 3TAITbI
Y BBISIBUTbH TJIaBHBIC HAIIPABJICHHS DBOJIOIMOHHBIX ITPEOOPa30BaHMI TOJIOBOTO
Pa3MHOXKEHHUS B PA3HBIX TPYIINAaX OPraHU3MOB. B 39TOI CBSI3U ClieyeT OTMETUTh
OTPOMHOE KOJIMYECTBO MPUMEPOB KOHBEPTSHTHON SBOIONNUH, W3 KOTOPHIX IO
Macmtaly ¥ pazHooOpasnuio SMOpHOHAIbHAS WHKYyOaIus He UMeeT cede paB-
HBIX CPEIId BCEX U3BECTHBIX IPUMEPOB CTPYKTYPHON KOHBEepreHUuu. Ipyrumu
SIPKUMU IPUMEPAMH TAaKOW KOHBEPI'SHITUH SIBIISIOTCS MPUOOPETEHIE BO MHOTHUX
IpyIIax BHYTPEHHErO OILIOAOTBOPEHHS U MaTpoTpoduu. B nienom xe, nzyuye-
HUE MHOTrooOpa3usi W ABOJIOIUH MOJOBOH PENpPOAYKIIMH MOPCKUX 0ecro3Bo-
HOYHBIX SIBJISIETCSI KpailHE MHTEPECHOW M BaKHOM OTPACIIbIO PENpPOAYKTHBHOU
Y DBOJIOIMOHHON OMOJIOTHH, TIO3BOJISIONIEE MPUOITUZUTHCS K PEIIEHUI0 MHOTHX
BaXKHBIX MTPOOJIEM, B YACTHOCTH, BOIIPOCA O POIU KITFOUYEBBIX MOP(POIOTHIECKUX
VHHOBAIUH B 3BOIOIIMOHHON Cy/Ib0€ pPa3JIMUHBIX TPYIIIT OPraHU3MOB.

UccnenoBanne mnoppepkano PoccuiickuM HaydHbIM  (QoHIOM (TpaHT
Neo 23-14-00351).
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Evolutionary directions in sexual reproduction
in marine invertebrates

A. Ostrovsky

This review briefly analyzes the main trends in the evolution of sexual reproduction
in marine invertebrates. Key innovations that have occurred repeatedly in the history of
many groups were the transition from oviparity to parental care in the form of viviparity
or brooding. In many cases, this transition was accompanied by a change in the mode of
oogenesis, from oligo- to macrolecithal, as well as a transition from external to internal
fertilization. In turn, the change in oogenesis led to a change in the type of larvae —
planktotrophy was replaced by lecithotrophy, and the acquisition of embryo incubation
created conditions for the repeated evolution of matrotrophy. In general, the enormous
diversity of the traits of sexual reproduction in marine invertebrates indicates very high
evolutionary plasticity of reproductive characteristics and their combinations.

Key words: marine invertebrates, sexual reproduction, oogenesis, fertilization,
incubation, matrotrophy, larvae

48



Tenom u naan cmpoenus: Mmemamopghosvl u demanusayuss Ha nymsx sgonoyuu Metazoa.
Cepus «Ieo-6uonoeuueckue cucmemyl 8 NPOULIOMY.

Mopgoeenes 8 uHOUBUOYATLHOM U UCTHOPUYECKOM PA3GUMUL

M.: [IUH PAH, 2023. C. 14—67. http:.//www.paleo.ru/institute/publications/

VIIK 576.7
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OTtkpbiTHE SMOpHOHATBHBIX peryisiinuil . dpumewm B xoHne XIX Beka
MIOCTABHJIO BOIIPOC O MPUUYUHAX U MEXaHU3MaX UHTErPAllUU )KUBBIX Opra-
HU3MOB B XO/I€¢ UHIUBUyaNnbHOro pa3Butus. B 1970-x roqax HeckoIbKo
TPYIII YUEHBIX BBIJBUHYJIO UJICK0 O BOSMOKHOM POIM MEXaHUUECKUX CUI
W HaNpsDKEHUH B opraHu3anuu Mopgorenesa M KJICTOYHBIX Juddepen-
nupoBok. Ha py6eske XX-XXI BeKOB IPOHCXOJUT OTKPHITHE MEXaHO3a-
BHCUMOM 3KCIPECCUM T'€HOB, aKTUBHO U3Yy4alOTCs MPOLECCHl KIETOYHON
U SIZIGPHOM MEXaHOTPAaHCAYKIMH. B cTaThe maercst KpaTkuii 0030p mpes-
CTaBJICHUI 00 MHTETPUPYIOIIEH POJIN MEXaHUYECKHUX CHII M HAIIPSKEHU I
B Pa3BUTHUHU KUBBIX OPraHU3MOB Ha PA3HBIX YPOBHSIX OpraHU3alUU.

Kurouesvie crosa: mopdorenes, kiaerounas 1uddepeHInpoBKa, MeXaHoOo-
JIOTHSl, MHTETPaIbHOCTD Pa3BUTH S, IKCIIPECCHSI TCHOB

BBE/IEHNE

UroObl TpEXMEPHBIH IJIaH CTPOCHHUS BRICTPOUIICS B XO/I€ UHUBUyaIbHOTO
Pa3BUTHS KUBOTO OpPraHu3Ma, HEOOXOIMMO YETKOE COINIACOBAaHHE MHOXKECTBA
OMONIOTMYECKUX U OMOXMMHUYECKHX MPOIECCOB HA Pa3HBIX YPOBHSX OpraHH3a-
UK — OT MOJICKYJ JI0 Makpo-Mopdonoruu. [Ipoucxoaut cranoBieHre POPMbI
(Mopcorenes), crienuanu3anys pa3HbIX TUIIOB KJIETOK (KieTodHas nuddepeH-
LIUPOBKA), IS TEIIBHOCTh KOTOPBIX HHTETPUPOBAHA.

BonbIIMHCTBO COBPEMEHHBIX OMOJIOTOB MPUJICPKUBAOTCS KOHICIITUN T'e-
HETHYECKOT0 IETEPMUHHU3MA — MIPUHSITO CUUTATH, YTO MPOrpamMMa, 3aJI0KCHHAS
B JIHK omogoTBOpeHHOrO siilia, 10CTaTOYHA JJISl AE€TEPMHUHALIMK Pa3BUTHUSA
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Oynymero opranu3ma (Nusslein-Volhard, 2006). MeiiHCTpuMOM COBpeMEHHOU
OMOJIOTUH PAa3BUTHUS CTAJI0 U3yUYCHUE SKCIIPECCHH TEX UJIM HHBIX TEHOB I10]] BO3-
NEHCTBHUEM PETYIATOPHBIX MOJICKYIT (De Robertis et al., 1991).

Ocraercsi, OIHAKO, OTKPBITBIM BOIIPOC, MOYEMY U KAKHUM 00pa30M POy KThI
T'CHOB CO3JIAIOT LEJIOCTHBINA OPraHu3M M MOJJIEPKUBAIOT €0 B IKUBOM COCTOSI-
Huu. B XX Beke ObLIT0 BHIZIBUHYTO HECKOJIBKO TCOPU, OOBSCHSIOIINX MEXaHH3-
MBI MHTETPAllUH JXKUBBIX CHCTEM B €IUHOE lieioe. B maHHOI cTarhe nenaeTcs
KpaTKuil 0030p OCHOBHBIX Hay4YHBIX HaIlpaBJICHUH, paccMaTpUBAIOLUINX WHTE-
I'PUPYIOLIYIO POJIb MEXaHHUECKUX CHII M HANIPSOKEHHH B OpraHu3aiuy OU0JIoru-
gecKkoro MopdoreHesa u KICTOTHBIX AU HepeHITnPOBOK

OTKPBITUE SMBPUOHAJIBHBIX PETVJISLUA
N ITPOBJIEMA TTPEAOITPEJEJIEHHOCTHA
CY bbbl YACTEM 3APOJIBILIA

[IpuHuun nerepMuHU3Ma Kak NPEACTABIEHUE O B3aUMOCBS3U SIBJIEHUU U
MPOLIECCOB B MPUPOJIC SBJSCTCS Ba)KHEHIIEH COCTaBHON YacThio (pyHIaMeHTa
coBpeMeHHoM Hayku. Kiaccuueckue npecTaBieHus O MPUYUHHOCTH Ha3bIBa-
IOT MEXaHUCTHYECKHM HIIN <JIAMJIACOBCKUMY JleTepMHHU3MOM. OCHOBHOH I1e-
JIBIO HayKU MPEJICTABIISICTCS aHAJIU3 MPUPOIHBIX SIBICHUHM KaK UENOYKH OJHO-
3HAUHBIX COOTBETCTBUN «IPUUYUHA-CICACTBUS» U, KAK PE3YyJbTAT, BBISIBICHUS
MIOJIHOT'O CIMCKA TAKUX MPUYUHHBIX COOTBETCTBHUIL.

Bompoc 0 ToM, HaCKOJIBKO KECTKO JICTEPMUHUPOBAHA CY/Ib0a TOW WU HHOM
YacTH 3apojblia., CTaBUiCs eme Mmyapenamu AatudHoct (bemoycos, 2005).
FI/IHHOKpaT CUuTal, 4TO 4aCTH 3apoJbllia YKE Ha CTaIuun Hﬁ].[a HUMCIOT XKECT-
KYIO MPENONPEeICHHOCTh K Pa3BUTHIO B T UM WHBIE CTPYKTYPhI. AJbTEpHAa-
THUBHAs TOYKA 3PEHUS, BOCXOIAMIAS K APHCTOTENIO, MPEANONIAraeT, uTo B XO/¢
Pa3BUTHS KUBOTO OpPraHU3Ma MPOHCXOIUT 0OPa30BAHUS HOBBIX CTPYKTYp W3
OeccTpykTypHOCTH. [IpOTUBOCTOSIHHE ATUX KpalHUX TOUYEK 3PEHUS KpacHOU
HUTBIO MPOXOJIUT YePE3 BCIO UCTOPHUIO HAYKH.

Bunbrensm Py, ocHOBaTenb 9KCIepUMEHTabHON YMOPHOIIOT K, CTaBHJI 3a-
Jladyeil BHEIPUTh OCHOBAHHBIM Ha JIETEPMUHU3ME Kay3aJIbHO-aHAJIUTUYECKUN
MOJX0/l B M3Yy4YeHHWE pPa3BUTHs KUBBIX opranm3moB (Roux, 1888; benoycos,
2005), I0I0XUB B OCHOBY METOAOJIOT M YKCTIEPUMEHTAITHLHOE pacusicHeHHE pas-
BHUBAIOLLIMUICS )KUBOM CUCTEMBbl HAa MPUUYMHHO-CIEACTBEHHbIE 3BeHbs. [lomuep-
KHBasi TECHYIO CBSI3b C MEXaHUCTUYECKUM JIETEPMUHU3MOM, Py Ha3Ban HOBOE
Hay4YHOE HAIMPABJICHUE «MEXaHUKOW pa3BUTHs». OMHON M3 TJIABCHCTBYIOUINX
LeJIE MEXaHUKU Pa3BUTHUsI OH CUUTAJ OTBET HA BOIPOC, BCE JIM IPUYMHBI pas3-
BUTHUS NaHHOW YaCTH 3apOABINIa 3aKJIFOYCHBI B HEW camMoil T ke TpeOyeTcs
BO3/ICHCTBUS U3BHE.

Py ocymiecTBui nepBeIii SMOPHOIOTHYECKHI SKCIIEPUMEHT, Pa3pyIInB OAHH
13 0TacCTOMEPOB Ha CTAJINHU JIBYXKJIETOYHOTO 3apoiblia Isarymku. [[poradmtonas
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pa3BUTHE OCTaBLIErocs OacToMepa, OH MPUIIET K BBIBOAY, YTO U3 HEro copmu-
poBajach JUIIb MOJOBUHA TEJIa M YTO Cylb0a Ka)JIoro Ojactomepa B 3apOjibl-
e skecTko mpenonpenencHa. (Roux, 1888). Ero cooteuectBennuk 'anc Jpum B
1891 r. mocTaBU aHAJOTUYHBIN MO 3aMBICIY 3KCIIEPUMEHT, pa3laeisis JBYXKJe-
TOYHBIN 3apOJIBILI MOPCKOI'O €Ka Ha OTAEIbHbIC OlacTOMEpbl BCTPSIXUBAHHEM
(Driesch, 1891) 1 moka3zaJ, 4To U3 Ka)KA0ro 6j1acToMmepa pa3BUBaiCs MEHbILAS 110
pasmepy, Ho MOp(doornyecKr MOTHOLECHHAs THUNHKA. DEeHOMEH pa3BUTHS LIEN0-
r'0 3apojiblilia U3 YyacTH ObUT Ha3BaH J{puiiemM SMOpPHOHATBHBIMU PETYISIUSMU.
OMOpHOHATBHBIC PETYIISAIINNA OBIITH OTKPHITHI M HA PYTHX 00BEKTaX.

OTKpbITHE SMOPUOHATBHBIX PErYJSIUN MOCTABUIIO MO COMHEHUE TIPUME-
HEHHEe MPHUHIIUIA JIETEPMUHU3MA K SMOPHOHAIBHOMY pa3BuTHIO. Kay3aibHO-
AHATMTUYCCKHUI MOJIXO/] MPEIOIaraeT BO3MOKHOCTh Pa3/ieiieHus mpolecca Ha
OJTHO3HAYHBIC TIPUYMHHO-CIICJICTBEHHBIC CBSI3H, CBS3aHHBIC C ONPEICICHHBIMU
cTpykrypamu. DeHOMEeH 3MOPHUOHANBHBIX PEryJIsuid TOBOPUT O TOM, YTO, IO
KpaﬁHeﬁ MEPC, HAa HCKOTOPBIX CTAAUAX pa3sBUTUA, OJHOZHAYHBIC CBA3U MCKIY
CTPYKTYpaMHu M T€M, UTO U3 HUX pa3oBbeTcs, oTcyTcTBYIOT (bemoycos, 2005;
Beloussov, 2012). bnactomep «He 3HaeT» 3apaHee, OyIeT JIM OH H30JIUPOBAH WITH
HET, U, TEM HE MEHEe, MOTHOICHHBIH 3apOJIbIII PA3BUBACTCS IIPU JIFOOOM U3 9TUX
BapUAHTOB, YTO JIeJAcT UJCK «IICTIOYKH OJHO3HAYHBIX MPUYMHHBIX COOTBET-
CTBUI» B Pa3BUTHU JKHUBBIX CUCTEM a0CyPJIHOM.

TEOPIU S BUOJIOTMYECKOI'O T10JIA
N COBPEMEHHA 5 BUOJIOT' A

OTtkpeiTie JpuineM >MOPHOHANBHBIX PETYISIHMA CTHMYIHPOBAIO pas-
BUTHE TEOPETHYCCKOW OMOJOTHU Ha TMOCieayroliee crojerne. [IpomommkeHme
«/IpuIIeBCKOTO» TOAX0/1a B OHOJOrHH Pa3BUTHS X X B. CBSI3aHO MPEKIE BCETO
C UMEEM PYCCKOTO YUYEeHOro U MbIiciuTens Anekcanapa [aspuiosuua ['ypBuya.
OoJtee cTa JIeT Ha3a]] BBIIBHHYBIIETO UACI0 MOp(hOreHeTHYeCcKoro (buomornye-
ckoro) noJist (Gurwitsch, 1912, Beloussov, 1997, 2015).

CornachHo ['ypBuuy, cynp0a yacTe SMOPHOHA U OTJIENIEHON KIETKU 3aBHCUT
OT X TO3HUIHH B IIEJIOM OpraHu3Me. [ 'ypBHY BBOAUT HJICIO MOJISI KAK OPraHU3y-
IOIIETO MPHUHIUIIA, ONPEACIISIONIEr0 Ha HaIKJICTOYHOM YPOBHE CYAb0Y KIIETOK.
[one (on ucnons3oBan Tepmut Krafffeid u Geschehensfeld) onpenensier koop-
nuHanuio coobitnil (Geschehen) (Gurwitsch, 1912; Beloussov, 1997, 2015).

MOoXHO 11 ompenenuTh QU3NYCCKU MEXaHU3M, IOCPEACTBOM KOTOPOTO
KJISTKH BIHSIOT JpYyT Ha Apyra Ha pacctostauu? Cam ['ypBudY cuntal, 4To KJeT-
KM MOT'YT «O0IIAaThCsD» ¢ IOMOIIBIO JIEKTPOMArHUTHBIX BOJTH. DTH WU, OJIHA-
KO, Pa3BUTHSI HE MONY4HIIM. YaCTHYIHO 3TO OBIJIO CBS3aHO C TPATHIHBIMU ITOJIH-
truaeckuMu npoueccamu B CCCP, KoTopble HEraTUBHO OTPAXKAJIUCh HA YUYEHBIX
(Beloussov, 1997). B 1944 1. I'ypBuY BBIIBUHYI HJIEH O TOM, YTO B OCHOBE OHO-
JIOTMYECKOTO IOJISl MOTYT JIeKaTh KOHCTEIISLUN OHOJOTHYECKHX MaKpOMOJie-
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KyJ1, 00pa3yrolue yCTOMUNBbIE CTPYKTYPBI, IO KOTOPBIM MOXKET HJITH TIEPEHOC
SHEPTHH, B TOM YHUCIIE OT XpOMaTHHa sijipa K niepudepun kinetku (['ypsuu, 1944).

B 1970-1980-x rT. HECKOIBKO UCCIIEAOBATENBCKUX TPy HE3aBUCUMO APYT
OT JIpyTa MPEIIOJIOKHIIIN, YTO YACTH OPraHU3Ma MOTYT OBITh HHTETPHPOBAHBI B
eIMHOE IEJI0€ C TIOMOIIBI0 MEXaHNYECKUX CHJI I MEXaHUYECKUX HaIPSKCHHUH.

Ponm MexaHWYeCKUX CHJI M HANpPSDKCHWH B OpraHU3allMHd OMOIOTHYECKOTO
Mop(doreHesa 1 KIETOYHBIX TUPHEPEHIIMPOBOK

Eme B XIX B. mBeiniapckuii rucroior u anaroM B. T'uc BergBurain uaerw o
BO3MOXHOM pOJIM MEXaHUUYECKUX CHJI B OPTaHU3ALMU KUBBIX TKAaHEU, B 4acT-
HOCTH, B XOJIc CBOpauyMBaHUsI HEPBHOU TPpyOKH y no3BoHOouHbIX (His, 1874). OTH
BO33PEHMS HE MPUBJIEKIN IMIUPOKOW MOJACPKKH COBPEMEHHHUKOB, PEHECCAHC
HHTEpeca K 3TON TeMe MPOU30IIEN TPUMEPHO CTOJIETHE CITYCTS.

B 1970-e rr. Hemenkuii anarom bremmuar onucan CTPyKTYpbl MeXaHH-
YeCKMX HANpSKEHWH B Pa3BUTHHU YENOBEKAa W BBIABHUHYJ MPENINOIOKCHHE
0 TOM, YTO IOMOOHBIE CTPYKTYPBhI BCTPEYAIOTCS B PA3BUTHH JIPYyTHUX Opra-
Hu3moB (Bleschmidt, Gasser, 1978). B 3tu e rofsl aMepuKaHCKUN OHOIOT
Anp0epT Xappuc M ero KOJUIETH M3yYalld MEXaHUKY KJIETOYHBIX JBUIKCHHIH
Ha pa3HBIX AIACTHYECKHX CyOCTparax, TaKMX KaK Pe3WHa W KOJIAareHOBBIH
reaw (Harris, 1973; Harris et all, 1981). MccnenoBarenu rmokasaliu, 4To B Cly-
Yyae BHICEBAHUS TOMOTEHHOHN KJIETOYHON KYJIBTYPHI Ha CyOCTpaTe mMpONCXOIUT
(hopMuUpOBaHUE PETyISIPHBIX KJIETOYHBIX KJIACTEPOB 33 CYET TOTO, UTO KIIETKH
co3/1aBaly NaTTepHbl HanpsbkeHus cyOctpata (Harris et al., 1984; cMm. Takxke
Beloussov, 2012). DToT npumMep peanabHONW CaMOOPTaHU3AIUU KUBOU CUCTEMBI
HA OCHOBE MEXaHMYECKHX HANPSIKEHUH: KICTKH 0ObEUHSIOTCS B KIJIACTEPhI,
a MopoKJ1aeMoe KJIETKaMU HaTsDKeHHe cyOcTpaTa BBICTYNaeT B PO (HakTo-
POB 1albHOJICUCTBUS.

CAMOHAIIPS)KEHHBIE KOHCTPYKIIUHN
N MOJEJIb BUOTEHCEI'PUTHU

Buotencerputu — emie 0gHO U3 HANTPaBICHUH MEXaHOOHOIOT MY, BOSHUKIIICE
B CLIA B Ty e snoxy. OcHoBarens 3Toro Hanpasienust — JJonansn Murodep,
npodeccop Iapeapia B HacTosimee Bpems. B 1970e ou 6bu1 cTymenToM Mems-
CKOT'O YHUBEpPCUTETA. B T€ rozbl, 3aMHTEPECOBaBUINCH AU3aHOM, OH CIy4ailHO
y3Hai o Teopuu Tencerputu Puuapna bykmuncrepa @yiepa v 0 KOHLENIUN
camoHanpsikeHHbIX KoHcTpykuwit (Fuller, 1961). Tencerputu (OT aHTITHICKOTO
tensegrity, tensional integrity, To ecTh HanpsiKeHHas! HHTETPAJIbHOCTB) — CHCTE-
Ma B3IJIAJIOB, OMHKCHIBAIONIMX CaMOHANpPSKEHHbIC KOHCTPYKIIMH, BO3ZHHKJA B
apxuTekType, Mmexanuke u uckycctse (Fuller, 1961). CaMmoHanpsskeHHBIMU CUH-
TalOT TAKHE KOHCTPYKITUH, KOTOPhIC UMEIOT CTA0OMIIBHYIO (DOPMY 3a CUET IMTOCTO-
STHHOT'O CTSITHBAHMUS 3JIEMEHTOB (2 HE 3a CUET CAABJIMBAHUS, KAK OOJIBLUIMHCTBO
ApXUTEKTYPHBIX KOHCTPYKIMi). BcemupHyto nsBectHocts TeHcerputu moiy-
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Yuia B CBA3HM C M3YMHUTENBHBIMHU paboTaMK aMEepHUKAaHCKOTO CKyiblnTopa KeH-
Heta CHenbcoHa. KoMmo3nnum u3 cTepKHEH U CTATUBAIOLIUX UX CTPYH JAepiKaT
(hopMy, HO HE UMEIOT IIPU 3TOM XKECTKOI'0 KapKaca.

3aMeTHB CXOJCTBO MEXTy ITOBEICHUEM CKYJIBITYPHBIX KOMIO3UIHH CHEllb-
COHA W XHMBBIMH KJIeTKaMH, VIHrOep BBIIBHHYIJ THIIOTE3Y O TOM, YTO JKUBBIC
CHCTEMBI ITPEACTABIISIOT U3 Ce0sl CaMOHANPSKEHHBIE KOHCTPYKIUU. BrutoTs 10
1970-x rT. GOIBIIMHCTBO OMOJIOTOB CMOTPENH Ha KJIETKY KaK Ha «IIapUK C LIUTO-
a3MOi», OCHOBHON yIOp AeJaJicsl Ha N3ydeHne OMOXMMHUYECKHX MPOLECCOB,
MEXaHUYECKHE MPOIECChl, TPOUCXO/SAIINE B KJIeTKe, HTHOPHUPOBaIHCh. WHT-
Oep MOMmbITAJICA CO3/1aTh MOAEH KJIETKH KaK CaMOHAIPSKEHHOW KOHCTPYKIIUH
(Ingber et al., 1981; Ingber, 1993, 2003a, b). CornacHo npencrasierusm Nuroe-
pa, U TOCKEIET MOYKHO pacCMaTPHBATh KaK CUCTEMY M3 MOJICKYIISIPHBIX CTESPIK-
HEH, BEPEBOK U KAHATOB HAHOMETPOBOU TOJIIMHBI, MEXaHUYECKH cOaTaHCHPO-
BaHHYI0. HaTsokeHHs MOpOXKAAI0TCSl MUTOCKEIETHBIMA MUKPO(QHIAMEHTAMU H
MPOMEKYTOYHBIMU (DUITAMEHTAMH, CHUIIBI 3TU MPHIIOKEHBI K YIPYTUM CTPYK-
TypaM, TAKMM KaK MUKPOTPYOOUYKH MIIH 3JIEMEHTHI BHEKJIETOUHOTO MaTpPHKCA,
C KOTOPBIMHM KJIETKa CBsi3aHa KOHTakTaMH. CHIIbl cOajlaHCHPOBAHBI, M KJIETKa
nMeeT cTabunpHyto hopmy (puc. 1,a).

HanpsikeHHOCTD, cTabuIu3upyoImas GopmMy KICTKH, GOPMHPYETCS PEK e
BCErO 3a CYET COKPATHTEILHON aKTHBHOCTH aKTOMHO3MHOBBIX CTPYKTYp. Jlo-
NOJIHUTEIbHBIN BKJIa[] B CO3JaHUC HAIIPAXKCHHOCTU MOT'YT CO34aBaTb BHCIIHUC
BOSI[eI\/'ICTBI/ISI qgepes BHEKJICTOYHBIN MAaTpPUKC U KJICTOYHBIC KOHTAKTbl, OCMOTH-
YeCK¥e CHIIBI U CHJIBI, CO3/[aBacMbIe 3a CUET TOIMMepH3anun GpunaMmeHToB. [{u-
TOCKEIJICTHBIE CTPYKTYPhI Ha TIepu(epUH KICTKU CBS3aHBI C 3JTACTUYHON CEThIO
MPUMEMOPAHHBIX ITUTOCKEJIETHBIX CTPYKTYp. IIpoMexyTOuHbIE (HIaMEHTHI
CBSI3BIBAIOT MHUKPOTPYOOUKH U MUKPOPUIAMEHTHI C TIOBEPXHOCTHIO KJICTOUHO-
ro siipa, obecrneunBasi MeXaHUIECKOE SUHCTBO KIETKH. Eciu Takas CTpyKTypa
MEHSIETCS, TO M3MEHEHUE MOXKET ITPUBOJUTH K MEXaHUYEeCKOH padore (puc. 1,0).

ITpunnunel Mogenu buoreHcerput NpuMEHUMBI K pACCMOTPEHUIO JKUBBIX
CHCTEM W Ha JIPYTUX YPOBHSX OpPraHU3alluH, KaKk CyOKIETOYHBIX, TaK M Hal-
kieTouHbIx (Ingber, 1993; Ermakov, 2018a). J{nmuanasie monekynsl JJHK moryT
00pa3oBBIBaTh CTPYKTYPHI, HOCTpOoeHHBIE 10 TpuHITNNaM Tercerputu (Liedl et
al., 2010; Zheng et al., 2009), B KOTOPBIX OTHOCHTEIHHO )KECTKUE YYaCTKH CO-
YeTalTCs C PACTSIKUMBIMH yYaCTKaMH.

Knerounoe anpo ¢ Touku 3peHus TeHCerpuTH ToXe MpeAcTaBiseT coOoi
CaMOHAIPSIKEHHYI0 KOHCTPYKITHI0. He TonbKo B IUTOIIIa3Me, HO U B SIAIpe MPH-
CYTCTBYIOT LIMTOCKeJIeTHbIE CTPYKTYphl, JJHK ynakoBaHO B XpoMaTHH CIIOXK-
HbIM 00pa3oM. flapa KJIETOK MOYKHO paccMaTpUBaTh KaK CaMOHAIPSKCHHbIC
CTPYKTYPBbI, B KOTOPBIX OTAEIbHBIE XPOMATHHOBBIE (PMOPHILIIBI U3 IJIOTHO yHa-
koBaHHOW JIHK ciykaT B kauecTBe ympyrux «CTEp:KHEH», a OKpPYKarolIuil
SIIGPHBIA MAaTPUKC HAXOAUTCS o] pacTsikeHueM (Ingber, 1993).
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Puc 1. Mozenb yyacTka KJICTKH KaK CAMOHAMPSIKCHHOW KOHCTPYKIIMH: ¢ — OallaHC CUJ B
KJICTKE MOJIEP’)KUBACTCS C MTOMOIIBIO SJIEMEHTOB IIUTOCKEJICTa U BHEKJIETOYHOT0 MaTpHUKca (MHU-
KpOTPpYOOUKH MOAOOHBI YHPYTUM CTEPXKHSIM, a MUKPO(QUIAMEHTHI — PACTATUBAIONIUM HUTSIM;
MHUKPOQHIAMEThl UCHIBITHIBAIOT HATSDKEHNE, MUKPOTPYOOUKa — C)KAaTHE; JIEMEHTHI IIUTOCKEIeTa
MIPUKPETIIAIOTCS K (POKAIBHBIM KOHTAKTaM, KOTOPBIE CBS3aHBI C BHEKIJIETOUHBIM MaTPUKCOM, ITPO-
HCXOIUT YPABHOBEIINBAHNE MATTEPHA BHYTPUKIETOUHBIX U BHEIIHUX MO OTHOIIEHUIO K KIETKE
cu1); O — pa3pylieHHe MUKPOTPYOOUKH MPUBOJUT K M3MEHEHHIO ITIaTTepHA MEXaHUYECKUX HAIPs-
JKEHUH B KJIETKE, HATSDKCHHE MUKPO(QHUIAMEHTOB BO3PACTAET; BO3PACTAHNE HATSKCHNST CKOMIICH-
CHPOBAHO yCHJICHUEM NPHUIIOKEHHOTO K JAHHOMY Y4acTKy BHEKJIETOYHOI'O MaTPHKCA BHEIIHETO
HatspkeHus;; MT — mukporpy6ouka, MO — mukpoduiamenTs, BKM — BHEKIIETOUHBIH MaTpHKC,
Kuet. Mem0. — knetounast memOpana (mmo: Ingber 2003a, Ermakov 2018a, monudummpoBano).

Tkanu, cocTosIME U3 KJIETOK U MEKKJIETOYHOT O BEIIECTBA, TOKE OpPraHu30-
BaHBI 110 IPUHIIUTIAM TeHCEerpuTH, U U3MEHEHHS Ha YPOBHE LIEJIOW TKAHU MOTYT
MIPUBOAUTH K MEepecTpoiikaM Ha KJICTOYHOM ypoBHE. M3ydeHue Oobmoi 6ep-
LIOBOM KOCTH TIOKa3aJIo, YTO JAaBJICHUE, TIEpeaBaeMoe OPTaH3MOM Ha KOCTh, HE
nepeaaeTcs no koctu crporo BeprukainbHo (Chen, Ingber, 1999). Mexannyeckoe
BO3/ICHCTBHE HA KOCTh PAaCIPOCTPAHETCS IO KPUBOM OT Ta300eJpeHHOI0 CycTa-
Ba 710 KosieHa. COCTaBHBIE YaCTH KOCTH MCTIBITHIBAIOT CAABJIMBAaHUE B MEUATb-
HOM HATpPaBICHUH U HATSOKEHHS B JIaTEPalibHOM HalpaBieHWU. BHYTpeHHOCTD
OepIIOBOI KOCTH MPEACTABIISICT COO0N KOMOWHAIIHMIO ITPETHAIPSIKEHHBIX CeTEH
Y T€OJIE3UYECKUX CTPYKTYP, YTO MPHUIaeT KOCTH MAKCUMAIIbHYIO CTAaOUIIBHOCTH
pu MexaHu4eckoMm BosnelictBuu Ha Hee (Chen, Ingber, 1999).
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[TPOEKT «MOPO®OMEXAHUKA» ITPOPECCOPA JI.B. BEJIOYCOBA
N TEOPU S BEJIOYCOBA-MUTTEHTAJIA

B nauane 1970-x rr., HezaBucumo ot 3ananusix koier, B CCCP yuenue
0 POJM MEXaHWYECKHX HANpPSIKEHUH KaK WHTErPalibHbIX (aKTOPOB MOpQo-
reHe3a HaUMHAIOT pa3pabarsiBaTh mpodeccop JleB Bnagumuposua benoycor
n3 MI'Y u ero yuenuku (bemoycos u np., 1974; Belousov et al., 1976), moznaee
9TO Y4YEHHE TONYyYUT Ha3BaHue «MopdomexaHuka» (Beloussov, Grabovsky,
2006). IlepBpie mMyOMUMKAIMU B TOM HANpPaBICHHUM IOSBUIIUCH B CEpeIUHE
1970-x rr. (benoycos u np., 1974; Belousov et al., 1975) u OblIM OCBSIICHBI
nepopmani GparMeHTOB 3apOABIIICBBIX TKaHEH TPaBSHOW JIATYIIKH Rana
temporaria Ha CTaJUsIX OT CPEHEH racTpyJibl 10 PAaHHEH XBOCTOBOH ITOYKH
(bemoycos u np., 1974).

Bonpmas wacte medopmanmii cBommMIIach K CKpyYHMBaHWIO (parMeHTa,
B HEKOTOPBIX CIIy4asXx BHYTPEHHEH IIOBEPXHOCTh BHYTPb (MX Ha3BaH +aedop-
MalliH), B HEKOTOPhIX — BHYTPEHHEH MOBEPXHOCTHIO HAPYKY (—IedopMarun).
ABTOpPBI BBISIBUJIM HEMEJICHHBIC (MACCUBHBIC) Aeopmanui U aedopmamuu
C JIATEHTHBIM IMEPUOJOM M KJIETOUYHBIMHU MEpeCcTpoKaMu (aKTHBHEIE). Hemen-
JeHHbIe NeopManuy ObUIM TPUCYIIM BCEM HCCIENOBAaHHBIM (parMeHTaM.
[Tormxennas temmeparypa U oopadborka KCN ocTanaBmmBanu achopMaiiu
C JJATEHTHBIM ITEPHOIOM (aKTHBHBIE). [[0CKONBKY HeMemIIeHHbIe tehopMaluy He
MOJABJISIINCH AeiicTBUEM HU3KOU TemmepaTypsl U KCN, OHU SIBISIOTCS TACCUB-
HBIMU peJlakcalusMu K popMaM ¢ MEHBIICH MOTCHITMATBHON SHEPrUCH.

ABTOpBI BBISICHUJIHM, YTO TAaCCHBHBIC Je()OpMalMi MOTYT OBITh CBEICHBI
K HeckolbKuM TutaM (puc. 2) (Belousov et al., 1976; cm. Takske Ermakov, 2018b).

1. CokparieHue noBepxHocTu (hparmMeHTa 0e3 u3ruda 03HavaeT, 4To 00e mo-
BEPXHOCTH (hparMeHTa B OJMHAKOBOM CTEIICHU 3JIAaCTUYHO PACTSIHYTHI (pHC. 2,a).

2. U3ru6 dparmenta 6e3 cokpaiieHus OOKOBBIX CTCHOK KJIETOK CBHJICTEIIb-
CTBYET O NMPEUMYIIECTBEHHOM 3JaCTUYHOM COKPAIICHUH OIHOI M3 ITOBEPXHO-
creit (puc. 2,0).

3. CunpHbIH U3rnd ¢parMeHTa ¢ COKpalieHneM OOKOBBIX CTEHOK, BIUIOTh
JI0 OKPYTJICHHSI KJIETOK, TOBOPHT O TOM, YTO JIO ONEpaIMy ObUIH PacTSIHYTHI U
BHEIIHUE U OOKOBBIE KJICTOYHBIC CTEHKH (pHC. 2,8).

4. Pacceuenue IBYCIOMHOrO (parMeHTa HMPHUBOIUT K PACXOXKACHHUIO €ro
Kpaes (puc. 2,e1), a u30a41Hs ydacTKa cJIos — K ero ckiajbiBaHuo (puc. 2,22). B
OTHUX CIydasaX COKpallaroTCsa PaCTAHYThIC KJIIECTKHM B OCHOBAHWHN CKJIAAKH. Hapﬂ-
Iy C HATSDKCHUEM BHEITHEH ¥ BHYTPEHHEH TTOBEPXHOCTEH (hparMeHTa UMEIOTCS
JIMHWAW HATSDKEHUS, Uy TIHE TI0 OOKOBBIM CTEHKAM PACTSIHYTOU KIETKH (KIJIETOK)
Y TIepeceKaroIne KJICTOYHBIH MIIACT.

5. Pe3knii () u3ru0, JTIOKaITU30BaHHEIH 11O TpaHUIlE CEMapoBKH, HO O6e3 ompe-
JETICHHOM MPeIoKalu3allii B UHTAKTHOM 3apoJbliie (puc. 2,0).
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Puc 2. Tunbl maccuBHBIX AeopMaliii B SMOPHOHAIBHBIX TKAaHAX: ¢ — COKpAICHHE MO-
BEPXHOCTH (parMeHTa mocie paccedeHus 6e3 niruba; 6 — u3rud Gpparmenta 6e3 COKpaIIeHHs
OOKOBBIX CTEHOK IIOCJIE PACCEUCHHUS; 8 — CHIIBHBIM M3ru0 (parMeHTa rnocjie paccedeHus, ¢ co-
KpalieHHeM OOKOBBIX CTEHOK, BILIOTh 10 OKPYIJICHHS KIIETOK; el — paccedeHue ABYCIOHHOTO
(bparMeHTa IPUBOJUT K PACXOXKACHHIO €r0 Kpaes, 22 — U30JALMS Y4acTKa CJIOS — K €ro CKJIabl-
BaHUIO; O — pe3KUH (-) U3rub, JOKAIN30BaHHBIH 110 I'PaHULE CENapOBKH, HO O€3 OIpeaeIeHHOit
[IPEeJIOKaIM3alliH B MHTAKTHOM 3apojbliie; el — (-) CKitaapiBaHue U €2 — (-) CKpy4HBaHHE OTCerna-
POBaHHOI1 30HbI, TPU KOTOPBIX MPOMCXOIUT CHMMETPH3ALUS HCXOAHO CKOLIEHHBIX KIETOK (T0:
Beloussov et al., 1976, MoguduinpoBaHo).

6. (-) cknmagsiBanue (puc. 2,el) u (-) ckpyunBanue (puc. 2,e2) oTcenapoBaHHON
30HBI, IIPH KOTOPBIX MPOUCXOTUT CUMMETPH3ALINsI UCXOTHO CKOIICHHBIX KIIETOK,
YKa3bIBaIOT Ha HEPAaBHOMEPHOE PACTSKECHHE KaK BHEITHEH, TaK M BHY TPEHHEH 110-
BEPXHOCTEH U Ha 3JIACTHYHOE PACTSHKEHNE OOKOBBIX KJIETOYHBIX CTEHOK.

[IInpokoe pacrpocTpaHEeHNE TACCUBHEIX Ae()OpMaIiii TOBOPUT O TOM, YTO
TKaHU 3apOJBIIIA UMEIOT XapaKTEPHYIO CTPYKTYpPy MEXaHHYECKUX HampsiKe-
HUIl. ABTOPBI BBISCHHIIN, YTO HA KaXKIOH OMPENICICHHON CTaJuu Pa3BUTHUS 3a-
POABIIIN 00Taal0T XapaKTEPHBIM MOJIEM HANPSIKEHHH, KOTOPOE MOXET OBbITh
npencraBiieHo B Bujae kaptel (bemoycor u ap., 1974; Belousov et al., 1976;
Belousov, 1978). B nanpHeimux nccienoBanusx ObLIO JOKA3aHO, YTO CTPYKTY-
pa IMaTTepHOB MEXaHWYECKUX HANPSIKCHUH BINSACT HA OPraHU3aLnIo Mopgore-
HETHYECKHX JBIKCHNH 1 HEOOX0IMMa /Il HOPMAJIBHOTO MTPOXOXKICHUS paHHE-
ro MopdoreHesa 1 peryisiiuy KIeTOYHbIX JH(HEPEeHINPOBOK.
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Penakcanust naTTepHa MEXaHMYECKUX HAIPSDKEHWM Ha CTaJuU paHHEH ra-
CTPYJIBI IITIOPIEBOH JIATYIIKH Xenopus laevis ¢ IOMOIIBIO BEPTHKAIBEHOTO Pa3-
pe3a BEreTaTUBHOI'O NIOJTyIIApH s BEAET K yBEJIUUEHHUIO JIOMEHA CUJIBHO IOJISIPU30-
BaHHBIX KJIETOK B JOPCaJIbHOM yacTH 3MOpHOHA M BO3pacTaHUI0 00beMa HEpPBHOI
TKaHHU y 3KCHEPUMEHTAIBHBIX «PEIaKCHPOBAHHBIX» 3MOPHOHOB IO CPABHEHHIO C
HopmaibHbIME (Beloussov et al., 1990). [lony4yeHnHsie gaHHBIE XOPOIIO COTIACY-
IOTCS C TEOPETHUECKOI MOJIENIBIO AU TENNAIBHBIX MOpdorene3oB b. bennnuena,
COTJIACHO KOTOPOW MAaTTepHBl MEXaHHMYECKHUX HAIPSKEHUN peryinupyloT pazou-
€HME KJIETOYHBIX IUIACTOB HA JIOMEHBI NOJISIPU30BAHHBIX M HENOJISPU30BaHHbBIX
kietok (Belintsev et al., 1987). Penmakcamus MeXaHHYeCKUX HAIMPSDKEHUN C T10-
MOIUIBIO Pa3pe3a BEreTaTHBHOTO MOJyIIapusl Ha CTaJuH OJacTysbl IPUBOIUT K
eme 6onee gpamarnyeckum nocienctsusM (Ermakov, Belousov, 1998). Kpatko-
BpEeMEHHBIM 3(PEKTOM TaKoH orepaiy ObLII0 HCYe3HOBEHHE OacTolens, nepe-
MEIIMBAaHUE KJIETOK W YBEJIIMYCHUE YHCIIA CJIOCB KPBIIIH OJacTomesns. 3aTeM Ha
[IOBEPXHOCTH 3apOJblLIell BO3HUKAIM BIAJUHBI U XO00OTOOOpPAa3HbIE BBIPOCTHI,
3apOIBITITN Pa3BUBAJIUCH C cephe3HbIMU anoMaussMu (Ermakov, Belousov, 1998).

Mopdomerprueckuii aHaIU3 MOKa3all, 4YTO CpeHee 3HaUeHne 00beMa Xop-
JIbI HE U3MEHSIIOCH Y «PETaKCHPOBAHHBIX) 3apoJibliieil (pHc. 3,a) o CpaBHEHHIO

Puc. 3. PacnipenencHie 006eMOB 3a4aTKOB XOPIbl M HEPBHOU TPYOKH B CIIydae «peiaKcHpo-
BaHHbBIX» U HOPMAJIbHBIX 3apOJBIIICH: @ — pacrpeiesicHie 00beMOB 3a4aTKOB XOpJbl, 6 — pac-
npezesieHie 00beMOB HEPBHOI TKAHH y HOPMAJbHBIX 3MOPHOHOB MIMOPIEBOH Jsryiiku X. lae-
VIS Ha CTaJ{H XBOCTOBOIM MOYKH B CPABHCHHH C PACIpEACICHHEM OOBEMOB 3a4aTKOB XOPJIBI
W HEPBHOM TKaHU Yy SMOPHUOHOB MOCJIE ONIEPALINH 10 PEJIAKCAL[MH MEXaHMUYECKUX HAIIPSKEHUH (6 U 2,
COOTBETCTBEHHO); IS KasKJI0M JMarpaMMBbl HCIIOJB30BaHbI JaHHbIe 10 20 0Opasiam (ropu30HTalb-
Hast OCh: 00BbEMBI, YCIIOBHBIC CMHUIIBI, BEPTHKAIbHASL OCh: YHCIIO CITydaes); (OPUTHHAIBHBIN HC-
tounuk: Ermakov, Beloussov, 1998; nannas mogudukaius pucynkos mo: Luchinskaia et al., 2018).
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¢ KoHTpoJieM (pHuc. 3,6), HO pa30poc 3HaueHUi yBenuuuBayics. CpeaHull 00b-
eM HeHpaabHOU 3aKJIaIKN Y «PeTaKCHPOBAHHBIX» 3apOJbIIIei (puc. 3,0) cyte-
CTBEHHO TIPEBBINIACT ATOT MOKA3aTeNb Y HOPMAJIBHBIX (pHC. 3,2), UTO COTJIacy-
€TCsl C MOZEIBI0 SMUTEIHATBHBIX MopdoreHe30B bemmniea (Belintsev et al.,
1987). bonbIoii nHTEpeC NpeACTaBIsAeT (aKT BHICOKOH BapHaOEIbHOCTH Oce-
BBIX 3aYaTKOB y «PEJIAKCUPOBAHHBIX» dMOPUOHOB. [laTTepHBI MEXaHUYECKUX
HaIPSKEHUH MOXKHO PacCMaTpPUBAaTh KaK CHCTEMY OTpaHUYCHHUS BapuaOeJIbHO-
ctu nuddepeHIInPOBOUHBIX TOTCHIUH.

YacTh «pelakCHpOBAHHBIX» 3apOJbIIIeld KYyJIbTHUBHPOBAJIN B TEUCHHUE He-
CKOJIBKHX YacOB IIOCJIE OII€pallii B THIIOTOHUYECKOM PAacTBOPE, a 3aTeM Iepe-
HOCHJIA B M30TOHUYECKUH pacTBOp. Y OOJBITMHCTBA 3apOABIIIECH TOCIIe TaKOH
00pabOTKH MPOUCXOAMIIA HOPMAJIU3aLUsl Pa3BUTHS, TaK KaK KPaTKOBPEMEHHOE
KYJIbTUBUPOBAHUE B THTIOTOHUYECKOM PAaCTBOPE IPUBOIUT K OBICTPOMY BOCCTa-
HOBJICHUIO MAaTTEPHA MEXaHUYECKUX HaIPsHKEHUH.

ITokxa3zaHo, 4TO BO3JEHCTBHE € IOMOLIBIO UCKYCCTBEHHO ITPUIIOKEHHBIX Me-
XaHUYECKUX HAIPSIKCHHUH TOXKE MOXKET MOBJIHATH Ha Mopdorenes u auddepen-
UPOBKY IMOpHOHAIBHON TKaHW. JlakupeB m coaBTophl (Lakirev et al., 1988)
WCTIOJTB30BAJIN KAMEPY, C TIOMOIIIBIO KOTOPOI OHU PACTITHBAIN MPUKPETIIICHHEIE
K JaTeKCy (pparMeHThl IMOPHOHATBHON TKAHU MITIOPIEBON JNATYIIKH Xenopus
laevis. IlpuMedaTesbHO, YTO, €CIIM MapruHalbHYIO (JOpcajibHYI0 OlacToro-
panbHyI0) 001aCTh PacTATUBAIIM MEPIECHANKYISIPHO aHUMAaJIbHO-BEreTaTUBHON
OCH, TO B I3KCIJIAaHTaTax pa3BUBAJIMCh XOpJa U HECPBHAA TKaHb, IPUYCM XOpJa
OPUEHTHPOBAJIACH M0 OCH PACTSKEHHS HKCIUIAHTATA, TO €CTh MEePIeHINKYIISIP-
HO TOMY, KaK 3TO MTPOUCXOJIUT B HOPMAJIGHOM Pa3BUTHH. B KOHTPOIBHBIX DKC-
MJIaHTaTaX, IOMEIIEHHBIX KaK Ha HE PACTSHYTHIN, TaK U HA PACTSIHY THIN JIATEKC,
BILJIOTH 10 24 nHKyOauuu He 0OHAPYKUBAJIOCh 3a4aTKOB OpraHoB. Takue sKkc-
IJIAHTAThI pacnagajruCb Ha OTACIIbHBIC KJIICTKH.

B nanpHeHuX UCCiIeOBaHUSIX ObLIO MOKA3aHO, YTO HE TOJIBKO MapruHab-
Has 30Ha, HO U (pparMeHThl SMOPUOHAJILHOW TKAaHU U3 APYTHUX YUACTKOB SM-
OproOHa, TAaKMX KaK BEHTpaJibHAas SKTOAECPMA M 3KTOJePMa KPbIIIH 01acTOIEIs,
MEHSIIOT CBOIO JOPMY B OTBET Ha MCKYCCTBEHHO NMPHUIIOKCHHBIC MEXaHHUECKUE
Hanpsikenns (Beloussov, Luchinskaia, 1995; benoycos u ap., 1999).

K cepennne 1990-x rr., 61aromaps MHOTOJIETHHM HCCIIEIOBaHMAM benoyco-
Ba ¥ YYCHUKOB, BEICTPAUBACTCS KOHIICTIIIHS, COTJIACHO KOTOPOW 3MOPHUOHAIIEHOE
pa3BUTHE MOXKHO MPEACTABUTD, KAK CEPUIO0 CMEHSIEMBIX APYT Apyra MaCCUBHBIX
neopMaliuii ¥ aKTUBHBIX MepecTpoek. KIIFoueBbIM MYHKTOM 3TOH CHCTEMBI
MIPEACTaBICHUH CTAHOBUTCS TMPEATIONOXKEHUE O TOM, YTO IMPOIECCHI, HAIPaB-
JICHHBIE Ha BOCCTAHOBJICHWE MEXaHWUYECKUX HANPSIKEHUH, UAYT ¢ HEKOTOPBIM
MEPEXJIECTOM, MPOCKAKUBAs MUMO TOYKH PaBHOBECHS (THIIEPBOCCTAaHOBIICHHE)
(Beloussov et al., 2006; Beloussov, 2012). Cam benoycoB cuutain, uyTo pemiaro-
LIYI0 POJIb B CTAHOBJICHUU TUIMOTE3bI O TUIEPBOCCTAHOBICHUH MEXaHUYECKUX
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HANPSOKEHUH CBITPAJU €ro JTUTEeNbHbIE TUCKYCCHH C aMEPUKAHCKUM OHMOJIOTOM
MurttenTtanem n3 yauBepcurera Mnnunoiica B 1992 r. (benoycos, MuTTeHTaN b,
1992). Ilo3mHee 3Ta cucTeMa B3TIISIAOB MOTydHiIa Ha3BaHuu « Teopuu bemoyco-
Ba-MHUTTEHTAJISI.

OTKPBLITUE MEXAHO-3ABUCHUMON KCITPECCHHM T'EHOB

B Teuenune HecKoNbKUX MOCHeAHUX HecaTuineTudl XX B. uJeu 0 Beayuieu
PO MEXaHUYECKUX CUJI M HAIPSDKEHUM HE MOdydanad MacCOBOM MOAACPKKHU
OMOJIOTOB, B 3HAUUTEIBHON CTEIICHU B CBS3H CO BCEOOIIUM JOMUHUPOBAHHEM
KOHIICTIIINH TeHOIeHTpr3Ma. CKEeNTHIIN3M 0a3upoBaJiCs Ha OTCYTCTBHU CBS3U
MEX Ty MEXaHUUISCKIUMH TTapaMeTpaMHt KUBBIX TKaHEH M IpoIieccaMy peam3a-
MY TeHeTHYECKOW NH(POPMAITHH.

Ha py6esxe II u Il TeicsiueneTnii HaIel Spbl MPOUCXOIUT, OTHAKO, CEPhE3-
HBIA IEPECMOTP OTHOIIECHHUS K MEXaHOOMOJIOTHH CO CTOPOHBI MEHHCTPUMOBCKH
MBICTISIIIMX OMOJIOTOB. B mepByto ouepesp, 3TO CBSA3aHO ¢ OTKPHITUEM MEXaHO-
3aBUCUMOM 3KCIIPECCUM I'€HOB U yCIIEXaMU B U3YUYCHUH KJIETOYHOU U SJEPHON
MEXaHOTPaHCIYKIIHH.

MexaH03aBUCUMYH0 3KCIIPECCUIO TCHOB OTKPhLIU Dapk U KOJJIErH Ha dM-
OproHax MII00BON MYIITKH po30buinsl D. melanogaster (Farge, 2003). I'acTpy-
JISALHMS B paHHEM Pa3BUTHU JPO30(UIIBI HAUUHACTCS C MMOJIBOPAUYUBAHUS ME30-
nepMbl. [1o KOHTpOJIEeM MPOAYKTOB IeHOB twist U snail Me3oepMasbHbIC KIICT-
KU U3 [WIHHAPUYCCKUX CTAHOBUTCS TPAICIIUCBUIHBIMHE, OJIAaroAaps 4eMy Mpo-
HCXOJIUT UX MHBAaruHanus B o0sacth xkeitka (Costa et al., 1993; Leptin, 1999).
ITocne BBOpaumBas, Me30/I€pMalbHbIA CJIOM HAUMHAET BBITATMBATHCS B MOCTE-
PHOPHOM HAIIpPaBJICHUH 3a CUET JIaTepo-MenuaibHbIX nHTepkansanuii (Costa et
al., 1993) Iportecchl MHBaruHAITMH HAXOASATCS IO KOHTPOJIEM BEHTPAILHBIX T'e-
HOB tWwist, snail  TEpMUHAIIBHOTO TeHa huckebein. ViccnenoBaTenn ciaBIuBaIy
JaTepalibHO PAHHIOK KIJIETOYHYIO OJIACTOJCPMY 3apOJIbIIia C TIOMOIILI MUKPO-
MaHUIyIsTopa. Mexanudeckas aedopmaliis NpuBouia K SKTOMUYSCKON IKC-
MPECCUU I'eHA IWist 8 SKTOIEPME KaK Ha CTaJIMH LICUTFOJISIPU3AIUU TaK U B XOJIC
paunreii ractpysiiun (Farge, 2003).

B aTHX 3KCIIepUMEHTax 3apOoAbIIeH MMOJIBEPrajd BO3IEHCTBUI0 MEXaHUYE-
CKUX CHJI, HAMHOT'O IPEBOCXOIAIIUE T€, YTO ACHCTBYIOT B PEAJbHBIX >KMBBIX
opranusMoB. B mocnenyromux padotax ObUIM MOJTYUYECHBI 10Ka3aTEIbCTBA Me-
XaHWYECKOH MHAYyKuMH Twist B 3MOpuoHax Apo3oduiisl mpu aegopManusx,
cpaBHUMBIX ¢ pusnonornyeckumu (Desprat et al., 2008). MUKpOUHBEKIIMS Mar-
HUTHBIX HAHOYACTHIl B OIpENENICHHbIE 00JAacTH 3apoAbllIa ¢ MOCIEAYIOIINM
BO3/ICHCTBHEM MarHUTHOT'O OIS TIO3BOJISLIIA JIOKAJIBHO U OYEHb TOYHO TIPUKJIA-
IbIBATh MEXaHUYECKHUE CHJIIbI, @ MUKPOPA3pE3bl C IOMOLIBIO Ja3epa — FOBEIUPHO
HapyIlaTh X0A4 MOP(OreHeTUUeCKUX IBUKEHUHN U JIOKaIbHO cOpachiBaTh MeXa-
HUYECKHE HaNpsDKEHUS B 3apobleBblX TKaHsx (Desprat et al., 2008).
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KIIETOUHAA N AAEPHAS MEXAHOTPAHC/YKLIMA

EII.[G OJHO HAyYHOC HaIpaBJICHUC, B pPaMKaX KOTOPOI'O BBIABJIAIOTCA CBA3HU
MCKIAY MCXaHUKOMN OpraHoB " TKaHeH u MPpOUCXOAAIIMMHU B KJICTKAX MOJICKY-
JIHpHO-6I/IOJIOFH‘IeCKPIMI/I nmponeccaM — U3YyUYCHUC MEXAHOTPAHCAYKIIUH.

MexaHOTpaHCAYKIIUSI — IIPOLIECC, B XOJIE KOTOPOTO KJIETKA JICTEKTUPYET Me-
XaHUYECKOE BO3JICHCTBUE, HHTEPIIPETUPYET €0 M OTBEYACT HA MEXaHHYCCKHI
CUTHAJIbI, KOHBEPTUPYs UX B Onoxmmmdeckue (Alonso, Goldmann, 2016). Ta-
KOBa KJIACCHYECKas TPAKTOBKA 3TOr0 TEPMHUHA, 10 HEJJABHET'O BPEMEHU TEPMUH
«MEXaHOTPAHCAYKIIUSD» MCIIOIb30BAIH KAK CHHOHUM TEPMUHY «KJICTOYHAS Me-
xaHoTpaHCHyKIus» (Mammoto et al., 2013; Alonso, Goldmann, 2016). Beijge-
JISSFOT HECKOJIBKO BO3MOYKHBIX MEXaHU3MOB, BKIIHOUasl 3aIyCK OMOXUMHUYECKUX
MPOLIECCOB B PE3yJIbTaTe MEXaHO3aBUCHMOI'O OTKPbIBAHUSI HOHHBIX KaHAJIOB, a
TaK)Ke uepe3 MEePeCTPOMKH IUTOCKENIEeTa, CTUMYJIUPyeMbIe uepe3 (poKalbHbIC
1 MEXKJIETOUHBIe KOHTakThl (Mammoto et al., 2013; Alonso, Goldmann, 2016;
Martino et al., 2018).

C nauana 2010-X I'T. aKTUBHO U3y4aeTcs elle OJUH MEXaHU3M MEXaHOTPaH-
CIYKIIMH — Yepe3 albTepaliio GOpMbl KIETOK, KIIOUEBBIMH YUYaCTHHKAMH KO-
Toporo siisiercs peryiasrop Tpanckpunmnuu YAPI (YES-associated protein) u
TPaHCKPUTITHOHHBIN Ko-akTuBaTop TAZ (transcriptional coactivator with PDZ-
binding motif) (Dupont et al., 2011; Aragona et al., 2013). YAP u TAZ moryT
MPUCYTCTBOBATh KaK B IIUTOIIA3Me, TaK U B BHJIE KOMILIEKCA B SJIPE, TJC OHU
UTPAIOT POJIb PETYNISATOPOB HKCIPECCHH T€HOB. B KiIeTKax MIICKOMUTAIOIINX,
AKTHUBHOCTSD W siiepHast nokanuzauus YAP/TAZ perynupyetcst Kak 3aCTHYHO-
CTBIO cyOcTpara, Tak U reomeTpueil kierok (Dupont et al., 2011; Wada et al.,
2011). Ecnu knerka mpoctupaercs mo cyodcrpary, To jokaiusanus YAP/TAZ
sIepHast, €CITH KJIeTKa OKpyTias, siaepHas mokanu3anus YAP/TAZ napymraetcs
(Wada et al., 2011). [IpocTupanue KJIETKH MO CyOCTpaTy BEAET K IIUTOCKEIET-
HBIM IIEPECTPOHKaM, B TOM 4HUCIIe K (POPMUPOBAHUIO AKTHHOBBIX CTPECCOBBIX
¢ubpui, 4To B CBOIO Oouyepeab MPUBOAUT K jokaiu3anuu YAP/TAZ B sape,
cTuMynupyet nponudepanuio u nogasiseT auddepenuupopky (Dupont et al.,
2011). Kpome Ttoro, sinepHast jiokanu3anuss YAP/TAZ BbI3bIBaeTCs JKECTKUM
BHEKJIETOUYHBIM MaTPUKCOM W HCYE3aeT B CIlydae HEXKECTKOTO0 BHEKJIETOYHO-
ro MaTpHKCa, YTO BIUSET Ha BHIOOP HampaBieHUs Au(PpepeHIInpPOBKU KIETOK
(Dupont et al., 2011).

dusnueckue CBOMCTBA KIETOUYHOTO SIAPA ONPENEIISIIOT BAXKHBIC KJICTOYHbIE
(GYHKIUH, TaKue KaK (QyHKIMOHAJIbHAsI aKTUBHOCTh T€HOMAa M COCTOSIHUE XPO-
MaTHHA. SIIpO UCIBITHIBAET MEXaHUUECKUE BO3JCHCTBUS CO CTOPOHBI ITUTOCKE-
JieTa, KOTOphIe, B CBOIO OYepe/b, OMIOCPENYIOT MEXaHHUECKUE BO3ICHCTBHS Ha
kJeTKy. Ilepenada BHEMIHUX MEXaHMYECKUX CHJI HAa COAEPKUMOE SIpa Omocpe-
nyerca gepe3 LINC-xommeke (Linker of a Nucleoskeleton and Cytoskeleton).
LINC komiuiekc coctouT u3 OenkoB — wieHoB cemelictB KASH (Klar-sicht/
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Puc. 4. OCHOBHbBIC MEXaHU3MBbI SACPHOH MEXAaHOTPAHCAYKIMU: @ — DIIEMEHTHI JCPHOTO
CKeJeTa MOI'YT U3MEHSATCS B OTBET HAa MEXaHMYECKOE BO3/CHCTBHE; €CIIN C 3TUMHU JIIEMEHTaMU
CBSI3aHBI TPAHCKPUIIITHOHHBIE (PAKTOPHI, TO B CIydae M3MEHEHUs KJIISTOYHOTO CKeJleTa B OTBET Ha
BO3JICHCTBUS, TPAHCKPUIIIMOHHBIC (aKTOPBI BHICBOOOKAAIOTCS, (HOPMHUPYIOT KOMILICKC, KOTO-
PbIii CBA3BIBACTCS C XPOMAaTHHOM; 6 — MEXaHWYECKOE BO3/ICHCTBHE IIPUBOJUT K OTKPBITUIO SAEP-
HOH TOPBI, YTO BIHSET Ha SSPHBIN TPAHCHIOPT; 6 — MEXaHNYECKOe BO3/ICHCTBIE NepeaeTcs Ha
Y4acTOK XpOMaTHHA Yepe3 OCIKOBBIil KOMIIEKC, CBSI3aHHBII ¢ 000JI04YKOil si/ipa, 4TO MPUBOAUT K
YaCTHYHON JIEKOH/ICHCALIMU XPOMAaTHHA U 00JIer4aeT aKTHBAIIMIO TPAHCKPHIILUH; 2 — MEXaHHYe-
CKOE BO3JICHCTBYE MepelaeTcs Ha Y4acTOK XPOMAaTHHA Yepe3 2JIEMEHTEHI JIepPHOTO CKeJleTa, YTo
HPUBOIUT K YaCTHYHOW JCKOHJICHCALMM XPOMAaTHHA M 00JeryaeT aKTHBAIHIO TPAHCKPUIILIUN
(X. — xpomatuH, SI. C. — snemMeHTHl siaepHOro ckenera, T. d. — TpaHCKPUIIIMOHHBINA (haKkTOp,
MPHK — marpuunas PHK) (Ha ocroBe: Wang et al., 2009, monuduiupoBano).

ANC-1/Syne Homology) u SUN (Sadlp, UNC-84). benku KASH naxonsitcs Ha
Hapy>KHOW MeMOpaHe, ¢ ATUMH OeJIKaMU B3aMMOJCHCTBYIOT 3JIEMEHTHI LIUTO-
ckeneta (Isermann, Lammerding, 2013; Guilluy, Burridge, 2015). KASH 6enku
B3anMoAecTBYIOT ¢ Oenkamu SUN, "epe3 KOTOphIe BO3IACHCTBUE MEpPEIacTCs
Ha BHYTPEHHEE COIEPKMMOE A/Ipa U Ha CKEJICTHBIE 31eMeHTHI sapa (Isermann,
Lammerding, 2013; Guilluy, Burridge, 2015). DTo ToBOpUT 0 TOM, YTO, TIOMH-
MO BIUSHHS CHTHAJBHBIX OMOXMMHYECKHX IPOIECCOB, 3aIlyCKaeMBIX MeXa-
HOTpaHCAYKIHUEH B KIETKE, BOZMOXKHO TaKKe MEXaHMYECKOe BO3JEHCTBHE Ha
COZICPIKMMOE SIJIpa, ONOCPEOBAHHOE Uepe3 IUTOCKEICTHBIC NepecTpoiiku. 3a-
pOXaeTcsi HOBOE HaIpaBliCHHE B MEXaHOOMOJOTHH, KOTOPOE JIEJIaeT aKIeHT
Ha MEXaHMYECKHX CBOMCTBAX sAApa M M3MEHEHHSIX MPOHMCXOASIINX Ha YPOBHE
OpraHM3alny SJIpa U XPOMAaTHHA MO BIMSHHEM MEXaHHYECKHX BO3IEHCTBUI —
saepHas mexaHotpancaykuus (Wang et al., 2009; Guilluy, Burridge, 2015;
Uhler, Shivashankar, 2017).
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OnHUM W3 BO3MOMKHBIX MEXaHHU3MOB SIICPHOM TPAHCAYKLHUU MOXKET OBIThH
peFYHHHPISI 3KCHpeCCI/II/I TCHOB TpaHCKpI/IH]_[I/IOHHBIMI/I @aKTOpaMI/I, CBA3BIBAKO-
IIUMHUCSL ¢ DJIEMEHTAMU SIZICPHOIO CKEJIeTa — KOMIIOHEHTaM sIICPHOM JIaAMHUHBI
(Wang et al, 2009; Kirby, Lammerding, 2018). Ecu Tako#i koMImieKkc moaBepra-
€TCSI MEXaHHUCCKOMY BO3JICHCTBHIO, TPAHCKPHUIIIMOHHBIN (HAaKTOpP BBICBOOOK-
naercs, cesi3biBaetcs ¢ JJHK u 3anmyckaeT skcnipeccuro rena (puc. 4,a). Mexanu-
YECCKUC BOSHCﬁCTBHH Ha SII[pO MOFYT BJIUATH HA 3JICMCHTHI SIIlepHOI‘O CKe€JICTa, U,
KakK CJICJICTBHE, Ha 00pa30BaHUE TAKUX KOMILJICKCOB.

Eme oauH u3 BO3MOXKHBIX MEXAHHU3MOB CBSI3aH C PETYJISLMEN sIepHOro
TPaHCIOPTa — MPH BO3JACHCTBUM MEXaHWYECKUX CHJI Ha PO (HArmpumep, Mo
BIIUSIHUEM IIHTOCKENICTHBIX CTPYKTYp B pe3ylbTare U3MEHEHUs1 (hOPMBbI KIIET-
KH) sIZICPHAS 1TOpa MOXKET OTKPBIBATHCS, ONPE/ICIICHHBIC MOJICKYJIbI TIPOHUKAIOT
BHYTpB SJ[pa U 3aIyCKAIOT TaM IPOIECCHI, BIHSIONINE HA YITAKOBKY XpOMaTHHA
U dKcrpeccuto reHoB, a MPHK, HanpoTHB, MOKET NiepeMeIiaThes U3 sjipa B Iu-
TOIUIa3My U 3aT€M Y4acTBOBATh B IIpoliecce TpaHcisnuu (puc. 4,0) (Wang et al.,
2009; Aureille et al., 2017, Donnaloja et al., 2019).

MexaHHUeCKHe CUITBl MOTYT BIIHSITh M HEMIOCPEACTBEHHO HA XPOMATHH, KaK
r7100aIbHO, TAK U Ha JIOKAJIBHOM ypoBHE. B mHTepdasze KIETOUHOro OeseHUs
y 9yKapHoTa XpOMOCOMBI 3aHUMAIOT OIpeesICHHbIE TEPPUTOPHUH, TAKOE PaCIIO-
JIOKEHUE CTPOro CIEeUUPHUYHO IS KaKJOro BHJA KIJIETOK. TeppuTopHuaibHas
OpraHu3anus XpOMOCOM SIBJISIETCS Ba)KHEUILIEH COCTABISAIOIIEH apXUTEKTYpBI
sipa U UTPaeT BaXKHYIO POJIb B PETYISIUH dKcpeccuu TeHoB (Szczepinska
et al, 2019). I'erepoxpomatnH OOBIYHO TpPEBANHMPYET Ha Tepudepun sapa
B 00JIaCTH JIAMHHBI, ¥, KaK IIPABUJIO, SKCIIPECCHUS T€HOB, KOTOPBIE PACIIOIOKEHBI
B 3TOM PETHOHE, MOAABIJICHA; HAIPOTUB, YUYaCTKN XpPOMAaTHHA, HAXOSALIHECS BO
BHYTpPEHHEH 4acTH s7ipa, aKTUBHO TpaHckpuoupyrores (Schneider6 Grosschedl
2007). MexaHnndeckoe BO3AECHCTBHE HA KJIETKY MOXET IPUBECTH K TOMY, YTO
u3MeHsTes popma Sapa U TEPPUTOPUH, 3aHUMAEMBbIE OIPEIEIICHHBIMU XPOMO-
coMaMH. YUYacTKH XPOMOCOM TepeMelIaloTcs BHYTPH sijipa, Tomajas U3 IeH-
TPaJIbHOHM YaCTH B IEPUPEPHICCKYIO UIH HA000POT. DTO MIPUBOAUT K TOMY, UTO
CTPYKTypa XpOMaTHHA MEHSETCS, YTO M3MEHSET HKCIPECCHI0 T'€HOB, HaXOMs-
muxcs B 3Tux yuactkax xpomocoM (Uhler, Shivashankar, 2017). [lox Biustauem
MEXaHUYECKHX CHJI MOKET MPOHMCXOJUTH ACKOHJICHCALUsl I'eTepOXpOMaTHHa,
YTO MPUBEIET K aKTHBAIIMH I'€HOB, JIOKAITM30BAHHBIX B TOW YaCTH XPOMAaTHHHA.
B ciyyae, eciau y4acToK XpoMaTHHA acCOIUUPOBAH ¢ OCITKOBBIM KOMITJICKCOM
Ha BHYTpPEHHEH sS1epHOil MeMOpaHe, BO3MOXKHA Iepeaya MEXaHUYECKOTro BO3-
JEWCTBUS Ha XpPOMAaTHH yepe3 OenKkoBbli koMiieke (puc. 4,6). Kpome Toro, Bo3-
MOXHa Tepeaaya MeXaHHUECKOro BO3JICHCTBUS HA XPOMATHH Yepe3 JIEMEHTEI
SIIEPHOTO cKeneTa (puc. 4,2).

BospeiicTBre CHITbl B MPUMEPHO 5 pN TPUBOIUT K JCKOHICHCAIIUN TIPUMED-
HO 30 nm ¢ubpussl Xpomatuna (Cui, Bustamante, 2000).
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3AKJIIOYEHUE
HA ITIYTU K UHTEI'PAJIBHOM MEXAHOBHOJIOT U

IIpumepHO noNBeKa Ha3ald, HE3aBUCUMO IPYT OT Apyra, HECKOIBKO UCCIIENO-
Barenbckux rpynn B CCCP u Ha 3anaje BbIABUHYJIU UJICI0 O BO3MOXHOM poiu
MEXaHMYECKUX CHJI U HaNpsDKEHWH B MHTErPAallMM Pa3BUTHS >KMBBIX OPraHM3-
MOB, B YaCTHOCTH, B OpraHM3alUH MOP(OreHeTHUECKUX ABMKEHUH U KJIeTOoU-
HBIX TuddepeHupoBok. B Hayane XXI B. cTaHOBUTCS MOHSATHO, YTO MEXaHU-
yeckue (haKTOpbl OPraHU3yIOT KUBBIE CHCTEMBI HE TOJBKO Ha YPOBHE OPTaHOB,
TKaHEell ¥ KJIETOK, HO M Ha CyOKJIETOYHBIX YpPOBHSIX. OTKpBITHE MEXaHO3aBU-
CHUMOW DKCIPECCHH I'€HOB, U3y4YEHHE MPOLECCOB KIETOYHON U SIEPHON Mexa-
HOTPAHCAYKLHH MTOKA3aJIH, YTO MEXaHO3aBUCUMBIE PETYJISITOPHBIE MEXAHU3MBI
OoJsiee BHICOKMX YPOBHEH MOT'YT BIUSTH Ha OPraHM3ALMIO KJIETOYHOTO siipa U
XpOMaTHHA ¥, TAKUM 00pa30M, — Ha MPOLECChl peaju3aiui TeHETHIEeCKON WH-
(hopmarnu (3xkcrpeccnn TeHoB). CHUMAETCs TPOTUBOPEUNE MEXK Y TIPECTaBIIe-
HUSAMH O (PU3UKO-XMMHUYECKON CaMOOPTaHNU3aLU1 KUBBIX CHCTEM U IPUHIIUIIOM
TEHOLEHTPHU3Ma, COTJIaCHO KOTOPOMY BCE MPU3HAKKM OPTaHHM3Ma 3aKOANPOBAHEI
B reHax. MOKHO TOBOPHUTH O CTAaHOBJIEHUH MHTErPAJIbHON MEXaHOOHOJIOrUU —
HOBOH HayKH, HallpaBJIEHHOIN Ha N3y4YEeHHE OPraHU3YIOLIEH PO MEXaHUYECKUX
CHJI M HATIPSKCHUH B Pa3BUTHUU M (YHKIIMOHUPOBAHHUH JKUBBIX OPraHH3MOB, KO-
TOpas MPUHUMAET ¥ TAPMOHUYHO JIOTIOJHAET MPH ITOM JOCTHIKEHUS T€HETUKH
1 MOJIEKYJISIPHON OHOJIOTHH.
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Mechanobiology and the problem of the integrity
of individual development

A.S. Ermakov

The discovery of embryonic regulation by H. Driesch at the end of the XIX century
raised the question about the causes and mechanisms of integration of living organisms in
the course of individual development. In the 1970s, several groups of scientists proposed
an idea about the possible role of mechanical forces and stresses in the organization of
morphogenesis and cellular differentiation. On the frontier of the XX-XXI centuries,
the mechano-dependent gene expression was discovered, the processes of cellular
and nuclear mechanotransduction were actively studied. This paper presents a brief
overview of the ideas about the integrating role of mechanical forces and stresses in the
development of living organisms at different levels of organization.

Key words: morphogenesis, cellular differentiation, mechanobiology, integrality
of development, gene expression
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Tenom u naan cmpoenus: Memamopghosvl u demanusayuss Ha nymsx sgonoyuu Metazoa.
Cepus «Ieo-6uonocuueckue cucmemyl 8 NPOULIOMY.

Mopgoeenes 6 uHOUBUOYATLHOM U UCTHOPUYECKOM PA3GUMUL
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METAMOP®O3bI INIAHA CTPOEHU S BUJIATEPUAI
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YHuKanpHas 111 COBPEMEHHBIX OMIIaTepHil OpraHn3alus BETBSIIETOCT
TeJNa ¢ OJHOHM TOJIOBOM M MHOMKECTBOM «XBOCTOB» OOHapy»eHa Yy Tpex
BHJIOB DHJIOCHMOHOTHYCCKUX monuxeT ceMeiicTBa Syllidae (Mclntosch,
1879; Glasby et al., 2012; Aguado et al., 2015, 2022). Cpean coBpeMEHHBIX
UTJIOKOKUX MHOTHE BHJIBI MOPCKHX JIMJIHH, OQUYP U TOJIOTYpHii 00s1ana-
10T JICHAPOMOP(HO Pa3BETBICHHBIM TEJIOM C MHOXECTBOM JUCTAJIBHBIX
(MOCTEPUOPHBIX) KOHIIOB PYK, JIydeil U IIymaser], BKIIOYaIOMIUX THITHY-
HBIH O0ceBOW aMOyJlakpabHBIH KOMIUIEKC. MHOrokpaTHble OudypKanm
MIOCTEPUOPHBIX (JUCTAIBHBIX) OTAEIOB CO3/1aI0T (PpaKTaIbHYIO OpraHu-
3alMI0 OCEBOTO IMaTTepHa Tejla, YTO MPEACTaBISCT co00i HEOOBIUHYIO
MaKpOIBOIIOIMOHHYIO TpaHC(HOPMAIMIO aHIIECTPAIBHOTO IIJIaHa CTPOe-
Hus Bilateria.

Kanroueswvie cnosa: Bilateria, Echinodermata, Polychaeta, cummeTpus, gppak-
TaJlbHOE BETBJICHHE, OCEBOM IJIaH CTPOEHUS, 30Ha POCTa, CUTHaNM3auus Wnt,
ocesoit Hox-kox

Herne xouy paccka3aTh npo Tena,
MIpeBpallCHHbBIE B ()OPMBI HOBBIE...

Ily6auii Osuouii Hazon
«Metamorphosesy

BBEJIEHUE

[Tnan crpoenus (body plan, Bauplan) — oiHO U3 0CHOBHBIX MOp(hoJIoruye-
CKUX TIOHSITHH, OTIpeesIieMOe KaK KOMIUIEKC TPU3HAKOB KAaKOT0-THO0 KPYITHO-
ro TakcoHa Metazoa, BKITFOUYAIONIMX U YHACIIEI0BaHHBIC AHIIECTPAIbHbIC TIC3H-
oMopduH, U BHOBb BOSHUKIIIKE allOMOP(UHU MPEACTABUTENICH KaKOro-Tnbo Tak-
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cona )xuBoTHBIX (Carroll et al., 2005; Willmore, 2012; Jenner, 2014; Erwin, 2020;
Isaeva, Rozhnov, 2021). [Toka3aHno, 4To rpaJlueHTHl MOJCKYISIPHBIX KOMIIOHEH-
TOB cUTHAJIBHBIX cucTeM Wnt, BMP, Nodal, Notch, Hedgehog n Baskueitmux ais
pa3BuTHA opranm3Ma Bilateria TpaHCKpHUIIIIHOHHBIX (DAKTOPOB, MPEKIE BCETO
KOIIMpYeMbIX KinacTepHbiMU Hox 1 ParaHox renamu, co3/matoT oceByro cuctemy
MMO3UITMOHHOM MH(OPMAaIIUU, TPOCTPAHCTBEHHAS aHU30TPOITUSI KOTOPOU TpaHC-
JMpyeTcs B PEHOTUIUYESCKUE OCEBBIC Pa3IMyYKs Pa3BUBAIOIIETOCS OpraHu3Ma,
OIIpesieNisisl U BEKTOPHANBHBIH pOCT Tena 3aponsima (0630pel Holstein, 2012;
Loh et al., 2016; Neijts et al., 2016, 2017; Genikhovich, Technau, 2017; DuBuc
et al., 2018; Hogvall et al., 2019; Erwin, 2020; Isaeva, Kasyanov, 2021; Isaeva,
Rozhnov, 2022). OTKpbITHSI MOJIEKYJISIPHBIX HOCUTEJICH MO3UIIMOHHON HH(OP-
MalliH, OTIPEICIISIFOIICH OCEBO MAaTTEPH PA3BUBAOILETIOCS OpraHU3Ua, TPUBEITH
K CYIIECTBEHHOMY BO3pPACTaHWIO 3HAYMMOCTU UCCIICJOBAHUIN TIIaHA CTPOCHUS
Teja Kak ooriel MophoPyHKIIMOHATIBHONW XapaKTePUCTUKH ITPOCTPAHCTBEHHOM
apxuTeKTOoHWKHU Bilateria n Bcex Metazoa. [lmaH cTpoeHUS CTaHOBUTCS IICH-
TpaJbHON KOHIENIHEH SBONOIMOHHON OMOJIOTHU Pa3BUTHS, HHTET PHPYIOIIEH
TaK)Xe IBOJIOIMOHHBIE, (DUIIOTCHETHYECKHE U MMAaJICOHTOIOTHYECKHE JaHHbIC U
xounenuuu (Willmore, 2012; Holland, 2015; Ferrier, 2019; Erwin, 2020; Isaeva,
Rozhnov, 2021, 2022). Toka3zareneM Ba)KHOCTH HCCIECJOBAaHWH IJiaHa CTpoOe-
Hust Metazoa U BBICOKOW CTETIICHH MHTEpeca K HUM MOKET CIIYKHUTh MHOXKECTBO
MyONUKaIui 1Mo ATON MpoOIeMaTHKe, HEPEIKO C BEIHECEHNUEM KITFOUEBBIX CIIOB
“body plan” B 3aromoBok (HEKOTOpBIE TIPUMEPHI MOCIeAHUX JeT: Byrne et al.,
2016, 2018; Morris, 2016; Koop et al., 2017; Su, Yu, 2017; Li et al., 2020; Omori
et al., 2020; Erwin, 2020).

[Inan cTpoeHHs Tela MHOTOKJIETOYHBIX KUBOTHBIX XapaKTepusyeTcs Ipe-
XKJe BCero oceBoil cummeTpueil. Kpome pannanbHOi, OunaTepaibHON U TpaHC-
JISIAOHHOW CUMMETPUH, MHOTUM OHOJIOTMYECKHM OOBEKTaM CBOHCTBEHHA
dbpakTanpHas (MacmTabuas) cummeTpus (Mandelbrot, 1983; Stewart, 2007,
Isaeva et al, 2008, 2012; Minelli, 2015; Klingenberg, 2015; Seilacher, Gishlick,
2015; Isaeva, Kasyanov, 2021). PagukansHoe nmpeoOpa3oBaHUe TUIaHA CTPOCHUS
Bilateria MoeT BKJIIOYaThb BO3HMKHOBEHHE HOBBIX CTPYKTYp, MOTEPIO aHLe-
CTpaJIbHBIX MPHU3HAKOB, PEAYKIHUIO JTUOO YMHOXKEHHE 30H POCTa, paauain3a-
LUIO TIJIaHa CTPOCHHMS, a TAK)Ke ero (ppakTaiu3aliio ¢ MHOTOKPATHBIM BETBIIC-
HHEM ITOCTEPUOPHON YacTH (JacTeit) Tena.

Kanonuveckuit curnaiapHbIl TyTh Wnt y Bcex Metazoa, HaumHas ¢ Ty0OK,
cnenupUIupyeT BEKTOPHU30BAHHBIN pocT Tenma. DopMUpOBaHHE MPHU TacTpy-
JISAIUN OPTraHW3aIlMOHHOTO IEHTpa CUTHaiIu3auuu Wnt y KHHJapui u Owiia-
TepUU CBUICTEIBCTBYET O KOHCEPBATHU3ME STOTO aHUECTPAIBHOIO CUTHAJIb-
HOTO TIyTH B OCHOBE MOJISIPU30BAHHOTO POCTA U PA3BUTUSI MHOTOKJICTOUHBIX
xuBoTHbIX(Holstein, 2012; Kraus et al., 2016; Loh et al., 2016; Neijts et al., 2016;
Genikhovich, Technau, 2017; DuBuc et al., 2018; Lebedeva et al., 2021). Cur-
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HaJibHas cucTema Wnt/B-KaTeHUH Kak aHIlecTpalibHas Mporpamma JIeTepMHu-
HaIlUY TIEPBUYHON OCH Teja CIYXKUT KJIIOYECBBIM PEryJsTOPOM KOOPIAHHAIIMH
MIPOCTPAHCTBEHHOTO MOp(QOreHe3a OpraHnu3Ma, CBS3BIBAIOIINM €ro OCEBYIO
CUMMETPHIO C JIOKAJIM3aIield TPOreHUTOPHBIX KJIETOK B TOCTEPHUOPHON 30HE
pocTa u BekTopu3anuen pocra. CurHanuzamus Wnt HHUIUUPYET BKITIOUYECHUE
MepapXUYeCKOi MalluHEpHH KiacTepHbIX Hox reHoB m aktuBupyet ren Cdx/
caudal (ParaHox), 3amyckasi oceBoe MaTTEpHUPOBAHUE M BEKTOPHU30BAHHBIIH
poct opranusma. Kiacrepasie Hox renst u ren Cdx/caudal ParaHox-knacrepa —
MIpsSIMBbIC MUIIICHW CUTHAIM3anuu Wnt; TpaHCKpHIIIHOHHBIN ¢dakTop Caudal, B
CBOIO OYepe/ib, aKTUBUPYET CIOMTY T'€HOB, IKCIIPECCUPYIONINXCS B CTBOJIOBBIX
MIPOTEHUTOPHBIX KIJIETKaX 30HBI POCTa M 00ECIIEYUBAIONINX UX TUTIOPHIIOTEHT-
HOCTh U camooOHOBIeHHe (Martin, Kimelman, 2009; Deschamps, Duboule,
2017; Neijts et al., 2017; Arias et al., 2019; Constantinou et al., 2020; Zhong et
al., 2020). tak, KaHOHMYECKUW CUTHAJIBHBIA TyTh Wnt 3ammycKaeT aHIleCTpaib-
HYIO TIpOorpamMMy JIeTepMHUHAIINHU TIEPBUYHON och Tena Metazoa, obecrieunBast
COTIPSKEHHOCTh OCEBOM CUMMETPHH OCEBOW apXHTEKTOHHKH OpPraHW3Ma M ero
BEKTOPU30BaHHOT'O POCTA.

[TocTeprOpHBI pOCT Tela 3a CUET ITyJIa MPOreHUTOPHBIX KIIETOK, JTOKAIH30-
BaHHBIX B 30HE pocta (Neijts et al., 2017; Arias et al., 2019; Hogvall et al., 2019;
Zhong et al., 2020), cTan kapaAuHAIBHON SBOTIOIMOHHON HHHOBAIIMEH 1 TIpocie-
KUBAETCs y OONBIIMHCTBA OUNaTepuil. buiarepallbHO CHMMETPUYHBIE CerMEH-
THUPOBAaHHBIC ()OPMBI BIIEPBBIE MOSABIIINCH B DINaKapUH; TaHHBIE 10 OHTOT €HE3Y
Dickinsonia costata kax HanOoJiee U3YYEHHOTO MPEACTaBUTENST MOPPOTPYIIITHI
Dickinsoniomorpha cBHIETEIBCTBYIOT O JOKalM3allMU 30HBI pocTa (TeHepa-
THBHOW 30HBI) OpraHu3Ma B 3aJiHel, mpeTepMUHaIbHON yacTu Tena (Ivantsov,
2007; Dunn et al., 2017; Evans et al., 2017). [IpeTepMunaibHas JIOKaIU3aIUsI
CIMHCTBEHHON POCTOBOH 30HBI M OJTHOOCEBOI POCT OpraHM3Ma TUIUYHBI JIJIs
oonpmuHCTBA Bilateria, Ho He yHUBepcanbHBL. KoHCEpBaTH3M aHIIECTPaTbHBIX
MOJIEKYJISIPHBIX MEXaHN3MOB AETEPMUHALINY TJIaHA CTPOCHUS COUYETACTCS C X
IUTACTHYHOCTBIO, 00ECTIEYMBIIEH BO3MOYKHOCTD PaInKaIbHBIX MaKpPO3BOIIOIH-
OHHBIX TpaHcopMaLuii oceBoro au3aiina opranusma (Isaeva, Rozhnov, 2022).

IIpu perpeccHBHON SBOJIOIUU TPEACTABUTENICH HEKOTOPHIX TAKCOHOB
Bilateria mpoucxojuia peayKiusi pocTa U CErMEHTAIMH, ACTPajaius 30HbI
pocta. TepMUHAIBHBIN POCT OpPraHU3Ma MOXET OBITh MOJHOCTBIO ITUMHUHU-
poBaH JIMOO 3HAYUTEIBHO PEAYLMPOBAH 33 CYCT YMEHBIICHHS YHCIA CEIMEH-
TOB, YTO MPOSBIISIETCS Kak «00OpyOaHue» Temna sxuBoTHOTO (Jacobs et al., 2005).
PerpeccuBHBIC SBOJIOIUOHHBIE U3MEHEHHSI C BTOPUYHOMN Jerpajaiueii 30HbI
pocTa MPOCIEKUBAOTCS y MPEACTABUTENCH HECKOTBKUX TAKCOHOB MEPBUYHO-
POTBIX )KMBOTHBIX, a TaKXKe cpelu npenacrasureneii Deterostomia, Chordata —
y obosounukoB (Jacobs et al., 2005; Martin, Kimelman, 2009; Minelli, 2015;
Isaeva, Rozhnov, 2021). Bropuunas merpamamus 30HBI pocTa Hanboyee BbIpa-
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JKEHA Y HEMAaTOl, APO30(HITH I, Mapa3uTUICCKUX PAKOOOPa3HBIX, 000JIOYHUKOB
Y TIpe/ICTaBUTENIe HEKOTOPBIX APYTUX TAKCOHOMHMUYECKHX Ipyril (cM. Peterson,
Eernisse, 2016; Holland et al., 2015; Minelli, 2015; Isaeva, Rozhnov, 2021).

C npyroii ctoponsl, cpenu Bilateria oka3zaroch BO3MOKHBIM BOJIIOITHOHHOE
peoOpa3oBaHUE OCEBOTO MATTEPHA MyTEM PEIIUKAINKN MePBUYHON OCH Teja
C YMHOXKEHHEM 30H POCTa, YTO OBLIO BHISBIICHO Ha OCHOBE CpaBHEHUs C Oolee
MIPOCTHIM, OJTHOOCEBBIM OuiarepaibHbIM qu3aitHoM (Jacobs et al., 2005; Martin,
Kimelman, 2009; Minelli, 2015; Isaeva, Rohznov, 2021, 2022). PagukaibHbie
3BOJIIOIIMOHHBIC U3MEHEHHS C YMHOKEHHUEM YHCIa 30H POCTa U BEKTOPOB pOCTa
MIPOU3OILIH CPEIH BTOPUIHOPOTHIX KUBOTHEIX Yy Echinodermata u Tetrapoda
(Vertebrata); cpean MepBUYHOPOTHIX OOHAPYIKEHBI JIMIID SIWHUYHBIE CIydan
TAKOT'0 POAA Yy TPEX BHJIOB MOJINXET, 3HA0CMMONOHTOB ry0ok (Glasby et al., 2012;
Aguado et al., 2015, 2022).). V coBpemennbix Tetrapoda npu coxpaHeHHH OCHOB-
HOW aHIIeCTPaJIbHOW OCH POCTa OPraHu3Ma IPOrPECCUBHBIC MAKPOIBOIFOI[UOH-
HbIC TIPeOOpPa30BaHMS IPUBEIIM K BOBHUKHOBEHHUIO JIBYX Iap JOMOJIHUTEIIBHBIX
30H pOCTa — MOYEeK KOHEUHOCTEH, pacCMaTPUBAEMBIX KaK HETIOJIHbIE TapamMmopd-
HBIE TOMOJIOTH (PeTINKATHI, TyTUTUKAThI) TIOCTEPUOPHON YaCTH aHIECTPATHHOM
repeiHe3a el ocu Teua, cTaBie koHeuHocTsiMu (Minelli, 2003, 2015; Jacobs
et al., 2005; Isaeva, Rozhnov, 2022). HerosmHOTa rOMOJIOTUH TIPOSIBISICTCS B OT-
CYTCTBUHU ME30JIcpMaJIbHbIX MPOU3BOAHBIX MPU (POPMUPOBAHUU KOHEUHOCTEH,
YTO, BIIPOYEM, OTHOCUTCS U K XBOCTY ITO3BOHOUHBIX, 0OBIYHO pacCMaTpHUBaEMO-
MY Kak 3aJTHssI 9aCcTh OCHOBHOM ocu Tena (Minelli, 2003, 2015).

CornmacHo koHIenIuy mapamopdusma A. MUHEIUTH, TeHB U KOMIIJICKCHAs
CHUCTeMa TEHHBIX PEeryJIATOPHBIX CETeH, BOBJICYCHHBIX B IAaTTEPHUPOBAHHE
OCHOBHOW, TepeHe3aIHel OCH Teja, MOTYT MPHOOpeTaTh HOBYIO (DYHKITHIO B
MIPOKCUMO-JTUCTATFHOM MaTTEPHUPOBAHUH JIOTIOTHUTEIBHBIX MPHUIATKOB Teja
IPU COXPAHEHUH HEKOTOPBIX XAPAKTEPHBIX HCXOJHBIX YEPT; DBOJIOIHOHHOE
MOSIBJICHUE HOBBIX M'€HHBIX (DYHKIIMH COBMECTHO C BO3HUKHOBEHHUEM M COBEP-
MICHCTBOBAHUEM (HEHOTHUITMYCCKUX TPU3HAKOB KOHCUHOCTEHW pacCMaTpUBACT-
cs1 kak mapamopdusm (Minelli, 2003, 2015). I'omomoruu KOHEYHOCTEH TO3BO-
HOYHBIX TepeHe3aHell ocH Tena yOeAUTEIbHHO MOTBEPKAACTCS CXOICTBOM
MPOCTPAHCTBEHHO-BPEMEHHON MalllMHEepUU dKcnpeccur Hox reHoB mpu pa3Bu-
TUU OCHOBHOW OCH Te€Jia M MIOYKW KOHEYHOCTH, BKIIFOUasl, B YACTHOCTH, U (DyHK-
[IMOHAJIBHBIE U3MEHEHHSI CTPYKTYPBI XpPOMATHHA MPU PA3BUTHH OCEBOTO MAaT-
TepHa KaK BCETO OpraHMW3Ma, TaK U KOHETHOCTH MiekonuTatonux (Deschamps,
Duboule, 2017). Ilpu pa3BuUTHHU MMOYEK KOHEYHOCTEH SKCIPECCUPYIOTCS HE BCE,
HO JUIIb mocTepuopHble TeHbl Hox-kmacrepa (Durston, 2012; Kalantar, 2016;
Deschamps, Duboule, 2017; Darbellay et al., 2019), 9To TakXe CBUICTEIBCTBY-
€T O HEMOJHOTE TOMOJIOTMH OCHOBHOH M MPOU3BOJHON OcCeil. DBOIIOLHOHHAS
BO3MOYXHOCTH YACTUYHOM PETIMKAIII OCHOBHOM OCH Tella U €€ TOCIeAYIOMIeiH
HeO(PYHKITMOHAIIN3AINHN Y YeTIOCTHOPOTHIX Mo3BoHOUYHBIX (Gnathostomata) c
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9BOJIOIMOHHBIM IpeBpaleHreM ux B Tetrapoda mosiBuiach B pe3yibrare ABYX
NpCANICCTBYIOINX pPayHI0B MOJTHOT€HOMHOM AyTIMKaOUu aHICCTPaJILHOI' O
Hox-xmactepa (Jacobs et al., 2005; Minelli, 2003, 2015). Takum obpazom, y 3a-
poabiiet Tetrapoda MosSIBISIFOTCS MATH OCHOBHBIX 30H POCTa: XBOCTOBAS MTOYKA
U JIBE Maphl JIaTePaTbHBIX MOYCK KOHEUHOCTEH; OTUETIIMBO PACTIO3HAOTCS MSITh
COOTBETCTBYIOIIUX BEKTOPOB POCTA.

IMenTamepus MIaHa CTPOCHUS U POCTA COBPEMEHHBIX HTJIOKOKUX TOT0OHBIM
00pa3oM 00bsSICHUMA peIUIMKaIMell OCHOBHOM aHIeCTpalibHON ocu Tena (Jacobs
et al.,, 2005; Martin, Kimelman, 2009; Minelli, 2003, 2015; Isaeva, Rozhnov,
2022) B coYeTaHUH C paTHaIM3aIIACH PACTIOIOKECHHUS OCEBBIX OpTraHU3aIIHOHHBIX
IEHTPOB ¥ COOTBETCTBYIOIUM YMHOXKCHHEM 30H POCTa, JIOKAJTM30BAHHBIX Ha
KOHIIAX PYK/Ty4er-aMOyIakpoB, HEPEKO BETBAIIMXCS Y MPEACTABUTENCH HEKO-
Topsix kiaccoB Echinodermata (Isaeva, Rozhnov, 2022). Cpenu nepBH4HOPOTHIX
KHUBOTHBIX BETBJICHHUC 3aﬂHCI>'I YHacCTH TC€Jjia C BOBHUKHOBCHUECM MHOI'OUYUCJIICHHBIX
30H pOocTa OOHAPYKEHO JIMIIIH Y TPEX BUIOB MOIUXET (IHTOCUMOUOHTOB I'yOOK).

OcHOBHOE BHUMaHUE B IAHHOM CTAaThe yJIEICHO TAKOMY HEOOBIYHOMY IIPe00-
paszoBaHuio cTpoeHus Bilateria, kak ¢ppakTaabrHOE BETBIICHHUE TEIIA, TIO-BUIUMOMY,
OYEHb PEIKO BCTPEUAIOIIEECS CPEAU IIEPBUYHOPOTHIX KUBOTHBIX U 3HAYUTEIIEHO
Oosiee yacToe Cpeay UITIOKOKUX, IPEICTaBUTENe BTOPUYHOPOTHIX, Y KOTOPBIX
OHO, HACKOJIBKO U3BECTHO aBTOPY, 10 CHX IOP HE UACHTH(UIIMPOBAHO KaK MOCTE-
pHOpHOE (hpaKTaabHOE BETBJICHHUE Teja, MPECTaBIIsIoNIee co00i, Mog00HO TaKo-
BOMY IOJIMXET, HOBBIH, YHUKAJIBHBIN AJ1s1 OWJIaTepHii TIIaH CTPOCHUSI.

OPAKTAIJIBHOE BETBJIEHUE B BMOJIOT' MYECKOM MOP®OI'EHE3E

®paxTaapHOE, TTOBTOPSIONIEECS CaMOIOJJ00HOE BETBICHUE, C U3MEHEHHEM
MacmTaba (Kak TpaBHIIO, YMEHBIIEHUEM) MPH Ka)KI0W UTEpaIiii BeCchMa pac-
MPOCTPAHEHO B KUBOM mpupoze, ogHako auiib B 70—80 rogax mpouuioro Bexka
Benya Manzaens6pot (Benoit Mandelbrot, 1924-2010) unentuduuuposai Gppak-
TaJIbHBIC (JOPMBI, CO3/1aJI HOBYIO 00JIACTh HAYKU — ()PAKTATBHY T€OMETPHIO C
ee MaTeMaTHYeCKH annapaToM U OCHOBHBIMH MOJIOKEHHUSIMU — U BIIEPBBIC TTPH-
MEHWIJI €€ IJIs OMHCAHWs W aHajau3a Omojiormueckux cTpykTyp (Mandelbrot,
1983). MaremaTndecku GppakTaibHbIe CTPYKTYPbI KOPPEKTHO (HOPMYIHPYIOTCS
anropuTMamMu camopedepeHTHoW uteparuu. OpakranbHas pa3MEepHOCTH JTaeT
KOJINYECTBEHHYIO OLEHKY CTEINEHU 3alOJHEHUs MPOCTPAaHCTBA (PpakTajbHOM
ctpykrypoii (Mandelbrot, 1983; Klingenberg, 2015; Isaeva, Kasyanov, 2021).
OpakranpHas TpaHcGopMaIus TMOBEPXHOCTH Tela MHOTOKJICTOYHBIX JKUBOT-
HBIX yBEJIMYHBAET MEXKIIOBEPXHOCTh pa3zesia OpraHn3M/OKpy’Karomas cpera,
co3/aBasi (PyHKIIMOHAJIFHO ONTHUMHU3WPOBAHHBIN JM3aliH OpraHu3Ma u odecre-
YUBasi €ro JYYIIyI0 aJanTaluio K Cpee.

Omnucano (I)paKTaJ'II:HOG BCTBJICHUC )XUBIIHNX B 3IUAKaApHUHN (BeHI[C) HEKOTOPLIX
HpeﬂCTaBHTCJ’ICﬁ Rangeomorpha, OTHCCCHHBIX K «IIOTCPAHHBIM IIJIaHAM CTPOC-
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nus tena» (Hoyal Cuthill, Conway Morris, 2014), «oTepssHHBIM KHU3HEHHBIM
dopmam» (Seilacher, Gishlick, 2015). CaMonomoOHbIM OCEBBIM alUKaIbHBIM
BeTBIICHUEM oOnanana, Hanmpumep, Charnia masoni (Jacobs et al., 2005; Dunn
et al., 2017). MHOTOKpaTHOE BETBIICHHE C O0OPa30BAHHEM CaMOIIOBTOPSIOIITHXCS
MoJyJIel co3/aBanio (ppakTadbHBIA MATTEPH Tela, BEAYIIUH K MaKCHUMaJIbHO-
MY 3aIO0JIHEHHIO TPEXMEPHOTO MPOCTPAHCTBA MOBEPXHOCTHIO TEJIa TAKOrO Op-
ranusMma (Evans et al., 2017). [Ipeanonaranock, uto Rangeomorpha o6naganu
MHOXXECTBEHHBIMH 30HAMH OCEBOTO POCTA, YTO MOTJIO CIYXHUTh apryMEHTOM
MIPOTUB MX IMpHIHCIIeHNs K Bilateria, mockoibKy cpenu coBpeMeHHBIX Metazoa
MHOECTBEHHBIC POCTOBBIC 30HBI XaPAKTEPU3YIOT KOJOHUATBHBIX, KIIOHATTBHBIX
ryOOK ¥ KHUJIApWiA, HO HE UCKJTI0YAJIO UX POICTBO ¢ ryokamu (Dunn et al., 2017).
Y Albumares brunsae (Trilobozoa) ppakTanbHbIC BETBSIINECS CTPYKTYPBI, IPO-
SIBJISIBILIME MAaclITaOHYI0 CHMMETPHIO C dJIEeMEHTaMH (PIyKTYUPYIOIIEH acuM-
METpPUH, HAWJCHBI B KOMOMHAIIMM C TPEXJIy4eBOW CHUPAbHON CHMMeETpuei
(Ivantsov, Leonov, 2008).

OpakralbHYI0 OpraHH3alMI0 TeJla COBPEMEHHBbIX Metazoa MpHHSITO pac-
CMaTpHUBATh KaK TUITUYHYIO JIJIS1 KOJIOHHAJILHBIX JKUBOTHBIX, CIIOCOOHBIX K Oec-
MOJIOMY, KJIOHAJIbHOMY Pa3MHOXKEHHIO, B OTJIHYHE OT COJTUTAPHBIX MPEACTABHU-
teneii Bilateria, y KOTOpBIX paKTaIbHOE BETBICHHE XapaKTEPHO JJIsl BHY TPCH-
HUX 3MUTEIUAIBHBIX CTPYKTYP AbIXaTEIbHOM, KPOBEHOCHON U JPYTUX CUCTEM
U pa3HooOpa3HbIX xkene3. [loaToMy BeTBIIEHHE HApy>KHOW MOBEPXHOCTH Tea,
BIIEpBBIC OOHApYKeHHOE y monuxeTsl Syllis ramose (Mclntosch, 1879), mopa3s-
WJIO aBTOPA OTKPBITHS U JIPYTUX OHOJIOTOB.

B onTOreHe3e MHOTHX COBpEeMEHHBIX mpenctaButeneld Echinodermata m
Tpex BuaoB nonuxet (Annelida, Polychaeta) mociie mpoxoxkaenus smOproreHe-
He3a U MeTaMopdo3a MOSBISETCS CIIOCOOHOCTh K MHOTOKPATHOMY BETBIICHHIO
MOCTEPHOPHOTO KOHIIA TeJla C COOTBETCTBYIOIIUM YMHOXXEHHUEM 30H POCTa M
MOCTEPHOPHBIX, «XBOCTOBBIX» OTJEIOB Tella B TCUCHHE JITUTEILHOTO MEepHoIa
YKWU3HH (BO3MOXHO, /IO KOHIIA kU3HH). DpaKkTaspHOE BETBICHNE TeJa C 3aMoTHe-
HHUEM OKPYIKAIOLIEero MPOCTPAHCTBA U MAKCHMHU3AIHMEH IO TOBEPXHOCTH
crocoOCTBYeT MHTEHCH(UKAIIMK OOMEHA U TIOJNyYSHHIO NMUTATEIBHBIX Pecyp-
COB, TEM CaMbIM — aJIANTIIINH K CPEE U BEDKHUBAHUIO OPraHU3Ma.

BETBJIEHUE TEJIA DHIOCUMBUOTUYECKUX ITOJIMXET

VYHUKaNbHBIA, COBEPLUICHHO HEOOBIYHBIH il OWIIaTepaibHBIX KHBOT-
HBIX IJIAH CTPOCHUS — Pa3BETBICHHOE, JCHIPOMOP(HOE TeJI0 ¢ OJHOH ToJo-
BOM M MHOMECTBOM 3aJHUX, «XBOCTOBBIX» 4acTeil — OblI OOHAPYXKEH y Tpex
BHJIOB DHJOCHMOMOTHYECKUX TMONHUXET cemeiicTBa Syllidae, oOuratomux B cu-
cTeMe BONIHBIX KaHaloB ryook (Glasby et al., 2012; Aguado et al., 2015, 2022).
BriepBbie MHOTOOCEBOE, BETBAILIECECS, ACHMMETPUYHOE TEJIO TaKOW MOJUXETHI
obnapyxun W.C. Mclntosh (McIntosch, 1879) y onucannoro um Buga Syllis
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Puc. 1. ®pakranbHOe MOCTEPUOPHOE BETBJICHHE Tesa Mojuxetsl Syllis ramosa; royoBa
noiuxeTsl — B eHTpe pucynka (MBanosa-Kasac, 1977, uz Korschelt, Heider, 1910).

ramosa,cuMOnOHTa CTeKIsiHHOM IyOKu Crateromorpha meyeri (Hexactinellida),
HaﬁHCHHOFO y DUINIINMUHCKUX OCTpPOBOB BO BpEMs OISKCOCAUIHUH CYyJHa
Challenger. HccnenoBatenb oXxapakTepru30Bajl 3aBOPaKHBaOIee OHOJIOTOB BIIC-
YyaTJeHue OT HEBUJAHHOTO paHee BETBSIIErOCs Tella OTKPHITOrO UM BUA KaK
«pypop» (Mclntosch, 1879; mut. mo: Glasby et al., 2012; Aguado et al., 2022).

Betsnenne tema Syllis ramosa (puc. 1) 3areM OBIIO TOATBEPXKICHO He-
CKOJIBKUMH TOCJICAYIOIIMMHY TyOINKALUsIMU, 1 HEAABHO OBIIM OTKPBITHI €LIe
IBa BUJa BeTBAIMXCS nmonuxeT. B 2012 . y 6eperoB ABcTpainy HailieH HOBBIH
POA M BUJ MOJUXETHI, BETBICHUE KOTOPOH HAIIIO OTPa)XCHUE B €€ POILOBOM U
BUJIOBOM HasBauuu — Ramisyllis multicaudata (Glasby et al., 2012), cumOHOHT
ryoku Petrosia sp. (Porifera: Demospongiae). Hakonerr, B 2022 T. y mo0epexbs
SnoHun OoOHApYXKEH TPETUHl BUA MOJMUXETHI C NOAOOHBIM K€ MHOI'OKPAaTHBIM
BETBJICHHUEM 3aHel yactu Tena, Ramisyllis kingghidorahi, ooutaromuii BHy TpH
HEYCTaHOBJICHHOTO BUa IyOku Petrosia (Aguado et al., 2022). Urak, k HacTos-
IIeMY BPEMEHU M3BECTHBI TPH BUJA MOJUXET CTOJIb HEOObIYHOTO s Bilateria
naTTepHa CTPOCHHsI Tella. BO3HMKHOBEHUE BETBSIIErOCs MOPPOTHUTIA ITHX TI0-
JINXET, BEPOSTHO, OOYCIIOBJICHO afanTallel K OONTAHHIO B JAOMPHHTE BOTHBIX
kanayoB ryook (Glasby et al., 2012; Aguado et al., 2022).
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Poct anHenua, BKIIFOUas U CUJUIU, KaK U BCEX CErMEHTHPOBAHHBIX OWJia-
TepabHBIX XUBOTHBIX, OCYIICCTBISCTCA TUIIMYHBIM 00pa3oM, MyTeM J00aB-
JICHHsI HOBBIX CETMEHTOB B 3aJ[HEH 30HE POCTA, HA3BIBACMOW Y MOJIUXET TAKIKE
30HOU noOaBieHus cermeHToB (Durchon, 1959; Glasby et al., 2012; Miura et al.,
2019; Aguado et al., 2022). Hexotopsle nonuxeTs! cemeiictBa Syllidae cmocoOHb
K CTOJIOHU3AIINH, VI IIHA30raMUuu ¢ (POPMHUPOBAHUEM OJHOTO UJIM MHOTHX pe-
MPOJYyKTUBHBIX, FTAMETON€HHBIX UHIUBUIIOB, CTOJIOHOB, HA TIEPEIHEM KOHIIE KO-
TOPBIX MOSIBJISIOTCS TJIa3a U CEHCOPHBIC PUIATKH. Y CIIOCOOHBIX K BETBJICHUIO
BHUJIOB ITOJTUXET CTOJIOH MOXKET OBITh HHTEPIPETUPOBAH KAK BETBb C TaAMETaMH
u rosnoBoit (Glasby et al 2012). ChopmupoBanHbIE pPEeNPONYKTHBHBIE CTOJIOHEI
OTJICTISIOTCSA OT OCHOBHOT'O TeJa YepBsi, CBOOOHO TIABAIOT B TEJIaruain U He-
pectsates (Aguado et al., 2015; Miura et al., 2019). O.M. UBanosa-Ka3zac (1977)
paccMaTprBalia IMHU30TaMUI0 KaK BapuaHT OECcrooro pa3MHOXKEHHU S, a 00pa3o-
BaHue y Syllis ramosa HeCKOJIbKUX BETBSIIMXCS 3aJHUX KOHIOB («M30BITOYHBIX
XBOCTOBY») U HETPABUIIBHOW Pa3BETBICHHON (OPMBI TeJla — KaK yCIOKHEHHYIO
(dbopMy nIM30ramMu B BHJIE JIATEPATIHHOTO MOYKOBAHHSI 0€3 OTJCICHHUSI TOTTOTHU-
TENBHBIX BETBEH Tena, T. €. CTOJOHOB.

[ponugepanus cerMeHTOB MPH TU30TAMHH MOXKET MPOUCXOJUTH B 3aHEH
30HE POCTa TeJia UCXOJHOI'0 OpraHW3Ma YepBs, B 3aJHEH YacCTU CTOJIOHA (IIpH
00pa30BaHUM IETIOYKH CTOJIOHOB), & TAK)KE OT BEHTPAJILHOW WJIU JIOPCaJIbHOU
MOBEPXHOCTU OJTHOTO WJIM WJIM OOJBIIEr0 YWCIIa CETMEHTOB HMCXOJIHOTO Opra-
am3Ma (Aguado et al., 2022). Cpenu nipencrasutencii Syllidae y Trypanosyllis
asterobia HabnroIaeTCS MOCIE0BATENILHOE TIOYKOBAHKE B 3aJ{HCH YaCTH YepBs,
Ha ero OPIOIIHON CTOPOHE, ¢ 00pPa30BaHUEM OONBIIOTO YUCIIA JOMOTHUTESIBHBIX
3a/IHMX KOHIIOB, KaXKIbI U3 KOTOPBIX BOBHUKAET HA OCHOBE OJIHOTO CErMEHTa
(Okada, 1933, 1937). IIpencraButenu ponos Trypanosyllis u Trypanobia — cum-
OMOHTBI MTJIOKOKUX U I'yOOK; B YacTHOCTH, T. asterobia (Okada, 1933) — sujo0-
CUMOHMOHT MOPCKOH 3Be31bl Luidia quinaria co CTOJIOHAMH, Pa3BUBAIOITAMHUCS
BHYTpH 3Be31bI-x03s1Ha (Aguado et al., 2015).

Bce Tpu Buma onmcaHHBIX BETBSIIHUXCH MOnuXeT cemeiictBa Syllidae cro-
COOHBI K IN30raMHH ¢ (OPMHPOBAHHEM OIHOTO MIM MHOTHX PENpONyKTHB-
HBIX cTOJIOHOB. [lokazano, uto R. multicaudata n R. Kingghidorahi — 6nuzko-
POACTBCHHLIC BHUAbI; BIIOJIHC BCPOATHO, YTO CHOCOGHOCTI) K BCTBJICHUIO yHAC-
JieloBaHa UMK OT OOIIEro mpenka, Torna Kak (uioreHeTuveckas mno3unus R.
multicaudata oTHOCUTENBHO pofa Syllis yka3pIBaeT Ha HE3aBUCUMYIO DBOTIOIIHIO
BeTBieHus y Ramisyllis n S. ramosa (Glasby et al., 2012; Aguado et al., 2022).
BerBiienue Tena yepBeil 000MX BHUIOB BCErJa AMXOTOMHYECKOE, OCYIIECTBIIS-
eMOo€e MO MPSMBIM YTJIIOM K MEKCErMEHTHBIM 00JIacTsIM; Kaxaast oudypranus
TeJa COMPOBOXKAAETCS COOTBETCTBYIOIIUM Pa3BOCHUEM OPIOIIHOIO HEPBHOT'O
CTBOIJIA, KHIIIEYHOM TPY6KI/I, MMPOAOJIBHBIX MBIIII W BEHTPAJIBHOT'O KPOBSHOI'O
cocy/ia ¢ UX HOPMAaJIbHBIM B3aUMOPACTIONIOKEHNEM B HOBBIX BeTBAX (Aguado et
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al., 2022). Y Ramisyllis pocT IpOUCXOAUT Cpa3y BO MHOKECTBE TAKUX 30H POCTa,
Ka)KJasi U3 KOTOPBIX PACIIOJIOKEHA TIepell TEPMUHAIBHBIM OTJICIIOM OTPOCTKAa,
9UCI0 KOTOPBIX v R. multicaudata nacunteiBaeT Oonee 500 (Glasby et al., 2012).
Beinenenne MHTAKTHOTO YepBsi CO BCEMH €r0 OTPOCTKAaMH M3 I'yOKH-XO3sIMHA
MPaKTUYECKH HEBO3MO)KHO; BEPOSITHO, LIEIbI OpranusM R. multicaudata Moxer
WMETh COTHHU M Jjake ThICIUM TepMUHaNbHbIX BeTBeH (Glasby et al 2012). Ta-
KUM 00pa3oM, CIIOCOOHOCTh K BETBJICHUIO Tesia Ramisyllis o0ycnoBjIeHa MHO-
KECTBEHHOCTBIO 30H POCTA, YTO IO3BOJSET BETBSIIIMMCS YEPBSIM JIOCTUTATh
OT'POMHOTO 10 CPaBHEHHIO C IPYTHMHU CHILTUAAMU pa3Mepa: 00IIast JITNHa BCeX
BeTBeH R. multicaudata mpy MX pactoNOKEHUH B IMHEHHOM MOPSIKE TOCTUTAET
30 m (Aguado et al., 2022). IIpu sToM mpouecc OudypKanuy IPOUCXOIUT HE B
MepPBOHAYAJILHON 30HE NOOABIIEHUSI CETMEHTOB, @ B CErMEHTaX CPEAHEH YacTH
Teja, Mo3aau TIOTKU. ENMHCTBEHHAs! TONOBa YepBsl pacrionaraeTcs B LHEHTPE
ryOKku, B ee 0a3aJIbHON 4acTH, & MHOYKECTBEHHBIE XBOCTHI — y €€ IOBEPXHOCTH,
BBICTYIIasl HAPYKY M3 OCKYITIOMOB T'yOku-xo3stmHa (Glasby et al., 2012). Kaxxmas
BETBb, OTXOJAIIAsI OT TEPBUYHON TepeaHe3a neil ocu uepss R. multicaudata,
yCTaHaBIMBAET BTOPUYHYIO OCh, OT KOTOPOH B CBOIO OY€PEIb OTXOAST TPETHUY-
Has U 3aTeM ueTBepTuyHas ocu (Glasby et al., 2012).

XOTS MOJIEKYJISIPHO-TEHETUYECKUE MEXaHU3MBbI PETYJISIITUU POCTA U CEIMEH-
TallUW y BETBSIIUXCS MOJUXET HE U3YUYCHBI, B 30HE POCTa ONUXETHI Platynereis
dumerilii BbISIBIICHA KCIIPECCUs OPTOJIOTOB reHa caudal, KoHTpolupyemas 00-
e TSI BceX Ormmatepruii MalTnHeprel KaHOHUYECKOW cuTHamm3anuu Wnt (M.
De Rosa et al., 2005; Glasby et al., 2012; Bleidorn et al., 2015).

B Gonee rimobanbHOM KOHTEKCTEe OM(ypKaIus Tejla BETBSIIUXCS MOIUXET
KaK perIuKaIis MepBUYHON MepeIHe3aIHeH OCH TPEICTABIACT COOOM HapyIIie-
HUE aHIeCTpaNbHOW OMJIaTepajbHON CUMMETPHH OTHOCHUTENIBHO CpeaHeH -
HUU TeJa U CpeHeH MIOCKOCTH Iana ctpoenus Bilateria (Glasby et al., 2012) u
MpUMep KPyITHOTO EHOTHITMYECKOTO MEPEX0/Ia Iy TEM CallbTaAIlHOHHOW IBOJTIO-
nnu (Aguado et al., 2015).

JIUCTAJILHOE BETBJIEHUE PYK U JIVUEN
COBPEMEHHBIX UT'JIOKOXNX

Wrak, uccienoBanus nonuxer cemeiictBa Syllidae B TeueHue Oonee yem
140 net (Mclntosch, 1879 — Aguado et al., 2022) npuBeno K JOKyMEHTHPOBaH-
HOMY OTKPBITHIO JIUIIb TPEX BUJIOB, 00JIAJA0IINX YHUKAIBHBIM JIJIsI BCEX TIPE/I-
craButeneil Bilateria mmanom cTpoeHHs: OlHa «TOJIOBAa» M BETBSIIEECS TEJO C
MHOXECTBOM «XBOCTOB». B TO ke BpeMs cpeau coBpeMeHHBIX Echinodermata
MHOTHE BHJIBI BO B3POCIIOM COCTOSTHHH 00JIa[Jal0T JeHAPOMOP(HO pa3BETBIICH-
HBIM TE€JIOM C MHO’KECTBOM JTUCTATBHBIX OTPOCTKOB. OITHAKO MEHTapaIuaIbHbIH
IJIaH CTPOCHHUS B3POCIIOr0 OpraHu3Ma IpU COXPAaHCHUH aHIeCTPAJIbHOW Ouia-
TEpajJbHONH CHUMMETPUM HA JIMYMHOYHOM CTaJlMU CTOJb CIIOKEH W 3araJloueH
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(Hyman, 1955; Arnone et al., 2015; Lowe et al., 2015; Koop et al., 2017; Adachi
et al., 2018; Omori et al., 2018; Byrne et al., 2020, 2021), uTo 00MIECTIPUHSITOE CO-
IIIACOBAHHOE IMPEJCTaBIICHHE 00 OCEBOW OpraHM3aIlMKi U TOMOJIOTHH OCeil Tena
HBIHE KHBYIIMX HTJIOKOXHX JO CHX MOP HETOCTHIKUMO U OCTAeTCs 00BEKTOM
nebatoB. Jlaxe uaeHTHGUKALNS TIepeIHE3aAHEeH OCH B3POCIIBIX JKUBOTHBIX 3a-
ragouna (Peterson et al., 2000; Arnone et al., 2015; Adachi et al., 2018; Omori
et al., 2018), ucropuueckue ke TpaHCHOPMALMHU TJIaHA CTPOSHUS UTIOKOKHUX
MPEACTaBISIOT coOol evolutionary misteries (Peterson et al., 2000). [Toatomy,
MPEK/IEe YeM paccMaTpuBaTh HEHOMEHOJIOTHIO BETBIICHUS Tella UTJIOKOXKHX, He-
00XOTUMO OIIPEICITUTHCSA ¢ TEPMUHOJIOTHEH HAMMEHOBAHUS YacTEH OCEBOU CH-
CTEMbI OpraHU3Ma MEHTAMEPHBIX HIIIOKOXKHX — IIEHTPANBHOTO U JIUCTATbHBIX
OT/ICJIOB MX TeJIa, & TAKKE 0COOCHHOCTEH BETBICHHUS TUCTAIBHBIX OTPOCTKOB.

JlucTanpHble KOHIIBI TEIa UTTOKOKHX UMEHYIOTCS 3/1eCh MMOCTEPUOPHBIMHU
WM KayJaJIbHbIMU, HeHTpaHbHBIﬁ AUCK T€Jia C POTOBBIM OTBEPCTHUEM U KOJIb-
LIEBOH HEPBHOW CHUCTEMOW MOXET ObITh Ha3BaH aHTEPHOPHBIM, POCTPATBHBIM
nn 1nedannaeckuM. KaXabiit TUCTaIBHBIN, TTOCTCPHOPHBIA KOHEI[ Tela pac-
CMaTpUBaeTCs KaK HOCUTENh TEPMUHAIBHON (TOYHEE, MPeTePMUHATIBFHON) 30HBI
pocta. MHOTOKpaTHOE BETBIICHUE JUCTAITBHBIX KOHIIOB TeJa BEIET K YMHOXKeE-
HUIO TaKUX 30H POCTA, U CaMa BO3MOXXHOCTh MHOTOKPATHOTO JIUCTAJILHOTO (T10-
CTEPHUOPHOT0) BETBJICHHUSI TOTBEPIK1aeT MPUCYTCTBHE 30H POCTA C TAKOil JIOKa-
nu3anuen. Kaxkgas pyka MOpCckoi JimiwH, Jiyd (pyka) oQuypsl,0KOI0POTOBOE
IIyTaIbIIe TOJOTYPUHN BKITIOYAET OCEBOW aMOylaKpabHBIN KOMILIEKC, TTPUYEM
nMeHHO Oudypramus (pa3aBOEHHE) OCEBOro0 KaHajla aMOylIakpaiabHOH CHCTe-
MBI HHAYIHPYET pa3BoeHUe, OudypKaIuio pyKH, Iyda UITU IIyTalbla Ipya UX
BeTBJIeHUH. [103TOMY KpaTKOCTH pajay PyKH, Jy4H M UIYMaJIbla MOTYT OBITh
Ha3BaHbI y4aMu-aMOyJIaKpaMy WM MpocTo amOynakpamu. KoHuenTyanbHast
apryMeHTaIus 000CHOBaHHUS MCITIOJIb3yEeMbIX 3/16Ch TEPMUHOB M3JI0)KEHA B pa3-
nese 00 0COOEHHOCTSIX OCEBOTO TIJIaHa CTPOCHUS UTIOKOKHX.

OpraHu3aTopoM IUIaHa CTPOCHHUS COBPEMEHHBIX HMIJIOKOKHX, KOJIBIIEBOIO
Y JIy4eBOTO CTPOCHHS KOMIIJIEKCA WX TKAaHEBBIX CHCTEM OKa3bIBaeTcs amOya-
KpalibHas (BOJXHO-COCYAMCTAs) CHCTEMa — CHHAITIOMOpP(HAs yepTa OpraHu3aIiu
COBpEMEHHBIX HTIOKOKUX (cM. Ruppert et al., 2004; Arnone et al., 2015; Lowe et
al., 2015; Koop et al., 2017; Adachi et al., 2018; Omori et al., 2018; Byrne et al.,
2020, 2021; Isaeva, Rozhnov, 2022). Haubonee panaee MopdoIoruueckoe mpo-
SIBJICHUE TICHTAMEPHHU — TOSBJICHUE IISITH JIOMACTHBIX BBIITYMBAHUE TUIPOIIC-
JIs1, TIO-BUINMOMY, 00pa3yIONIuX MATh CHTHAJIBHBIX IIEHTPOB KaK OCHOBY IJIaHA
CTPOCHUSI TeJla MTJIOKOKHUX ITyTEeM IperoiaraeMoi ayriukanuu (Arnone et
al., 2015; Morris, 2016; Byrne et al., 2016, 2021; Koop et al., 2017). 13 nisiTu stona-
cTelt ruporelist GOpMUPYIOTCS IEPBUYHBIC TOJIUH, 30HBI POCTA KOTOPBIX 3aTeM
JAIOT HAYAJIO ISITH PaJualbHBIM KaHaIaM aMOyIaKkpalbHON CHCTEMBI B3POCIIO-
ro xuBoTHOTro (Arnone et al., 2015; Morris, 2016). 3ToT MOpQoOreHeTHIECKHit
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MPOLIECC OTPaKaeT MAKPOIBOJIIOIMOHHOE MpeoOpa3oBaHUE OCEBOrO MaTTepHA
NpU BO3HUKHOBEHUHU IEHTAPaJUAJIbHBIX (OPM OT OMJIATEPaJIbHBIX IPEIKOB,
OCYIIIECTBJICHHBIN ITyTEM BETBJICHHS IBYX U3 TPEX aMOyIaKkpoB: mpuHsTast hop-
MyJIa Iepexo/ia OT TPUMEPHUH K IeHTaMepun — 2-1-2 (Zamora et al., 2013; Smith,
Zamora, 2013; Rozhnov, 2012, 2014, 2016, 2022; Arnone et al., 2015; Peterson,
Eernisse, 2016; Byrne et al., 2018, 2020; Omori et al., 2018).

[Ipn MHOTOKpaTHOM BETBJICHUU PYK M JyUeH MOPCKUX JWJIMKA U opuyp, a
Tak)Ke IyHayel roJoTypuil OpraHu3aTopoM (MHIYKTOpoM) Oudypkauuii oka-
3pIBaeTcsl amMOynakpanbHas cuctema. [IpmoOpeTeHHas B IBONIOLUHU CIIOCOO-
HOCTb CUTHAJIbHOT'O LIEHTPa-0pranu3aropa Mop(horeHesa K 1yIUIMKalluK 11y TeM
BETBJICHUSI MJIM PEIUIMKAUMM (PacIICIUIeHUs]) MOIJia 3aTeM MPOSIBISTHCS Kak
CIOCOOHOCTH K OM(ypKaunu, pa3BeTBICHUIO IPU BOSHUKHOBEHUH (DPAKTaIbHO-
ro MaTTepHa BETBIINXCA JIydel-aMOyIaKpoBY MOPCKHX JIMIIHH, 0QUyp U Too-
Typuil. I[TocTepropHBINA POCT PYK, JIydell U Hiynajel ¢ IpeTepMHUHAIbHON JIOKA-
JIN3alMeN 30HBI POCTA — BEPOSTHOE HBOJIOLHMOHHOE HACIEANE IOCTEPHOPHOTO
pocTa HacjlieAue aHLECTPaJbHONH OCH OMJIaTepasIbHBIX MPEIKOB, IIOJIYYEHHOE B
OHTOTr'€HE3€ OT 30HbI POCTa IEPBUYHON ITOJUH (XOTSI HE HCKIIIOUEHA M KOOI TALU S
COOTBETCTBYIOLIETO KOMIIJIEKCA TEHHBIX PETYJISITOPHBIX CETeM).

OceBoii aMOyIaKpaJbHBIH KOMILIEKC PYK, Jy4eid W IIymnajieln UTIIOKOKHIX
OTJIIMYACTCSI OT OCEBOr0 TMEPEIHE3aJHEr0 (AHTEPHOPHO-NMOCTEPUOPHOr0) KOM-
IJeKca Teja Apyrux Ouiarepuil UCXOIHBIM MPHUCYTCTBHEM aMOyJaKpajbHOM
00pO3aBl C MOHOIMIJIMAPHBIMH PECHUYKaMU M aMOyJIakpalbHbIMA HOXKKaMH,
TPAHCTIOPTHPYIONIMMH MHUIIEBbIE KOMIIOHEHTHI BHEIIHEH Cpebl B AMCTAJIBHO-
MMPOKCUMAJIBHOM  (KayZaJIbHO-POCTPAIBHOM, KayAaJIbHO-1Ie()alndecKoM) Ha-
MpaBJICHUH — K POTOBOMY oTBepcTuio. Takas MopdodyHKIHOHANIbHAS OPTaHU-
3alMs 0CEBOr0 aMOYJIaKpaJIbHOTO KOMIIJIEKCa, CIOCOOHOT0 K BEKTOPU30BAHHO-
MY HEHTPOCTPEMUTEIBHOMY TPAHCIOPTY, COXpPAHUBIIASICS Y MOPCKUX JHIIHH,
B MEHBIIIEH CTENIeHN — Y 3Be3] U MOIU(PUIIMPOBAHHASI B TOH WJIM HHOH Mepe y
MpeICTaBUTENEH APYTHX KJIACCOB UTIIOKOKUX, COBCEM HE CBOIICTBEHHA OCEBOMY
HaTTepHY TeJla BCEX OCTaJbHBIX OMJIaTepuil, U IOTOMY OCEBOI aMOyiakpaib-
HBIM KOMIIEKC HE MOXKET PacCMaTpUBATHCS KaK MOJIHBII TOMOJIOT aHLECTPallb-
HOH ocu OmiaTepaibHbIX peakoB Echinodermata.

[Nockonbky ucxomHble GyHKIHH aMOyJIaKpallbHOW CUCTEMBI UTJIOKOKUX —
nuiecOopHbIe, (pakTadbHOE BETBICHHUE TEja IMOCIe MpuoOpeTeHus: amOyJa-
KPaJIbHOM OCEBOI CHUCTEMbl MAJIOMIOIBHIKHBIMUA HJIA MPUKPEILICHHBIMY TPE/I-
KaMHd HbIHE XUBymux Echinodermata MHOTOKpAaTHO yBETWUYWIIO TUIOMIATh
MUAIIIecOOPHON TOBEPXHOCTH aMOyIaKpalbHBIX 00po31. CrocoOHOCTh K IHC-
TaJIbHO-TTPOKCHMAJIEHOMY TPaHCIIOPTY HYTPHEHTOB OOecreuniia U IMoydeHue
COITYTCTBYIOIIEH MH(pOpPMAIMU, THOOXOJUMOMN JIJIsS TIOUCKA PECYPCOB MUTAHHUS,
a Takke yOekKHIla, 4To CYIIECTBEHHO CIIOCOOCTBOBAJIO BEIKUBAHUIO U BO3paC-
TaHUIO SBOJIFOIIMOHHBIX BO3MOXHOCTEH UTTIOKOXKHX.
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Puc. 2. Pucynku D. ['ekkesst Kak mpuMepbl PPaKTaIbHOIO BETBICHHUS Teja HUIIIOKOKHX:
a — Mopckas tuiust; 6 — opuypa Gorgonocephalus (E. Haeckel, 1904).

Ve DaBHO XOpOUIO HM3BECTHO, YTO y MHOTHX (HO HE BCEX) IPEICTaBHU-
TeNel Tpex KJAcCOB coBpeMeHHBbIX HIIokoxuX (Crinoidea, Ophiuroidea,
Holothuroidea) pyku (jiyuu, mynajibiia) ClioCOOHbI K MHOTOKPATHOMY BETBJIC-
HUIO (CM., Hamp., Strathman, 1975; Ruppert et al., 2004; Lawrence, 2012; Arnone
et al., 2015; Omori et al., 2018). Takue BUIBI MOPCKUX JIHJIMHA, OPHYp U TOJIO-
TYPHH C BEeTBAIIMMUCS PyKaMH/ITy4aMU-aMOyIaKpaMu Wil aMOyJTakpaabHBIMU
IIynaJblaMH, B CyIIHOCTH, 00JIaaf0T IEHAPOMOP(HO Pa3BETBICHHBIM TEJIOM
C MHOXECTBOM MOCTEPUOPHBIX, KayAaJIbHBIX KOHIIOB TEJIa U COOTBETCTBY IOIIUM
MHOKECTBOM 30H IIOCTEPHOPHOTO pocTta (puc. 2).

HckiroueHre u3 9uciia BETBSIIUXCS BUJIOB CPEIU UTIIOKOXKUX ITPEICTABIIS-
10T BCe MOpPCKHE 3Be3/Ibl (Asteroidea), cpeny KOTOPHIX €CTh MHOTONyYeBbIe, Ha-
npumep, Acanthaster planci, Solaster. BepoaTHO, BETBICHHUIO JTydel MOPCKHUX
3BE3J1 MPEIMSITCTBYET MX MIMPUHA, BEAYIIasi y HEKOTOPHIX BUJIOB K CIHSHUIO UX
B GJIUHBIN JIUCK, HO 3BE3/bl CIIOCOOHBI K YMHOXXEHHUIO OPraHH3aTOPOB Jyueil
(Ruppert et al., 2004; Hotchkiss, 2000, 2012; Lawrence, 2012). [Toka3ano, 4to0 y
MHOTOJIYUYEBBIX 3BE3JI YMHOXKCHHUE YHUCIIA JTyueii-aMOyJIaKpOB MPOUCXOINH ITy-
TEM MHTEPKAJISIIUHU JIONOJTHUTEIBHBIX OPraHU3allMOHHBIX [IEHTPOB B IIPOIECCEe
pa3sutus (Strathman, 1975; Hotchkiss, 2012; Ruppert et al., 2004; Lawrence,
2012). MopdoreneTndueckast poiib aMOyJIaKpaJbHOTO KOJIbIIAa KaK opraHu3aropa
MJaHa CTPOCHUS U BO3MOXKHOCTh PEIIJTUKAIMU BBIBOJHOTO KaHala ¢ THUIPOIO-
POM YAMBHUTEIBHBIM 00pa30M BU3yaIM3UPOBaHA MO MaJPETIOPOBBIM ILIACTHUH-

KaM rupomnopa Ha NOBEPXHOCTU TE€JIa MOPCKUX 3BE3[] IPHU HUCCICAOBAHNN Oec-
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MOJIOT0 Pa3MHOXKEHHU S, KOTOPOMY CIIOCOOHBI HEKOTOpbIe BHbI 3Be31 (MBaHOBA-
Kasac, 1977; Hotchkiss, 2012). Hanipumep, y npeacraButeneii poaa Sclerasterias
B3pOCIBIC KUBOTHBIE, KaK BCE TUMWYHBIE MOPCKHE 3BE3/IbI, 00IAAIOT MATHIO
Jy9aM¥ U OJJHOW MaJperopoBOi TIIACTHHKOW, MOJIOJIBIE YKe 0CO0H, Ka IMPaBHUIIO,
uMeroT 6 Jydyeil u 4 MaapernopuTa; IpH JISICHUH MOJIOJBIX 3BE3J JIMHUS pas-
Jena MeXIy JOYSPHUMH 3BE3AaMH MPOXOJUT MEXKIY ABYMS apaMu MaJpero-
poBbIx TuIacTHHOK (cM. MBanoBa-Kazac, 1977). Mopckas 3Be3na Coscinasterias
tenuispina umeet 8 pyk, 4 Maanenoputa u 2 aHyca; cpasy Iocie JeNeHUs y
Ka)KJIOHM OTJeNUBIIEHCS IOJOBUHEI OcTaeTcs 4 Tyda, 2 MaJpenopuTa, OJUH aHyC
Y TIOJIOBMHKA aMOYJIaKpa bHOTO KOJbIAa. 3aTeM KaK[as MOJOBHHKA pa3/iesieH-
HOTO aMOYJIaKpaJIbHOTO KOJIBIIA 3aMBIKASTCS B IIEIIOCTHOE KOJIBI0, HA KOTOPOM
MOSIBIISIFOTCS 3a4aTKU HOBBIX PaJUabHBIX KaHAJIOB, IIOCIE YEero B 3a4aTKH JIy-
4yell BpacTaroT pajHalibHble HEPBHI M MUJIOPUYECKUE MPHUAATKHU Kelyaka (CM.
WBanosa-Kaszac, 1977).

VY mopckux exeit (Echinoidea) Mmopdomnorusi ennHOro KOMIAaKTHOTO Tela,
OYEBU]IHO, HECOBMECTHMA C 000CO0IEHNEM KaKUX-ITHO0O0 JIydyell U BETBJICHUEM
Takoro Teina. [Ipu 3ToM y HEMHOTOYHMCIEHHBIX BHJIOB IUIOCKMX MOPCKHX €¥KeH,
Hanpumep, Scaphechinus mirabilis n S. griseus, HaOIONAETCS] BETBJICHUE aM-
OyJakpaiabHBIX OOPO3] Ha CILIOHIHOM MOBEPXHOCTH €IUHOrO Tejia (CM., Hamp.,
Bapanosa, 1976; Ruppert et al., 2004).

Pyku mopckux nmnuii, Crinoidea, caMbIX IPEBHHMX M3 HBIHE >KHBYIIMX
WTJIOKOXHUX, MOTYT MHOTOKPAaTHO BETBUTHCS MJIM OCTAIOTCS HEPa3BETBJICHHBI-
Mu KprHOUIBI COOMPAIOT B3BEUICHHYIO B TOJIIIE BOJABI MHIIY C MOMOIIBIO aM-
OyakpabHBIX HOXKEK; PECHUYKH aMOyJIaKpallbHOTO JKeJI00a TPAaHCTIOPTUPYIOT
MATIEBBIE YACTHIIHI IO aMOYIIaKpaITbHOMY KeJI00y K pPOTOBOMY OTBEPCTHIO (CM.
Ruppert et al., 2004; I. MupaHnueB B HacT. BbIycKke). HeKOTOphIX BHABI KO-
Matyiaua uMerotT 80200 pyk. Obmast anuHa amOyJiakpalbHOH MOBEPXHOCTH,
yJIaBJIMBAOIIECH HYTPUEHTHI, MOXKET OBITh OI'POMHOM; y CTEOENbYATON MUK
Metacrinus rotundus, IMeroeit 56 pyk ¢ MUHHYIaMH, O0mIas JImHa amOyIra-
KpabHBIX kemo0oB mocturaet 80 M (cM. Ruppert et al., 2004).

VY mexotopeix opuyp (Ophiuroidea), nmenyembIx basket stars, pyku mMHO-
rokpatHo BetBstTcs (Ruppert et al., 2004; Lawrence, 2012; Omori et al., 2018).
Oduypsl ¢ BeTBSIIIUMUCS pyKamH, Hanpumep, Gorgonocephalus (puc. 2,0, 3),
CIOCOOHBI 3aXBaThIBATh IJIAHKTOHHBIC YaCTHIIBI U JaKe KUBYIO HOOBIUY OT-
HOCHUTEJIBHO OOJIBIIOro pa3mMepa KOHYMKaMU BETBSIIUXCS PYK, KOTOpbIe 0OMa-
TBIBAIOTCA BOKPYT *KepTBHI (cM. Ruppert et al., 2004). Kcraru, HazBanue poxa
Gorgonocephalus HeBepHO OTpa)ka€T COOTHOIIIEHWE OCEH Tena >KMBOTHBIX, U
npaBuiibHEEe ObLIO ObI UMEHOBATDH 3TOT pon Gorgonouris, Ha3BaHHUE XKe Kiacca
BIIOJTHE COOTBETCTBYET OCEBOMY IUIaHY CTPOEHUs ouyp.

VY ronorypuit (Holothuroidea) poT okpy>keH KpyNHBIMH, [EHTApaaAHaIbHO
PacmoNoKEHHBIMH ¥ HEPEIKO Pa3BETBICHHBIMH IIyHaJbllaMH, OCEBBIM KaHa-
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Puc. 3. Dx3emnisap opuypst Gorgonocephalus B 3oomorndeckom myzee MI'Y (dpoto aBTopa).

JIaM KOTOPBIX JAIOT HAaYaI0 OTXOASIINE OT aMOyIaKpaIbHOTO KOJIbIIA M HAIIPaB-
JICHHBIC BIIEpE MATh paJHalbHBIX KaHAoB. [0JOTYpUH, KaK MpaBUiIo, MHATA-
IOTCSI B3BECHIO, UCTIOJB3Ysl BEITSIHY THIE IIIYIANIbIA; IPEJACTABUTENIN Pa3HBIX TaK-
COHOB MOT'yT UMeTh 10—30 MOp(OIOrnuecKy pa3IMyHbIX LIyIIaiel, HalpruMep,
Apodida xapakTepu3yoTcsi IEpUCTO-pa3BETBICHHBIMY HIynaibuamu (Ruppert
et al., 2004; Smirnov, 2015; Omori et al., 2018).

Urak, y MHOTHX MpeACTaBUTENCH HWITIOKOXKHMX HAOIIOAAeTCsl yMHOKEHHE
ocell Tena MmyTeM MOCTEPHOPHOTO BETBIICHMS JTyueii-aMOynakpoB (JIn0Go peruiu-
Kannuu / pacliCiJICHUA U UHTCPKAJIANUU UX JUCKPETHBIX OPraHu3aTopoB / 3a-
9aTKOB). AHIeCTpasibHas nepenHe3aqHss och Bilateria, BeposiTHee Bcero, He
BETBHJIACK. [I0CKOIBKY NCXOMHBIE (YHKIIUH aMOyJIaKpaIbHONW CUCTEMBI UTIIOKO-
KUX — NUIecOOpHBIe, BEKTOPU30BAHHOE HANpaBJIEHHE TPAHCIIOPTa HY TPUCHTOB
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amMOyJaKpajJbHBIMU OOpO3AKaMHU (M TEM caMbIM HHQOpMaIHK 00 OKpYKaromen
cpelne) yBeTUInBaeT B3aMMOCHCTBIE ¢ BHEITHEH cpenoil. dpakTaibHOE MOCTe-
pHOpHOE BEeTBIIEHNE aMOyJIaKpaIbHBIX OCEH Tea, yBEIMUNBAIOIIEe 3aTI0OTHEHNE
MIPOCTPAHCTBA W MaKCHMH3HPYIOIIee IUIONab MUIIeCOOPHOH TOBEPXHOCTH H
B3aUMOJICHCTBUSI C BHEIIHUM OKPY>KEHHEM, OKa3alloCh BBICOKO aJIallTUBHEIM,
KaK | Iocjeayoliee paciuperne QyHKINH aMOy1akpaibHbIX JTy4el 11t ucclie-
JOBaHMS OKPY>KaIOIIEro MpOCTPAHCTBA, TOUCKA PECYPCOB MUTAHUs 1 yOeKUIIIA.

TakuMm 00pa3om, B pe3ysibraTe MOCTEPHOPHOTO BETBICHUS JTyuei-amOyJia-
KpPOB C YMHOKCHHEM UYHCJIA OCEH Tella y MHOTHUX HBIHE KHBYIIUX HTIOKOXKUX
MOsIBUJIach (paKTaiabHas OpPTaHU3AIMH OCEBOT'0 IJIaHA CTPOCHHS, MOMOOHAsS
HaWJeHHON y TpeX BHJIOB TOJUXET W elle 0oJjiee HETPUBHAIBHAS IS TIPECTa-
Buteneil Bilateria BcnencTBre ee coueTaHUs ¢ ICHTAMEPHUEH.

OCOBEHHOCTHU OCEBOI'O ITIJTAHA CTPOEHU I UTJIOKOXN X

Cepust ayTtoarmoMopduii, xapakrepusyooummux numb Tun Echinodermata,
BKJIFOYAET CTEPEOMHYIO OPTaHU3aLMI0 CKIEPUTOB DHJIOCKEIETa, IEHTaMEPHBIH
MJaH CTPOCHUs M aMOynakpainbHyro (cM. Ruppert et al.,, 2004; Arnone et al.,
2015; Lowe et al., 2015; Koop et al., 2017; Adachi et al., 2018; Omori et al., 2018).
[TenTapaananbHOCTD UTIIOKOKUX 3aTPYAHSET TOMOJIOTH3AIIMI0 OCHOBHBIX OCEi
TeJla UTJIOKOXKHX U IPYTHX OHJIaTepuil.

Kak uzBectHo, HepBHas cuctema Echinodermata He hopMupyeT ieHTpanu3o-
BaHHOW CTPYKTYPhI B BUJIC MO3Ta WJIHM FAHTJIUEB U IIPEJCTABIICHA [IMPKYMOPab-
HBIM HEPBHBIM KOJIBI[OM C OTXOISIIMMU OT HErO BJOJIb aMOYyJIAKPOB MSATHIO pa-
IUalbHBIMU HepBaMH (cM. Ruppert et al., 2004; Arnone et al., 2015; Omori et al.,
2018; Koop et al., 2017; Byrne et al., 2016, 2018). B rieHTpa;sbHOM HEPBHOM KOJIBIIE
BBISIBIICHA OKCIIPECCHs TeHa orthodenticle, KOTOPBIN CIICITUPHUITIPYET YaCTh TOJIO-
BBl M MO3ra JIPYTUX OUJaTepuil; pa3BUTHE BCETO IEHTPAIBHOTO JTUCKA MAPKUPY-
€TCs DKCIIPECCHEl TeHOB, CIeHU(PULINPYIOMINX CEHCOPHBIE KJIIETKH OntaTepuil, B
YaCTHOCTH, OPTOJIOTOB (DOTOCEHCOPHBIX TeHOB Jipo3oduisl (Morris, Byrne, 2014;
Koop et al., 2017; Byrne et al., 2016, 2018, 2020). PazinuHbie CCHCOPHBIC KJICTKH
pa30pocaHbl ¥ Ha BCEM MPOTSHKEHUH dIUACPMUCA U, BEPOSTHO, (HyHKIIHOHHUPY-
IOT KaK PeIenToOpbl CBETOBBIX, TAKTHIIBHBIX U XUMHUYECKUX pasapaxkurenei. Ta-
KU KJIETKH MPeo0IaatoT B MPUCOCKax aMOyIaKkpaTbHBIX HOXKEK M BJIOJb KPacB
amMOyJIaKpaJIbHOTO KeJo0a, rjie HacuuThiBaeTcst okosio 70 000 4yBCTBUTEIBHBIX
kietok Ha 1 mm? (cM. Ruppert et al., 2004). Y MOpCKHUX 3BE3/1 CEHCOPHBIE KIICTKH
KOHIICHTPUPYIOTCS TAK)KEe Ha JIUCTAIBHOM KOHIIE KaXJIOT0 J1yda, T7Ie pacIojioxke-
HBI CEHCOPHBIE aMOyJIaKpallbHbIe HOKKM M KPAaCHOE TJIA3HOE MATHO, BKIIOYAT0-
mee 80—200 mpocThIX MUTMEHTHBIX T1a3K0B (cM. Ruppert et al., 2004). Tuddys-
Has1, 0e3 SBHOro MOpQoJIorudeckoro (opMoodpazoBaHus, SKCIPECCUs TAKUX T'e-
HOB Y MIJIOKOXHUX, BO3MOXKHO, IIPEJCTABIISET COOON MPOSIBIICHUE TPUMUTHBHOM
aHILIECTpaJbHOM OpraHu3allii HEPBHOM CHUCTEMbl, HA3BaHHON KOXHBIM MO3TOM
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(skin brain), momoOHO TaKOBOHW y HEKOTOPBIX MPEACTABUTENCH MOIYXOpPHOBBIX
(Holland et al., 2013), cecTprHCKOTO THITa )KHBOTHBIX, O0BEAMHIEMOT0 BMECTE C
WTJIOKOKIMU Kak Ambulacraria (Cannon et al., 2014).

KonnenrpupoBanHas skcnpeccusi HEHPOHATBHBIX W CEHCOPHBIX T'€HOB B
LIEHTPAIBHOM JHUCKE TeJlda C POTOBBIM OTBEPCTHEM M KOJBIEBOW HEPBHOW CH-
CTEMOH TMO3BOJISIET UMEHOBATh €T0 aHTEPHOPHBIM, POCTPATBHBIM HIIH Te(aTn-
yeckuM. [leHTapanuanbHas CHMMETPHUsI OCEBOM CHCTEMbI UTJIOKOXKUX MOJ00HA
TOM, 4TO HAOJIOANACh B JIA0OPATOPHBIX IKCIIEPUMEHTAaX C MCKYCCTBEHHO BbI-
3BAHHOHN paguanu3anueil Tena minaHapuit Schmidtea mediterranea myTem u3-
MEHEHUU T€HHOM 3KCIPECCHUU PETYJSITOPHOM CETU CUTHAJIBHOW cuctembl Wnt
(Iglesias et al., 2008; Loh et al., 2016; Carreras, 2019; Ivankovic et al., 2019;
Fields, Levin, 2020). IIpu rumepakcrpeccu CUTHAIBHOTO Iyt Wnt ObLia 110-
Jy4eHa MHOTOKpaTHAs TYILIMKAIUs TIOCTEPUOPHOTO KOHIIA Tela C BOSHHKHOBE-
HUEM PaJIMaJIN30BAHHON TOCTEPUOPU30BAHHON apXUTEKTOHUKH, OTCYTCTBUEM
Mopdosioruuecku 0OPMIICHHON TOJIOBBI U C HECKOJIBKUMH «XBOCTAMU», pac-
MTOJIOKEHHBIMY TI0 TIepu()eprn Tella, HCYe3HOBEHHUEM TepeIHe3aTHEeH OCH Teja
(Tpu COXpaHEHWH ITOCOBEHTPAILHOW) M MPOSBICHUEM TEHIACHIINHA K 00pa3oBa-
HUIO KOJBIIEBOH HEPBHOW CHUCTEMBI BMECTO HOPMAallbHOW, COCTOSIICH y Iia-
HapHil U3 JBYX TOJIOBHBIX TAHIJIMEB C OTXOASIIMMHU OT HUX JABYMSI HEPBHBIMHU
ctBonamu (Carreras, 2019; Ivankovic et al., 2019). ITo-BunruMoMy, B SKCTIEpHUMEH-
TaxX Ha IJIaHapUugax a6eppaHTHLIe paanain3npOBaAHHLBIC IIJIAHBI CTPOCHU A 6BIJII/I
T€HepHUPOBAHBI TEM K€ TeHEeTHYECKMM WHCTPYMEHTAPHEM, YTO U UX TUITHYHAS
ommarepanpHas apxutekroHuka (Loh et al., 2016; Fields, Levin, 2020; Isaeva,
Kasyanov, 2021; Isaeva, Rozhnov, 2022), BO3MOXXHO, TP YYaCTHU PA3ITHIHBIX
KOHTYPOB I'€HHOHN PEryJISTOPHOIN CETH, pEeryaupyoileii popMupoBaHue Mepe-
He3aJHeHd ocu Ttena. Takoro pojga UCKyCCTBEHHO PAJMAIU3UPOBAHHBIA U [TOCTE-
pHOpHSOBaHHLIﬁ IJIaH CTPOCHUA 6HHaTepaanoro OopraHnusma IMjiaHapyu MOXCT
MTOCITYKHUTh SKCIIEPUMEHTAIBHOW MOJIETIBIO IEHTAMEPHOI OpraHu3allii COBpe-
MEHHBIX B3POCIBIX HTJIOKOKHX C PaAHaM3UPOBAHHBIM aHTEPHOPHBIM, Ieda-
JIMYECKUM JUCKOM U IISITHIO TIOCTEPHOPHBIMY JIydaMH Tella.

Maxpo3BOITIOIIMOHHOE MTPEOOPA30BAHNUE MJIAHA CTPOCHHUS UTTIOKOKHUX B MEH-
TaMEPHBIN MAaTTEePH Tela ObLIO ONOCPEI0BAHO MPUKPEIICHUEM aHIIECTPATBHBIX
JINYUHOK TEPEITHUM, POTOBBIM ITOJIFOCOM TEJIa C ITOCIIETY FOLTUM [TOBOPOTOM ST~
(bepeHIUPYIOIIErocs 3a4aTka B3poCyioro opranu3ma Ha 90° 10 OTHOIICHUIO K
MEepEeIHE3aHEN OCH TeNa JMYMHKN U TOPCUOHHBIM IIPOLIECCOM PEOPUECHTALIUN U
3aKpydIuBaHU (torsion) 1EJIO0MOB, B PE3yJIBTATE YETO OCH B3POCIIOr0 OpraHu3Ma
yTPauUBAIOT MPSIMYIO CBSI3b C MEPBUYHBIMU aHIlecTpaibHbiMK OcsiMu (Ruppert
et al., 2004; Smith, 2008; Rozhnov, 2014, 2016, 2022). [IpukperniacHue TUINHKA
MIEPETHUM IOJIFOCOM Telia Heu30e:KHO BesieT K U-00pa3HoMy U3rnOaHuIo KUIIey-
HUKa, TPOCTPAHCTBEHHOMY COJIM)KEHHUIO TIEPEHETO U 33JIHET0 KOHI[OB TeJia, YTO
BBI3bIBACT KPUTHUECKYIO MIEPECTPONHKY OCEBOT0 TPaHMEHTHOrO PaclpeaeICHUsI
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MOJIEKYJT MOpP(OTreHOB, MPOLYIHPYEMBIX 3MOPHOHAIBHBIMU OpPraHU3aTOpaMH,
MPEXkKe BCEro CUTHAJIBHBIM KackagoM Wnt — 1ogo0HO TOMY, 4TO OBLIO IMOJTY-
YEHO B JIA0OPATOPHBIX ONbITAX Ha IJIAHAPUSX. PajinkabHOE N3MEHEHHE OCEBOTO
miana crpoeHus Echinodermata ¢ Tpanchopmamueil 3BOIIONMHOHHO KOHCEpPBa-
THUBHOU OHMIIaTepaibHON CUMMETPHUH JIMUUHOK B MIEHTAMEPUIO B3POCIBIX KHBOT-
HBIX OBLIO 3aKPEIJICHO €CTECTBEHHBIM OTOOPOM I'EHETHYECKH BCIICACTBUE IpE-
HUMYILECTB, KOTOpbIe 00ecreunia MOTU(HUKAILIHSI OCEBOT0 KOMIUIEKCA TeJla Iy TeM
BKJIIOUCHUSI aMOYJIaKpaTbHON CUCTEMBI B COCTAB ATOI'0 KOMILIIEKCA.

Uro xe kacaeTcsi MICHTH(OUKAINKA OCEBOW MOJSIPHOCTU JHMCTAIBHBIX OT-
POCTKOB Tenia, MATH y OOJBIIMHCTBA COBPEMEHHBIX HTJIOKOXKHX WM MHOME-
CTBEHHBIX B pe3yJIbTaTe BETBIEHUS KaKIOW M3 MATH MCXOAHBIX OCEH, UX TO-
JIOKEHHE OTHOCUTEBHO 1e(aINIecKOro TUCKA U MPOSBICHUE CIIOCOOHOCTH K
BETBJICHHUIO CBUJICTEILCTBYIOT 00 UX MOCTEPUOPHOH naeHTuYHOCTH. VMeromu-
ecst JaHHBbIE 0 TEPMUHAJIIBEHOM POCTE JIydel/aMOyIakpoB U MpU3HAKaxX MeTame-
PHH IOMYCKAIOT HHTEPIPETAIMIO KaXKI0T0 JIyda KaK TOMOJIOTa TeJla OCTaIbHBIX
omnarepuii (Morris, Byrne, 2014; Byrne et al., 2016, 2020) n mepegHe3aaHei
ocu Tena xopaoBeIxX (“rays as the chordate body axis”) (Hotchkiss, 1998; et al.,
Morris, 2012, 2016Arnone et al., 2015; Adachi et al., 2018; Omori et al., 2018;
Isaeva, Rozhnov, 2022). Eciu xaxaplii amOynakp oOyiagaeT 30HOH pocTa Ha
CBOEM TEPMHHAJIBHOM KOHIIE, €r0 POCT MOJO0CH TUITUYHOMY MOCTEPUOPHOMY
pocTy Tena Ouiarepuii, ¥ KaXKJblil aMOylIakp MOXHO CUHUTATh MPOU3BOIHBIM
AHIIECTPABHON OCH TeJla, BOSHUKIIINM ITyTEeM pPEIIUKaIuy 3Toi ocn (Jacobs et
al., 2005; Mooi et al., 2005).

CBujeTenbCcTBa JOKAIN3alMK 30HBI POCTA Ha BEPIIMHAX JIy4Yel, JTaHHBIE O
MIPOCTPaHCTBEHHOM SKCIIPECCUH I'€HOB, B TOM 4rcie, Hox reHoB B poriecce pocTa
nTyda-aMOyJiaKkpa By T K 3aKJIIOUEHHUIO0, YTO €ro MepeHe3aaHssl OCh pachoara-
eTCs B IPOKCUMO-TUCTAIILHOM HallpaBlieHnH OT prTa K BepiunHe pyku (Hotchkiss,
2012; Arnone et al., 2015; Morris, 2016; Byrne et al., 2016, 2020; cMm. Takxke Isaeva,
Rozhnov, 2022), apyrumu cioBamu, medano-KayaaabHOM, aHTEPO-TIOCTEPHOP-
HoM. UTak, AuicTanmpHbIe YacTH JTydel-aMOyIaKpoOB U IPHU MATUMEPHH, U ITPH 3HA-
YUTEIIEHOM BO3PACTaHWH MX YHCIa B Pe3yJIbTaTe BETBICHHUS MOXHO MICHTH(DH-
LUPOBATh KaK YMHOKEHHBIE TOCTEPHOPHBIE, KayAaJbHbIC OTACIBI TEa.

AHanu3 JaHHBIX O AMHAMHUKE DKCIIPECCUU CYLIECTBEHHBIX JJIsS PAHHETO M-
OpHoreHesa 1 CTaHOBJICHHSI OCEBOT'O TIATTEPHA T'CHOB BBHISBIISCT MEPEKITIOUCHHE
OT paHHe#, KaHOHWYecKoi /st Bilateria mporpaMMbl pa3BUTHS OUIaTepatbHON
JWYUHKY (I JEIUTOTPO(PHOTO 3apOABIIIA) K pean3aiii MPOorpaMMBbI IIEHTa-
Mepuu. B xozne pa3BepThIBaHUS aHILECTPAJIbHOM MPOrpaMMbl OMIaTepaIbHOrO
pa3BUTHUS HAOIIOAAETCS KAHOHUYECKasl SKCIPECCHS TeHOB CUTHAJIBHBIX CHCTEM
Wnt, BMP, knactepasix Hox-reHoB u Ipyrux reHoB, KOHTPOIHMPYIOUIUX pas-
Butue (Arnone et al., 2006, 2015; Hara et al., 2006; Kikuchi et al., 2015; Byrne
et al., 2016; Omori et al., 2019; Li et al., 2020 u np.). 3arem B 3MOpHoOreHes3e
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Echinodermata aHuectpanbHas mporpamMma OWJIATEPabHOTO JIMYMHOYHOTO
Pa3BUTHS CMEHSACTCS 3BOJIONMOHHO W OHTOTEHETHYECKU BTOPHUHOM TIPOrpam-
MOH paauan3aiiy iaHa CTPOCHHUS ¢ ICHTAMEPHBIM YMHOKEHHEM 30H POCTa.

[lepexox mpu meramopdose oT OumarepaabHON TUIUHKH K TIEHTAMEPHOMY
IOBEHIJIFHOMY OpPTaHH3MY O3HauaeT KPYIHBINA TPAaHCKPUITIIHOHHBINA CIIBUT, OCO-
Oyto da3zy rennoii akcripeccuu (Byrne et al., 2016, 2020; Koop et al., 2017). [epe-
XOJI K IPOrpaMMe MeHTaMEPHH OTYETINBO BU3YATU3UPYETCS MOSBICHUEM ITSITH
JIONACTEH KOJIBLIEBOTO TUAPOLEIIS U JUCKPETHOW IEHTAMEPHOM IKCIIPECCUEH Te-
HOB CUTHaJIBHBIX KackanoB Wnt, BMP, Nodal, Hox renoB u 1iesioro psiza Apyrux
nccnenoBanabix reHoB (Tsuchimoto, Yamaguchi, 2014; Koop et al., 2017; Adachi
et al., 2018; Byrne et al., 2018, 2020, 2021; cm. Takxe Isaeva, Rozhnov, 2022).
BrisiBiieHHass eHTaMepusl JIOKaJIU3allid KIFOYEBBIX OPraHU3aTOPOB OCEBOTO
IJlaHa CTPOCHUS YHHKajdbHa cpeiu Bilateria u oHO3HAYHO IOKYMEHTHPYET
pe3Koe MepeKITIoueHUE aHIECTPATIBHON MPOrpaMMBbl Pa3BUTHS OUIaTEepaibHOIO
SMOpHOHA/TMYMHKHA Ha 3BOJIOIMOHHO BTOPUYHYIO IPOTpaMMy IEHTaMepu3a-
AW TTyTEeM PEeIIUKAINI/PACIICTNIEHUs W Paanaju3upOBAHHON JIOKAJIU3AIHH
opraamu3aTopoB. lIpu 3ToM BKJIIOYEHHE MPOTPaMMBbl MIEHTAMEPHOTO Pa3BUTHS
WTJIOKOXKUX 3HAMEHYETCS TUCKPETHON IIEHTaMePHUEH IKCIIPECCHH TEX JKE CaMBIX
I'€HOB, KOTOpbIe (DYHKIIMOHUPYIOT MIPH peanu3alui KAHOHUYECKOH MporpaMMbl
pasButus Bilateria (u HayanbHOW (pa3bl IMOpHOreHe3a caMUX UTIIOKOKHUX) CO
CXOIHOM MOCIEOBATENLHOCTRIO aKTUBAIIMU ATOr0 Habopa KIIIOUEBBIX T'€HOB,
T. €. peajn3yeTcsa B OCHOBHOM TEM K€ MOJIEKYJISIPHBIM HHCTPYMEHTAPHEM, YTO
W aHIleCTpalibHas MporpaMMa OujarepaibHOrO pa3BuUTHA. OJHAKO BECh KOM-
TJIEKC MOJICKYJISIPHOW MaIIMHEpUU BTOPOH (pa3el pa3BUTHS pa3BEPTHIBACTCS B
WHOM BPEMEHHOM U [TPOCTPAHCTBEHHOM BHYTPUAIMOPHOHAITBHOM OKPY)KECHUH, C
IFEeTEPOXPOHHBIM U TETEPOTOIHBIM CIIBUTOM BCEl MporpamMmbl. Bo3HukaeT reH-
TaMEpPHBI MOYJb, MAIOIMIUM HAYajIo JTydamM-amMOyIaKpam, IMPEeacTaBISIONIIM
MOIM(UITMPOBAHHBIE HEMOJTHBIE (B YACTHOCTH, MEPBOHAYAIBHO JINIIICHHBIE KHU-
IeYHOW TPyOKH) mapamMop(HbIE TOMOJIOTH aHIIECTPATHLHOTO OCEBOT0 KOMILIICK-
ca; aHTePUOPHBIC YACTH ITHX OCEBBIX TOMOJIOT'OB CITUTHI B IIEHTPATIBHBIH, TIeda-
JUYECKUH JINCK C KOJIbIIEBOH IIEHTPaJIbHOW HEPBHOM cucTeMo. B cTaHOBICHHE
MEHTAMEPHOTO IJlaHa CTPOCHMS BOBJICUCHBI I'HBI, PEryJlupyloLie Helpore-
HE3 M Pa3BUTHE CEHCOPHBIX CTPYKTYP, & TaKKe IMOBTOPSIONIUXCS BJOJTb aHIIE-
CTpallbHOH mepenne3aqHeii ocu tena cTpykryp (Koop et al., 2017; Byrne et al.,
2018, 2020). Ilepexox oT aHIIeCTPABHOM (M TUYNHOTHON) OMIaTepaTbHON CUM-
MeTpuu K neHramepun y Echinodermata o3HagaeT pagukaibpHyO TpaHchopma-
LU0 aHIIECTPATLHON OCEBOM CUCTEMBI.

3arem B mpouecce MeTaMop(o3a OCyHIECTBISICTCS MOCTEEHHOE CMEILICHHE
JIBYX MOJYJICH, aHLIECTPAIBHOTO, THUMHOYHOTO OPaJIbHO-a00paNbHOTO U MIeHTa-
MEpPHOTO Iie(haiokay1aJIbHOr0, TPUBO/ISINEE K MHTEIPAIIMH 3TUX JBYX MOJYJICH
C KOHTPY?HTHBIM COBMeIIeHneM ux oceit (Mooi, David, 2008). B pesymnsrare co-
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BMEILIEHUSI OCHOBHBIX OCEW JIByX 3apOJIBIIIEBBIX MOMYJICH BO3HHKAET UHTETPHU-
pOBaHHas paJralibHO CHMMETPHYHAS CHCTEMa Pa3BUBAIOIIETOCS OpPraHn3Ma, Ma-
CKHPYIOIIasi TETEPOXPOHUIO M TE€TEPOTOINHIO CIUBIINXCA MOIyJel. B pactymue
JTy4u-aMOyJIaKpbl BPAaCTAIOT OTPOCTKH KHIIEYHON M IPYTHX CUCTEM OPTraHOB, U
Ka)XJIbIii U3 Pa3BUBAIOIIUXCS JTydel CTAHOBUTCS MOITU(PUIIMPOBAHHBIH ITO00HEM
aHIIeCTPaJIbHOM NlepeJHe3aIHEH OCH THIIOTETHYECKOTro OMIaTepalibHOT O IpeaKa,
TOMOJIOTHIO C KOTOPBIM YK€ TPYIHO BBISIBUTH. B MTOre MOSBISETCS] OpajibHO-
abopasibHast OCh COBPEMEHHBIX B3POCIIBIX UTJIOKOKHMX — KOMIUICKCHAS, X UMEPHAsI
CHCTEMa, MHTETpupyomas MophopyHKIHOHATIBHYIO OPraHU3aNIO ABYX pa3-
JUYHBIX OCEBBIX MOAYJIEH, TMYMHOYHOTO OpaIbHO-a00paIBHOTO U OoJee 1mo3/-
HEro MEHTaMEPHOTO POCTPOKayaalibHOro (UedaaokayaaibHOro), KOTOpbIe BO3-
HUKJIY BPO3b U B pa3HOE BpeMsi B MOP(ONPOCTPAHCTBE SMOPHOHA I HHTETPUPY-
10TCs B Tpoliecce MeTamopdo3a. Y B3poclioro HITIOKOKETo OpalibHO-a0opaibHast
0Ch OJIHOBPEMEHHO OKa3bIBACTCS OCHIO IBOIFOIIMOHHO BTOPHYHOHN MEHTaMEPHOU
CUMMETPHH, T. €. XUMEPHOH, «THOPUTHOI» OCBIO ¢ pyKaMH/TydaMu/ITyaabiia-
MU, TpPEeICTaBICHHBIMH MOIU(PHUIIMPOBAHHBIME MapaMOp(GHBIMH TOMOJIOTAMHU
AHIIECTPAJIFHOTO OCEBOT0 KOMIUIEKCA, TIEPEAHNE YacTH KOTOPBIX OOBEIHMHEHEI
LEHTpaNbHbIM, Hehanrnueckum AuckoM. [Ipu metamopdo3e UIIOKOKHX HEU3-
0€XKHO MTPOUCXOJUT pa3pylICHUE TPEKHUX OCEBBIX OTHOLUICHWH U BO3HUKAET HO-
Bas oceBasi cucTeMa MOPQOIPOCTPAHCTBA OPraHU3Ma COBPEMEHHBIX B3POCIBIX
UTJIOKOKUX — C MAKPOIBOITIOMOHHBIM H3MCHEHHEM HX IUTaHa cTpoeHus. [Toato-
My OpaJbHO-a0opajbHasi OCh B3POCIBIX WHAWBUIOB — HE TOMOJIOT aHIIECTPaIb-
Hoi ocH Bilateria, kak ¥ He TOMOJIOT OCH Tella HbIHE JKUBYIINX OUIIaTepUi.

AHIIeCTpaNnbHOW TIepeaHe-3alHell OCH OMiIaTeprii TOMOJIOTHYHA TOJBKO
MIEPBUYHASI OCh 3aPOJIBIIIA ¥ JIMYUHKH, (POPMUPYIOIIAsICS B IEpUO]] Py HKITHOHU-
poBaHUs OUJIATEPAJIBHOM MTPOrPaMMBbI Pa3BUTHSL, 10 MeTaMopdo3a (WJIh CTaIuu
MIEPEKJIIOUYCHHST TTPOTPAaMMBl Ha TEHTAMEPUIO MPH JIECMUTOTPOGUU), OpaIbHO-
abopalibHasi TUINHOYHAS OCh, BKITIOYAIOIIAs POTOBOE OTBEPCTHE, KUIICUHHUK H
aHyC, KOTOpasi O4eHb CYIIECTBEHHO MpeoldpasyeTcs mpu MeTamopdose.

Hrax, 5BOTIOIMOHHO BTOPUYHBIM MEHTAMEPHBIN NMATTEPH IJIaHa CTPOCHUS
COBPEMEHHBIX HTJIOKOKUX POCTa, YHUKAJIBHBIN cpenu Bilateria, MmoxkHO paccma-
TpUBATh KaK pe3yJabTaT YMHOXKECHUS 30H POCTA C UX JIOKAJIM3aLHEH Ha JIONACTAX
TUJPOIIEIIsl, & 3aTEM Ha JUCTAJIbHBIX KOHIAX JIy4el (aMOyIaKpoB), 4TO COrJia-
CyeTcsl C MPEACTABICHUEM O JIyuax MITIOKOKHX KaK HEMOJIHBIX HMapaMop(HbIX
roMoJiorax OCHOBHOM ocH Teina Bilateria. AMOymakpanbHast OCh CXOHA C TIEPEI-
He3aHEH OChI0 OMITaTepHid IIOCTEPHOPHBIM POCTOM H IMPETSPMHUHAIBLHON JTIOKa-
JIM3aIyel 30Hbl pOCTa, HO CIIOCOOHOCTH K TIOCTEPHOPHOMY POCTY MOXKET OBITh U
BTOPUYHO KOOI TUPOBAHHOM.

Baxno OTMCTUTDB, YTO I'CHOTHUII COBPEMCHHBLIX HUTJIOKOKUX BKJIFOYACT MOJI-
HYIO IOCJICAOBATCIBHOCTDH Hox-reHOB B 1I€IOCTHOM AHIECTpPaJIbHOM KJIaCTEpC,
T. €. IIOJIHOLCHHY IO T’CHETUYCCKYIO OCHOBY IMOCTPOCHUA OCCBOI'O IMMaTTCPHA TEJ1a
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Kak OuiatepanbHOro, TaK W MEHTaMEPHOTo MmiiaHa cTpoeHus. O0a miaHa cTpo-
SHHS TIOCJIE/IOBATEIBHO PEaTU3yIOTCs B Pa3BUTHH UTIIOKOKHUX ITyTEM MOIU(DH-
IAPOBAHHON BO BPEMEHHU W MPOCTPAHCTBE IKCIPECCUN OTHOTO M TOTO K€ I'eH-
HOTO HHCTPYMEHTApUS U 3aTeM WHTETPUPYIOTCS, CIIUBASICh €AWHBIN XMMEPHBIH
maH ctpoeHus. OCOOEHHOCTh OpPraHU3alUU CUCTEMBI HOX-T€HOB MTIIOKOXKHUX
3aKJII0YACTCSI B TOM, YTO IIOMHMO LIeIOCTHOro Hox-kiactepa ¢ KaHOHMYECKOH
aHIECTpaIbHOM MOCIEN0BaTEIbHOCTEIO KiIacTepHbIX Hox-renos, ot Hox/ no
HoxIl (mprdeM TMOCIeIHUN TTOCTEPHOPHBIN T€H MPEACTaBJIeH B KJlacTepe Tpe-
s korusimu: Hox11/13a, Hox11/13b u Hox11/13c), cuctema HoX-reHOB HUTIIOKO-
JKUX BKITFOYAET €IIe JBE KOITUH MOCIECAHETO MMOCTePHOPHOTo TeHa, Hoxl1/13d n
Hoxl11/13e, nokanu3oBaHHbIC B OTAAJIEHUN OT OCHOBHOT'O KJIacTepa U OTIEITHHO
apyr ot apyra (Baughman et al., 2014; Zhang et al., 2017; Szabd, Ferrier, 2018;
Li et al., 2020). Takum oOpa3om, nociaeaqHul mocTepuopHbiii Hox-reH y Bcex
M3YYEHHBIX UTJIOKOXKHUX MPUCYTCTBYET B TISITH KOMUSX, TPH U3 KOTOPHIX BXOIST
B COCTaB KJIacTepa, a ABE APYTHE PACHOI0KEHbI BHE KIIACTEPa, YTO JEJaeT dTH
nocnenare HoX-TeHpl BaXXHBIMHU KaHIUJATaMH Ha POJb PETYISITOPOB CTaHOB-
neHus neHTamepuu rmiuaHa crpoeHus (Li et al., 2020; Isaeva, Rozhnov, 2022).
OyHKIMH KaKI0H U3 MATH KOIMHUI MOCTepHOpHOro reHa Hox11/13 y TiIoKoxux
HEM3BECTHBI, HO MOXKHO TMPENIOJIOKHUTh UX BO3MOXKHYIO POJIb, UCXOASI U3 00-
IIUX MPEJCTaBICHUH 0 (QYHKIIMOHUPOBAHUH 11eJocTHOTO Hox-kiactepa ¢ mpo-
SBJICHUSIMU BPEMEHHOM KOJMHEAPHOCTH W POJIU TOCIIETHEr0 KIaCTepHOTO reHa
Hox13 y mo3BoHOYHBIX Kak «cTor-curHanay Hox-mammuepuu (Duboule, 2007;
Deschamps, Duboule, 2017; Darbelay, Duboule, 2019). BrioiHe BO3MOHO, 94TO B
MEPEKJIIOYCHN U IPOrpaMMbl Pa3BUTHS OT OMIIaTEpabHOCTH K IIEHTAMEPUH TaK
WJIY MHa4Ye y4acTBYIOT ocTepropHble HOX reHsl, JIoKkann30BaHHBIE KaK B COCTa-
Be 1esoctHoro Hox kimacrepa, Tak u BHE KiacTepa. [103ToMy KakeTcst BaKHOM
OTYETIIMBO BBIPAXKCHHAS] JAMCKPETHAs] MATHUMEPHS JKCIPECCHH TOCTEPHUOPHO-
ro reHa HoxlI1/13b B mporiecce MPSMOTro JEMUTOTPOPHOTO Pa3BUTHS ILIOCKO-
ro mMopckoro exa Peronella japonica (Tsuchimoto, Yamaguchi, 2014), noren-
LUAJIBHO CIIOCOOHOTO BBITIOJHSATH POJIb «CTOMN-CUTHANa» (MM cUTHaia «stop/
resety), BBIKJIFOYAIOIETo TPorpaMMy MEPBHYHOTO OMIaTepaibHOro MOpQoreHe-
3a U, BOBMOXKHO, 3aITyCKAIOIIETO 3aTeM BTOPOH payH]l pa3BUTHSI ¢ pealin3anneit
BTOPUYHOU MTPOTPAMMBI IEHTAMEPHON paiHalIn3aIii C yYaCTHEM CUTHAIBHBIX
kackamoB Wnt, BMP, Nodal (Isaeva, Rozhnov, 2022). HccienoBanue reHHOH
AKCIPECCUH B Pa3BUTHUU MoOpcKoro exa P. japonica (Tsuchimoto, Yamaguchi,
2014) sicuo BeIsIBHIIO YuyacTue rena Pjhox11/13b v B TMHEIHOM KCIIPECCUH TCHOB
B COMATOLeJIe TIPY Pa3BUTHH LIEJTOMHUYECKONH ME30ACpPMBI, B paaralibHON T'eH-
HOW 3KCIIPECCHU BOKPYT PTa Pa3BUBAIOIIETOCS B3POCIOro Mopckoro exa. Ko-
ONITHPOBAHMUE /10X TEHOB JIJIs1 BBITIOTHEHHS TIPOT PAMMBI PaJIHAIBHOTO PA3BUTHUS
MPOSICHSIET MOJIEKYJISIPHBIE MEXaHU3MBbI, TOTEHIIHAIIEHO CBS3aHHBIE C JIe30pra-
Hu3arue komruiekca Hox TeHoB U Jiealiiue B OCHOBE SBOIFOIMH HUTIIOKOXKUX
ot 6bunarepanbHoro npeaka (Tsuchimoto, Yamaguchi, 2014).
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3AKJIIOYEHUE

Wrak, MHOrOKpaTHOE YMHO)KCHHE IOCTEPUOpPHOM yacTu Tena Bilateria
no QpakTagbHOMY aJrOpUTMY OOHApYKEHO TOJIBKO y TPEX BHJIOB MOIHXET
(Annelida) cpenu Protostomia u HamHoro uaie y npenacrasureneid Crinoidea,
Ophiuroidea m Holothuroidea (Echinodermata) cpenu Deuterostomia. [1pu Takoit
(UIOreHeTHUECKOM JUCTAHITUH JOCTATOYHO OYCBHJIHA HE3aBUCHMOCTH 3BOJTIO-
IIMOHHOTO BOSHUKHOBEHHUS CTOJIb HeoObIuHOTO Aus Bilateria miana ctpoeHus.

OceBoil KOMIIIEKC PYK, JIydeld M LIynaljiell COBPEMEHHBIX HIJIOKOXHUX OT-
JIUYaeTcs OT MepeIHe3aJHero KOMILJIeKca TeJia APYyTuxX OuyiaTepuil pucyTCTBH-
eM aMOynakpalbHOH CHCTEMBI, HCXOAHBIC MHUIIECOOpHBIE (QYHKIUU KOTOPOH
OBLIM CBS3aHEL C BCKTOPU30BAHHBLIM TPAHCIIOPTOM HYTPHCHTOB, YTO BOBCC HEC
CBOWMCTBEHHO OCEBOIl OpraHM3aIliy Tejla BCEX OCTAIbHBIX Oumarepuid. [losTo-
My OCeBOIl aMOyJlakpajbHbIN KOMIUIEKC HE MOXKET PacCMaTpPUBATHCS Kak I0JI-
HBI TOMOJIOI aHLECTPAJbHONW OCH OMJIaTepajbHBIX IPEAKOB HIJIOKOXKHUX JI0
«1300peTeHus» UMHU amOynakpayibHOH cucTeMbl. OpaibHO-abopanbHas OCh
B3pOCJBIX UITIOKOXKHUX TPEACTaBIeHA XMMEPHOW CHUCTEMOM, MHTETpPHUpPYIOLIEH
MOpPohYHKIIMOHATBHYIO OPTaHU3AIUIO IBYX OCEBBIX MOJYJICH, Pa3INYHBIX T10
BPEMEHH M MECTY UX BO3HUKHOBEHHUS B MOP(HOIMPOCTPAHCTBE 3apOIbIIIa U 00b-
eIMHSAEMBIX B IIporecce MeTaMop(}ho3a — TNIMHOYHOI'O aHLECTPAIBHOTO MOAY-
7 ¥ alloMOP(HOr0 MeHTaMEpHOI0, POCTPOKayAaIbHOTo (LedanokayaalbHOI0)
MOAYJSl ¢ JydaMu-aMOyJlIakpaMu, MPEICTaBICHHBIMU MOJU(PHUIHUPOBAHHBIMH
napaMopQHBIMU TOMOJIOTaMHU aHIECTPAIBHOM OCH, TIEPEIHHIE, «TOJOBHBIC) Ya-
CTH KOTOPBIX 00BETMHEHBI B PalUaTN3UPOBAHHBIN IEHTPAJIBHBIN JUCK Tela.

[TpuoOpereHHast B 9BOJIONUHU CIOCOOHOCTh CHTHAJIBHOTO IIEHTpa-OpraHu-
3aropa MopdoreHesa K AYIUIMKAIUK MyTeM BeTBIeHHs (o dopmyre 2-1-2) y
[IPEIKOB COBPEMEHHBIX UIJIOKOKMX MOTIJIA 3aTEM MPOSBIISITHCA KaK CIIOCOOHOCTD
K MHOTOKpPaTHBIM OM(ypKaLusM ¢ BOSHUKHOBEHHEM (DPaKTaJIbHOrO MaTTepHA
BETBALMXCS JTydeii-aMOyJIaKpoB Y MOPCKHX JIWIHH, odpuyp u ronotypuil. Ilo-
CTEPHUOPHBIN POCT PYK, Jydel M IIynajel ¢ NpeTepMUHAIBHON JIoKaIu3anuen
30HBI POCTa — BEPOSITHOE HBOJIIOLIMOHHOE HACJIeJUe IIOCTEPUOPHOIO pOCTa aHle-
CTpPaJIbHOI ocu OuJIaTepasbHbIX IIPEIKOB, [10Jy4aeMOe B OHTOI'€HE3€ OT 30HBI
pocTa NepBUYHOM NOANH (XOTS HE HCKJIFOUCHA M KOONTALMs COOTBETCTBYIOILETO
KOMILJIEKCA T€HHBIX PEryJIsTOPHBIX CeTeil).

B pesynbrare MOCTEpPUOPHOrO BETBICHHS Jyuei-aMOyJIaKpoB y MHOTHX
HBIHE JXUBYIIMX WUTJIOKOXUX BO3HUKIJA (paKTajdbHash OPraHU3aIlUU OCEBOTO
IJIaHa CTPOCHUS, MO00HAs HAWJICHHON y TPEX BUJIOB IOJIMXET U CTOJIb JKE He-
oObIuHast i npeacraputeneii Bilateria. ®pakTanbHas TpaHchopMaius miaHa
CTPOEHHsI Tejla, MHOTOKPATHO YBEJIMYHMBIIAS TJIOIIA (b UIIECOOPHON MOBEPX-
HOCTH W B3aUMOJICHCTBHSI C BHEIIHUM OKpPY)XEHHEM, OOCCIIeUMBIIAs PaCIIHU-
penrie QYHKIUI aMOyNakpalbHBIX Jydel JJIs MCCIEAOBAHUS OKPYIKAIOIIEro
MPOCTPAHCTBA, MOUCKA PECYpPCOB MHUTAHUS W YOEXKHINA, OKa3alach BBICOKO
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aJlalITUBHOM, KOMIIEHCUPYIOILIEN UCXOIHYO MaJIONOJABUKHOCTh U CO3JaBaBILIEH
(byHKIIMOHATBHO ONITUMHU3UPOBAHHBIN TU3aiH OpraHn3Ma, YTO CIIOCOOCTBOBAJIO
BBDKHBAHUIO ¥ BO3PACTAHUIO IBOIOIMOHHOTO TIOTeHITHAa (evolvability) urimo-
KOXKHX. PazHooOpasuio QyHKIMH NUCTaIbHBIX, TIOCTEPHOPHBIX OTEIIOB Teja
WTJIOKOXKHUX CIIOCOOCTBOBAA W OPTaHM3AIUS WX HEPBHOW CHUCTEMbI KaK «KOX-
HOT'O MO3Ta», MPOCTUPAIOLIETOCs] OT IEHTPAJIBHOIO JUCKA BIUIOTH A0 KOHIIOB
nyded ¢ KOHIEHTpaluel CeHCOpOB (pUMeEp — IJia3a M CHelHalIu3upOBaHHBIC
aMOyJTaKpaibHbIC HOXKKU C CCHCOPHOU (DYyHKIIMEH Y MOPCKHX 3BE3]).

Benen 3a H. lllyounsim (Shubin, 1998), oOHapyXHMBIIUM y BBIMEPIIMX
I'PyII IIO3BOHOYHBIX OCOOEHHOCTh BOSHUKHOBEHHS U NIPOSIBIICHUS HOBBIX IIpU-
3HAaKOB, HA3BaHHYIO MM ‘“‘evolutionary cut and paste”, MO)KHO BBIJIEIIUTH AJITO-
puTM™ “evolutionary copy-paste” — BecbMa pacpoCTpaHeHHBIH Y BCEX TPYIIIT Op-
FaHU3MOB MIPOCTON U F€HETUYECKH «IKOHOMHBIN» CIIOCOO YMHOMKECHHUSI Ha BCEX
TEHOMHBIX YPOBHSIX, OT AyIUTHKaui nmocienoBatenbHocteit JIHK, renos, ren-
HBIX KJIACTEPOB JI0 TOJIHOTCHOMHBIX JIYTUIMKAIMN, BKIOYas U (yHKIIMOHAIb-
HO aKTHBHbIC IeHHble ceTH. DEHOTUNHMYECKU TAKOH aJITOPUTM IyIUIMKAaLUi
YCIEIIHBIX 3BOJIOLMOHHBIX NPHUOOPETEHUN IMPOSBISAETCS B PAa3HOM MAacILTa-
0e, BIUIOTh 10 YMHOEHHsSI KPYITHBIX OCEBBIX KOMILICKCOB ITIOOAIBbHON apXu-
TEKTOHHUKH Tesia Metazoa. AIroputM “copy-paste” ¢ MaclITaOMpOBaHUEM IMPH
Ka)KJOH UTepaluu ycreuHo QyHKIUOHUPYET MpH PpakTaabHOM MopdoreHese
MHOTHX OMOJOTMYECKUX CTPYKTYD, BKIIIOUAsl U paccMaTpuBaeMoe 3J1ech Ppak-
TaJbHOE BETBJICHUE IIOCTEPUOPHON dacTu Teia. OueBHIHO, OCEBOE BETBIICHUE
BCEro TeJla CIOCOOHO 00ECTIeYUTh 3BOJIIOLMOHHBIN yCIIeX JUIIb CUAAYUM IpU-
KPEIUIEHHBIM JIN0O MAaJIOTIOJBI)KHBIM OpraHU3MaM, KaKUMHU SIBJISIIOTCSL 9HMO-
CUMOMOTHYECKHE MTOJUXETHl U KAKMMH ObLIIN MPEIKH COBPEMEHHBIX UTTIOKOKHUX
(MOKHO HAaITOMHHUTH U IOBCEMECTHOCTH BETBJIEHUSI MHOTOKJIETOYHBIX PacTEHUN
u rpuboB). [larTepH BeTBsIIErocs Tejla HECOBMECTUM C aKTHBHOM BEKTOPH30-
BaHHOM IOBUKHOCTBIO, THIIMYHOM J1s1 OMIIaTepaIbHbIX )KUBOTHBIX, U IIOTOMY
OKa3BIBACTCS CTOTh HEOOBITHBIM, SK30THYHEIM cpenu Bilateria.
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An unusual body plan in Biateria: fractal branching body

V.V. Isaeva

A branching body pattern with one head and many “tails”, unique for recent
Bilateria, was found in three species of endosymbiotic polychactes of the family
Syllidaec (Mclntosch, 1879; Glasby et al., 2012; Aguado et al., 2015, 2022). Among
recent echinoderms, many species of sea lilies, brittle stars, and holothurians have
dendriform branching bodies with many distal, posterior ends of their arms, rays, and
tentacles, which include the typical axial ambulacral complex. Multiple bifurcations of
the posterior (distal) parts create the fractal branching of the body pattern, representing
a macroevolutionary transformation of the ancestral body plan in Bilateria.

Key words: Bilateria, Echinodermata, Polychaeta, symmetry, fractal branching,
axial body plan, growth zone, signaling Wnt, axial Hox-code
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IMPOBJIEMbBI U3YYEHU A
I'MIEPKAJBIUOUTINPOBAHHBIX I'YBOK

A.D. 1aBbI10B
THaneonmonoeuuecxuti uncmumym um. A.A. bopucaxa PAH, Mocksa
alexander.paleo2d@yandex.ru

Ha mpumepe HOBBIX THNEPKaJbIU(PHIMPOBAHHBIX T'yOOK M3 OTIOXKE-
HUH TKEJIBCKOT0 spyca MOCKOBCKOH 00JacTH MpeCTaBIeH MJIaH UX U3-
YUEHUSI ¥ MHTEPIPETAIHS MOJTYUCHHBIX PE3yJIbTaTOB B JIUJaKTHUYECKOM
knroue. OcCBeIlleHbl OCHOBHBIE MOMEHTHI, CBA3aHHBIE C OpraHu3anuei
IIJIaHa CTPOCHUSI M OCOOEHHOCTSIMH MHUKDPOCTPYKTYP, BBISIBISIEMBIX TIPH
N3y4YeHUH 0a3ajbHBIX CKEJICTOB THIEPKAIBIHN(DHUIINPOBAHHBIX I'YOOK.

Kurouesvie crosa: runepkansuudunupoBanibie TyOoku, Porifera, Bepxumii
KapOOH, IKeNbCKUH sipyc, MOCKOBCKasi CHHEKIIN3a

BBEJEHUE

Hckonaemble runepkaabIuduInpoBanHble TYOKH ¢ KapOOHATHBHIM 0a3alib-
HBIM CKEJIETOM MPEACTABIIAIOT COO0I JOCTATOUHO CIIOKHBIM O0BEKT 1151 UcClie-
JoBaHUs. 13 BepXHEKaMEHHOYTOJIBHBIX OTIOKEHNH MOCKOBCKOM CHHEKIIU3BI K
HACTOSIILIEMY BPEMEHH OINMCAH MOKA €IMHCTBEHHBIN TOCTOBEPHBIN MpeICTaBU-
TeJb 3TON OUYEHb MHTEPECHOH Ipynibl Oecmo3BoHOYHBIX (aBbII0B U 1p., 2023).
Ha nmpumepe moaxo0B K HCCIIEA0BaHUIO 3THX (HOPM U OyJIeT MOCTPOCHO Jalb-
HeHIIee U3JI0KEHHE.

B coBpeMEHHOM MOHUMaHHWH «CHCTEMa» THIEPKAIBIUPUIITPOBAHHBIX T'y-
00K — cOOpHas TeTepOTeHHAs TPYIINa, BKJIFOUAIOIIas B ceOs TI00bIe TyOKH, BhI-
JISTISTIONINE HECTTUKYJIbHBIN KapOOHAT KaJbIUsl, KOTOPBIN CKPEIISIET CIIUKYJIbI B
CTPYKTYPBI, popMupyrome 6a3albHBIN CKEIET.
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Puc. 1. basanbHble CKENETHI THICPKATBIUPHIIMPOBAHHBIX T'YOOK U3 TIKEIBCKOTO
spyca [1oqMOCKOBBs: a — OOIIUH TUTaH, ONTHYECKOE M300pa)keHue; O — OOIMMiA IJaH,
MHKPOTOMOIpaMMa.

HeraexxuBynye runepkaibiuQUIIMPOBaHHbBIC TYOKH OOMTAIOT HA JOCTATOY-
Ho Oonpmmx rmyounax (70-200 m) B Kapubekom 1 CpenuzeMHOMOpCKOM Oac-
ceiiHax, a TaK)Ke B 3aIaTHOM yacTu THXOro okeaHa.

CucTeMaTH4eCcKoe TOJIOKEHNUE HEKOTOPBIX COBPEMEHHBIX U HMCKOIAEMBIX
IpeacTaBUTeIel ryOOK U3 3TOM I'PyNIbl JUCKYCCHOHHO, I03TOMY TOYHOE TaK-
COHOMHUYECKOE OIPEAEICHNE HOBBIX HAXOAO0K BCTPEUAeT U3BECTHBIC CIIOKHOCTH.
Ecnu me3030iickue, a Takke TyOKH OoJjiee MO3AHEro Bo3pacTa ¢ TMIepKalbli-
($upoBaHHBIM 0a3aJbHBIM CKEJIETOM K HACTOSLIEMY BPEMEHH HEIJIOXO Ouep-
4yeHbl B cucteMe Porifera, To 9acTh maneo30HCKUX TaKCOHOB BBI3BIBAET BOIPO-
ChI, TPEOYIOIIUE JaTbHEUIITNX UCCIICAOBAHUN. B OOIIMPHBIX CBOJKAX MTOCIICTHE-
ro BPEMEHH I'MIepKaablIu(UIUpOBaHHbIE TYOKH pacCMaTpUBAIOTCS B COCTaBe
kiaccoB Demospongia Sollas, 1875 u Calcispongia de Blainville, 1830. B macTo-
siIee BpeMsl K 3Toi rpyrie oTHocaT u ckeneThl xeteTun (Finks, Rigby, 2004;
Senowbari-Daryan, Rigby, 2011).

B at0ii cTarbe Ha MpUMEpe HOBOTO MPEACTABUTEIS U3 ITOW T'PYIIIIBI TYOOK,
HaWJICHHOTO B TKeIbcKoM sipyce [logmockoBbst ([aBbiioB u np., 2023), paccma-
TPUBACTCS XOJ UCCIICIOBAHMM, HEOOXOIUMBIX JUISI U3YUCHUS TUIIEPKaIbIU(pH-
[IIPOBAHHBIX 0a3abHBIX CKeNeToB (puc. 1,a, 6).

Lenbro U310KEHUS CITYKUT MBICIB O TOM, YTO IpH paboTe ¢ MOAOOHBIM Ma-
TEpUaJIOM NpeHeOpexKeHNe KaKUMHU-TO AETAJsIMU, YIIyIIEHHEe KakoH-1u0o Me-
TOIUKH HMCCICAOBAHMS U3 BO3MOXKHBIX, @ TaK)KE€ HEAOCTATOYHO KPOMOTINBOE
MpenapupoBaHue MPUMEHUTEIHFHO K OOBEKTY HMCCICAOBAHHUS MOTYT MCKa3HUTh
OKOHYATEJbHYI0 MHTEPIPETAIMIO TOJIYUYEHHBIX JaHHBIX M, CIEI0BaTeNbHO, 3a-
TPYIHUTH OoJiee TOUHOE OIpeseeHre MecTa TakcoHa B cucteme Porifera. [lo-
3TOMY JaHHOE M3JIOKEHUE HOCHT OoJiee OOIIHi, TUIAaKTHYECKHUI XapaKkTep, He-
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YKEJTU MOJPOOHOE OMTMCAHKNE HOBBIX TAKCOHOB, KOTOPBIE B ACTAJISIX IPUBEICHEI B
BbIIIeyKa3aHHOM padoTe ([laBbiioB u ap., 2023).

3a OCHOBY 3TOM 3aMETKH B3ATHI TE3UCHI YCTHOTO coodmmenus A.D. JaBbiao-
Ba (IIMH PAH) «IIpo6meMbl n3ydeHHs THIIEPKAIBITUPUITIPOBAHHBIX T'yOOKY,
nonoxenaple Ha komnokBuyme B ITMH PAH 19.04.2023: «Mopdorenes B uH-
JTUBUTYaTbHOM W MCTOPUYECKOM pa3BUTHHU. KiltoueBble COOBITHS B Pa3BHTHH
Metazoa u MEXaHU3MbI UX CTAHOBIICHUS U IIPEOOPA30OBAHUSI.

PA3ZHOOBPA3UE MUHEPAJIBHOI'O COCTABA,
IIJTAHOB CTPOEHUA U APYTUX NETAJIEN BA3AJIBHBIX CKEJIETOB
I'MITEPKAJIBITMOUIINPOBAHHBIX I'VBOK

[To MmuHEpambHOMY COCTaBY Oa3albHBIE CKEIETH TYOOK MOTYT COCTOSITh U3
MarHe3uajabHOr0 KajblUTa UM aparoHUTa. AParoHUT B COCTaBE CKEJIETOB —
MHHEepai HecToHkui. [locie cMepTH opraHu3MOoB, (POPMUPYIOLIUX CKEIETHI U3
3TOr0 MUHEpAJIa, aparoHUT JOCTATOYHO OBICTPO MPEBpAIIACTCS B MAarHe3Uab-
HBIN KaJIbIIUT.

[Taneo3olickue nckomaeMble TUNEpPKaIbIU(UIINPOBAHHBIE TYOKH COCTOST
M3 MarHe3uajbHOIr0 KajbluTa. B Me3030€ CKeIeThl 3THX I'yOOK TakKe Kajb-
IUTOBBIC, OJTHAKO TIPUCYTCTBUE B COCTaBE KapOOHATA KAJbIIHSI ONMPEICICHHBIX
KOJNM4ecTB cTpoHIMs (Sr) m maraus (Mg) mo3BossieT mpeanoiaraTe, 4To MpH
JKU3HH UX CKelleT ObLT aparonuToBbiil (Mastandrea, Russo, 1995).

B 3aBUCHMOCTH OT T'€0JI0rM4eCKOil HCTOPUHU Pa3BUTHUS paiioHa, YTO OIpeIe-
JISICT TCOXUMUYCCKYIO ClICHUAIN3allui0 TUAr€HCTUUYCCKUX U SIMUTCHCTUYCCKUX
MPOIIECCOB B OCAJIOYHBIX MMOPOAAX MECTOHAXOXKJICHUMU, B 0a3allbHBIX CKeIeTax
ry0OK MOTYT ()OpPMHPOBATHCSI MUHEPAJIbHBIE HOBOOOPA30BaHUS, HE CBSI3aHHBIC
¢ TpaHchopmarirel aparoHUTa B KajdbIIUT. DTO MOTYT OBITh MHHEPANBI KPEM-
He3eMa, THIPOKCHIBI JKelle3a, allloOMOCHIIMKAThI U Ip. B moboM crnydae Oornee
TOYHOE ONpEeeNICHHe MHHEPAJIBHOI'O COCTaBa CKEJIETOB I'yOOK LenecoodpasHo.

Tak kak rpyrmnma runepKajibliupUIITPOBAHHBIX I'YOOK FeTEPOreHHAS, TO JIIS
TaKCOHOMHH Ba)KHYIO POJIb MTPAET BBISBJICHHE IJIaHA CTPOCHUsS 0a3aibHOTO
ckenera. Ero crpoenue noBosibHO pazHooOpasHo. Ecnu He mpuHUMAaTh BO BHU-
MaHUE KaKHe-TO CIIOKHO MOCTPOCHHBIE (POPMBI, TO BCE MHOT000pa3ue CTPOCHU I
0a3aJIbHBIX CKEJICTOB MOXKHO YCJIIOBHO CBECTH K CIICIYIOIIUM IJIAHAM: XETETH-
JONOTOOHBIH, WHO30aMO00HbBIN, MIIIOMOPETHUKYIATHBIN (IIEPUCTO-CeTUaThIN),
CTPOMATOIIOPAIOIO0HBIH, CHUHKTO30aTI0T00HBIH.

[Inan cTpoeHust TakxKe NOApa3yMeBaeT BBIABICHHE KAKUX-INOO OCOOBIX MO-
JIOCTHBIX CTPYKTYP BHYTPH 0a3alIbHBIX CKEJICTOB M UX B3aMMHOE PacIOOxKe-
HUE, CBA3b C HEHTPAJIBHOM MOJIOCTHIO (ECIU TaKOBasI €CTh) WIIM C OCKYJyMaMu U
OCTHSIMU Ha MOBEPXHOCTH HAPYKHBIX DJIEMEHTOB CKEJIETOB. XOTS BCE CKEJIETHI
rUnepKagbIu(GUIUPOBaHHBIX T'YOOK Ha3blBalOT Oa3alibHBIMM, HOApazyMeBas,
YTO KMBas 'yOKa 3aHUMaeT B OCHOBHOM Hapy HbI€ 00J1aCTH CKeJIeTa, 3aoIH s
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Puc. 2. bazajbHble CKeJIEThl THIEPKAIBIUGHUIHPOBAHHBIX I'yOOK M3 IKEIb-
ckoro sipyca [1oAMOCKOBBS: a — HHO30a1I0I00HBIH IJIaH CTPOCHUS, TTPO3PAdHBIH
U, ONTHYECKoe N300paKeHUe; O — CITUKYJIHI (TJIaIKIe MOHAKCOHBI) B OCHOBa-
HHUH KOHYCOOOPa3HBIX BBIPOCTOB, MUKPOTOMOTpaMMa.

B BU/JIC NIJICHKH TIOBEPXHOCTHBIC STYCHKH, OAHAKO BO3MOXKHO, YTO HEKOTOPBIE U3
HCKOITa@MBIX CKEJIETOB IMPAKTHYECKH BCEM CBOMM 00hEMOM (PYHKITHOHHUPOBAITH
Ha MPOTSAKEHUH KU3HU OpPraHU3Ma Kak YaCTH OJIHOW CJI0KHO YCTPOEHHOM BOZO-
HOCHOM CHUCTEMBI.

OCHOBHBIM 3JIEMEHTOM BHYTPEHHET0 YCTPOHUCTBA ATUX T'YOOK, KaK MPaBHJIo,
CIIY)KUT CHUCTeMa TPabeKys — (PaKTHUYECKH CTpoMa (KaJbIIUTOBBIC TSAKH Pa3HOU
HaIPaBJICHHOCTH), KOTOPBIE MOTYT OBITH TECHO PACIIONIOKEHHBIMH (XETETHIOIIO-
IO0OHOE CTpOeHNE), 00pa30BEIBATh CIIOKHO-TIEPETUIETEHHBIN PETUKYIIOM — CETh
(MHO30aMOI00HOE CTPOCHHUE), PACXOAUTHCS B BHJIC MTHYHETO MEpa WK Beepa
(MITIOMOPETUKYIIATHOE CTPOSHUE), OOpPa30BBIBATH CKEJET, IOCJIEI0BATEIBHO
HaJICTpauBasi OKPYTJIbIC OJOCTU (CPUHKTO30aI0I00HOE CTPOCHHE), BHITIISIICTh
B BHJIC TIOCJIOIHO HApaCTAIONUX KOHIEHTPUYECKHUX CIIOCB (CTPOMATOIOPAIIO-
T0OHOE CTPOCHHE).

Hapsiny ¢ o6mmM mHO30amoJ00HBIM TIJIAHOM CTPOESHU S, KOTOPbIi Habro1a-
€TCSl Y HOBBIX INPEACTAaBHUTEINEH 13 TKeIbCKoro sipyca [lommockoBbs (puc. 2,a),
LIUPKYISAIUS BOABI BHYTPH 3THX T'yOOK, BEPOSTHO, MPOUCXOMIIA TI0 TyOynam
(kananam), GOPMHUPYIOIINM OTpaHUUYECHHYIO TpaOeKyIaMu O0IIYI0 BOZOHOCHYIO
CHCTEMY, BKJIIOUAIOIIYIO B ce0s1 Kak TyOYyJbl, CBSI3aHHBIE C OCTUSMHU (IPUBOAS-
11asi YacTh BOJIOHOCHOM CHCTEMBI), TaK U 00Jiee KPYITHBIE, YeM TyOyJbl — TPyO-
Yarble KaHAJIbI, HAYIUE K OCKYJIyMaM Ha BEPITUHE KOHYCOOOPa3HBIX BHIPOCTOB
(BBIBOASIIIAST YACTh BOJOHOCHOH CHCTEMBI).

TpabekynspHble CTPYKTYphl CKeJeTa MOIJIM JONOJHHUTEIBHO YKPEIUISATh-
cq CnHKyJlaMu. B nckomaeMbix 0a3alibHBIX CKEJIeTax CIHHUKYIBI PacroiararoTcs
MHTPATPaOEKyIISIPHO, SKCTPATPaOdEKyIIPHO MM OTCYTCTBYIOT. J[iist Ga3aibHbBIX
CKelleTOB T'y0OK, oTHocsImMXcs K kinaccy Demospongia Sollas, 1875 xapakTep-
HBI: THJIOCTHJIM, aKaHTOCTHJIM, acTPbl, KJIABUIUCKH W jp. st TyOOK Kiacca
Calcispongia de Blainville, 1830 — rmaaxne MOHaKCOHBI, TPaBUIBHBIE TPUAKTHHEI,
TeTpapaauaThl, CATUTTAJIbHBIC TPUAKTUHBI U Ap. MUHEpAIbHBIN COCTAB CIIUKYJI
JIEMOCTIOHT i — KPEMHEBBIH, 8 Y U3BECTKOBBIX I'yOOK — KaJbLUTOBEIH (pHC. 2,0).
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MUKPOCTPYKTYPA TPABEKVJI
I'MITEPKAJIBIIUOHULIMNPOBAHHBIX I'YBOK

Uccnenys nwiHexuBymue ryoku u3 KapuOckoro Oacceiina, B. [aprman
YCTAHOBHJI, YTO UX KaHBHHTOBBIfI 0Oa3alIbHBIN CKEeJIeT COACPIKUT 0COOEHHBIE MU-
KPOCTPYKTYpBI, nMeroriue chepynutoBoe crpoerne (Hartman, Goreau, 1970).
B nocnenyromem ry0ku ¢ mooOHOW MEUKPOCTPYKTYPOH OBIITH BBIICTICHBI B OT-
nenpHbIN Kiace — Sclerospongia (Hartman, Goreau, 1970, 1975). CamocrosiTens-
HOCTB 3TOI'0 TAKCOHA B HACTOSIIEE BPEMs OTBEPraeTcsl, a MPEICTaBUTEIN OIHU-
caHHbIX [apTMaHOM POIOB paccMaTpUBaIOTCS B cocTaBe kiacca Demospongia
Sollas, 1875.

Hckonaemble maneo30MCKUe W ME3030MCKHE THIepKaIbIH(OUIIUPOBAHHBIC
JICMOCIIOHTUH M KJILI[UCIIOHTUHU TaK)Ke UMCIOT B TPaOEeKylaX MOX0KUE MUKPO-
CTPYKTYpbl. PaznuuHble BapHaHTBl NPOSBICHUS C(HEPYIUTOBBIX CTPYKTYP,
COXPaHMBILKECS B TOM WJIM MHOM BHJIE y MCKONAEMBbIX I'yOOK ¢ Oa3allbHBIMH
CKeJIeTaMH, ONPEACIISIOTCS IPH UCCIIEIOBAHNHU HA CKAHUPYIOLIEM 3JIEKTPOHHOM
MHUKPOCKOTIE KaK CQepyauThl, TeMUCPEpYITUTHI, PUOPO3HAasi, KIMHOTOHATIbHAS
WY TEHUIWUISATHASA (KUCTOYKOOOpas3Has), UpperyiIsipHas MUKPOCTPYKTYPHI,
«HM30MaXUTOBBIC» TUIOCKOCTHBIC KIIMHOTOHAJBHBIE CTPYKTYphI W jp. [Ipuyem
BBICKAa3aHO MHEHHE, YTO CTEICHb YIHOPSIOYEHHOCTH HaOII0IaeMOM MHUKPO-
CTPYKTYpPbI 3aBUCUT OT MarHe3uajbHOCTH KaJIbLIUTA, U YEM OHA BBILIE, TEM
XyKe pa3aHyaroTcs IeTanu 3TX cTpykTyp (Mastandrea, Russo, 1995).

OnHaKko BO3MOXKHO, YTO CTENEHb JETaTN3aLNN U BHEUTHUHN BUJ ITUX CTPYK-
TYp MOXET OBITh CBSI3aH €IIE U C XapaKTepoM cpe3a MOJUPOBAHHOH MOBEPX-
HocTH (Yroj HakJIOHa, ypPOBEHb 10 OTHOILLEHUIO K YCIIOBHOH OCU TpaOeKyJibl), a
Tak)xe ¢ (pakTopaMy BO3AEHCTBHS HA IOBEPXHOCTH TpabeKysd KuciaoTaMu (KOH-
LEHTPALUsl, SKCTIO3UIIMS) IIPU IPOTPABIMBAHUM COJISTHOM, YKCYCHOH KHCIOTaMH
WA TPUJIOHOM b.

METOIbI UCCIIEJOBAHU A BA3AJIBHBIX CKEJIETOB

Co00pa3Ho M3J0KEHHBIM BBILIE MPUHLMIIAM BHYTPEHHEIO YCTPOMCTBA M
0COOEHHOCTSIM MUHEPAJLHOTO COCTaBa 0a3albHBIX CKEJIETOB TMIEPKaNbLU(pH-
LIUPOBAaHHBIX TYOOK OBLIT BBICTPOEH IUIAH M3YyYEHHs ISl IK3EMIUISIPOB, OOHAa-
PYKCHHBIX Ha MCTOPHUYECKOM CTPATOTHUIIE TIKEIBCKOTO sipyca B [oMOoCcKoBbE
(oCTaTKM CTaporo M3BECTKOBOTO Kaphepa B palioHe IaTGopMbl «55 kM» OIu3
c. I'xenp). [11an mocnenoBaTeIbHO BKITIOYAI B ce0s1 CICAYIONUE TYHKTHL: 1) Ma-
KpO-TIpenapupoBaHre 00pa3loB: a) MEXaHHYeCKas OYMCTKa M O) OTAEIbHbIC
00pa3ubl ObUIM JONOJTHHUTEIBHO OYMIIECHBI 2% PacTBOPOM YKCYCHOH KHCIIO-
ThI; 2) U3y4YeHUE HEPACTBOPUMOIO OCaJIKa TOCJe TOJHOTO MX PacTBOPEHHUS B
10% constHOM KHco0Te; 3) M3yUYEHHE B MPOXOISINEM CBETE MPO3PAdHbIX IITH-
(OB, IPUTOTOBJICHHBIX U3 CEYCHUIN CKEJIETOB B PAa3HBIX TIOCKOCTSIX; 4) H3yde-
HUE 1IeJBIX 00pa3IoB, CKOJIOB U MOJUPOBAHHBIX MPEMApaTOB HA CKAHUPYFOIIEM
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ANIEKTPOHHOM MHKpOCKOIe 0e3 HalbLICHHUs U C HallbUIEHHEeM: a) 0e3 XuMHue-
CKOTO BO3ICHCTBHS U 0) mocie 00padoTku 10% pacTBOPOM COINSTHOW KUCIIOTHI,
5) ompenenacHUe MHHEPATBLHOTO cocTaBa ckenera rybok mo J/IC-crekTpam Ha
CKaHUPYIOIIEM 3JIEKTPOHHOM MHUKPOCKOIIE; 6) KOJIMYECTBEHHOE MHMKPO30HIIO-
Boe omnpenenenue Ca, Mg, Fe, Mn, Sr B kanbiuTe; 7) MUKpOTOMOTpadust HEIbIX
00pas3loB CKEJIETOB; 8) PEHTTCHOCTPYKTYPHOE M3yUYeHUE TIIMHUCTBIX MHUHEpa-
JIOB U3 CJIOEB, COJEPKAIIUX CKEJIETHI I'YOOK, METOIOM AU(PaKTOMETPHH.

OLIEHKA PE3VJIbTATOB KOMIIJIEKCHOI'O UCCJIIEAOBAHU A
BA3AJIBHBIX CKEJIETOB

[Tociie MexaHMYECKOW OYHMCTKH CKENETHl TYOOK OBLITM TOTOBBI K MCCIEIO-
BaHUt0. [log OMHOKYIISIPHBIM MUKPOCKOIIOM OTIPe/IeNIeHbI 0COOEHHOCTH CTpOe-
HHS TIOBEPXHOCTHBIX 00pa30BaHUM, BBISIBICHBI OCTHH, @ TAKXKE OCKYJIYMBbI Ha
OKOHYaHHSX KOHYCOOOpa3HbIX BEIPOCTOB. Kpome TOro, MOryT OBITH 3aMETHBI
KpYyTJbIe WU JJIUICOBUHBIC MO (OpME clelbl OT BBIXOASIINX Ha MOBEpX-
HOCTH MJIM BOBCE MOBEPXHOCTHO PACIIOJIOKEHHBIX CIUKYJ. B ciydae rxenb-
CKHX (hOpM — TTAJKIX MOHAKCOHOB. Bce BUIMMBIE 27IEMEHTHI OBLITH H3MEPEHBI.

Ha crnenyromem sTame OBIIM M3rOTaBIWBIICHBI MPO3padHble MLTA(HI —
cpe3bl 0a3albHOTO CKeJleTa B ABYX WIIM 0oJiee B3aUMHO-TIEPIICH IHK YIS PHBIX
IockocTaX. MccienoBanne KOHYCOBUAHBIX BBIPOCTOB 3aKJIIOYAJOCh B IMOJ-
TFOTOBKE YeThIpex ceueHuil. Tpu nmapaanensHpX manda o KOHYUKY BBIPOCTa,
CpeHEl TPEeTH U OCHOBAHHUIO; YETBEPTHIN MU — MOJHBIN MPOIOIBHBIN MPO-
(buip gepes Bech KOHYC. DTUX CEUCHUM JOCTATOUHO JIJISI TTOJIYUCHUS TIOTHOTO
MPEJICTABIECHUSI O XOAE CTPYKTYP,
cnararomux BeipocT. Kpome Toro, Ca
MOJIYYEHHBIE TUTU(GBI TIO3BOJISIOT
BBISIBUTH B3aMMOOTHOIIIEHUE Ooee
KPYIHBIX 4eM TYOYJbl TOJIOCTHBIX 0
00pa30BaHUN U X CBSI3H C OCKYITY-
mamu. [lonupoBaHHble IpenaparTsl,

a TaK)Xe MOBEPXHOCTH CKOJOB 0a- | Ms

3a]IBHOTO CKeNeTa MPHU HMCCIIe0Ba- &

HUU Ha CKaHUPYIOLIEM DJICKTPOH- Ca

HOM MHKPOCKOIIE C TOJYKOJINYe- o

CTBEHHOH OIIEHKOW DJIEMEHTHOro 13 26 39 52 wB 6.5

cocrara mo J/IC-crexTpam 1eMoH-

CTPUPYIOT HE TOJBKO MEJbYalIlIne
Puc. 3. bazanbHbIE CKENETHI TUTIEPKAJIBITU-
JIETallu CTPYKTYp, HO WU TO3BOJIS- ¢ 3. bas ¢ crede Cpiabil
(UIUpPOBaHHEIX TYOOK U3 TIKEIBCKOTO spyca

0T NOJYYUTb OPUCHTHPOBOYHBIC [oamockoBbs, DJIC-CIEKTp MarHe3uaabHO-

JAHHBIE O MHHEPAJIBbHOM COCTAaBE IO KajbIUTa, TIONYYEHHBIH HAa CKAHHPYIONIEM
(puc. 3) SIIEKTPOHHOM MHMKPOCKOIIE, OCHAIEHHOM JHEP-
e TOJIUCIIEPCUOHHBIM CIIEKTPOMETPOM.
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50 MKM

Puc. 4. bazanbpHble CKeJIeTH! THIIEPKATBIH(UIIIPOBAHHEIX T'yOOK U3 I'KEJIb-
ckoro sipyca [1ogMOCKOBBS: g, 6 — ICHUIMUIIATHAS (KIMHOTOHAJIbHAS), TEMHUC-
(depynuToBas MHKPOCTPYKTYpa TOHKOKPHUCTAJZIMYECKOrO MAarHe3HajbHOTO
KaJIbIIUTa TPaOEKyJ, OrpaHUYEeHHAas] CEYCHUSIMU TyOyJI, BHIIIOJIHCHHBIX MEIIKO-
KPUCTAJUIMYECKUM MAarHe3uaJibHbIM KaJbLUTOM, MOJMPOBAHHBIC IMpeHaparsl,
nporpasieHHbie HCl. COM, SE-u3obpaxeHust.

Yactp nmpenaparoB npotpasieHa 10% consiHol KHCIOTOH, 6e3 uero ObLIo
HEBO3MOJKHO YBHUJIETh MUKPOCTPYKTYPY TpaOeKyl, IPEACTaBICHHYIO y UcCe-
JOBaHHBIX CKEJIETOB, B OCHOBHOM, TeMHC(HEPYITUTOBEIMH M MCHUIMIUIATHBIMU
(KITMHOT OHATHPHBIMH) dJIeMeHTaMu (puc. 4,a, 6).

Bonee neranpHbIC CBEZIEHNS O MIHEPAIFHOM COCTaBe 0a3allbHBIX CKEIIETOB
ObUIM TIOJyYeHBl MPHU TOMOIIM 3JIEKTPOHHO-30HJOBOIO MHKpPOAHAJIN3aTopa.
[loaroroBka moaMpOBaHHOIO Mpernapara BKJIOYaja B ceOsl MperBapUTEIbHOE
KapTUPOBaHHE TOYEK Ha MOBEPXHOCTH 00pa3mna, B KOTOPBIX MPEAIONIaraioch
MPOU3BECTH 3aMephl. [IJist 3TOro Ha 3apaHee pacrieyaTaHHOH ¢ororpaduu mnpe-
rapara MapKHpOBAJIHNCh COOTBETCTBYIOIINE yYaCTKHU. J[aHHbIE, TOTyYeHHBIE Ha
AIEKTPOHHO-30HJ0OBOM MHUKPOAHAIHM3ATOPE, MOKA3aJId, YTO MUHEPATbHBIA CO-
CTaB TPabEKyJ — BRICOKOMAarHe3HaTbHBIA KaJBIIUT C HIYTOXKHBIM COICPKaHHEM
ctporuus. Ciukysl (I1aJKHue MOHAKCOHBI) TAKKE TIOCTPOCHBI U3 KaJIbLUTA.

[Ipu pacTBOpeHHMH LETBIX SK3EMILUISIPOB CKeleToB T'yOok B 10% comsiHol
KHUCJIOTE OBIIIH MOJyYeHbl HEPACTBOPUMBIE CIICTIKU TYOYJISIPHOH CUCTEMBI KOHY-
c000pa3HBIX BHIPOCTOB U (parMEHTOB BHYTPEHHUX moiiocTeil. CIenKH TOUHO
MOBTOPSAIOT MOP(HOJIOTHIECKHE B3aNMOOTHOIICHUS TyOyIIsIpHO-TpabeKyIspHOH
CHCTEMBI ITHX y9aCcTKOB ckenera (puc. 5,a, 0).
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600 MKM 200 MKM

Puc. 5. bazanbHble ckeleThl THIIEepPKaIbIU(UIITPOBAHHEIX I'YOOK U3 IKeJIbeKoro sipyca [Ton-
MOCKOBB$I, JIFOMOCHJINKATHBIC CICHKHU TYOYIsPHO-TPaOEKYIAPHBIX CTPYKTYP: @ — ONITHYECKOE
n3obpaxenue; 6 — COM, SE-u3o0paxeHne; CTPENIKOH yKa3aHO CEeUeHHE PACTBOPCHHON Kajlb-
LUTOBOW CIHMKYJBI (ITaJKHH MOHAKCOH), OKPYXKEHHOE aJIIOMOCHJIMKATHBIM YeXJIOM. (TJIaJKHi
MOHAKCOH).

[Tpu npenapupoBaHUK CICMKOB M0 OMHOKYJISIPHBIM MUKPOCKOIIOM YAaJIOCh
BBIJICJIUTh U3 HUX U (PParMeHThl CIUKYJ (TJIaJKHE MOHAKCOHBI M MPaBUIIbHBIC
TPUAKTHHBI), TPEACTABIAIONINE COO0M OYEeHb XPYIIKHE MOJble 0O0pa30BaHMS,
OKpY>KEHHBIE HEPACTBOPUMBIMHU ueXjamu. [lonydeHHbIe CIENKH CIUKYJ, KakK
U CIICTKU TYOYJISIPHOW CHCTEMBI, COCTOST U3 aTIOMOCHIIMKATA, TOUHBII MUHE-
PaTBHBIN COCTaB KOTOPOTO B HACTOSIIEE BpEeMsl yTOUHSETCS (puUc. 5,0).

Muxkpotomorpadusi usyyaembix Gopm Takxke Obuta MHPOpPMaTHBHA. DTO
HCCIICIOBAHNE YTOYHUIIO JICTAIH CTPOCHHS MX TMOBEPXHOCTEH U MOATBEPIAHIIO
HaJM4YHMe MHOXECTBEHHBIX TPYOKOOOPa3HBIX MMOJOCTEH BHYTPH Oa3albHBIX CKe-
netoB (puc. 1,0, 2,0).

3AKJIIOYEHUE

bazanbHbIe CKeNEThl THIEPKAIbIH(OUIIMPOBAHHBIX T'yOOK MPEICTABISIOT
co0OH CIIOXKHBIC I M3YUYCHUsI 00BEKThI. [103TOMY MOAXOM K UX HCCIEA0Ba-
HUIO OBLT KOMIUIEKCHBIM. DTO TO3BOJIMJIIO MOJYYUTh MPEICTAaBUTEIbHBIH Mac-
cuB MH(OpMAIMK, KOTOPBIH B COBOKYIHOCTH CIHOCOOCTBOBall 0ojiee TOYHOU
WHTEpIIpEeTauyi HaOIr0JaeMoi MOp(OJIOTHH, TEM CaMbIM MPHOJIMIKas K Orpe-
JIEJICHUIO Hanboee COOTBETCTBYIOMIET0 MECTA ITUX I'yOOK B cucteme Porifera.
Bo3MoxkHO, Kak MPOU30IIIIO0 B HAIIEM CiIydyae, He BCe TAKCOHOMUYECKHE TPO-
OJIeMBbI YIall0Ch CPa3y M OKOHYATEIBHO Pa3pelinTh, OJHAKO B MOCICTYIOIIEM,
IpU JaJbHEHIIeH METOINYHONW paboTe C AITHM MaTepUalioM, BCE HEPEIICHHBIC
po0IeMBbl 3aKOHOMEPHO MPOSICHSITCSL.
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Problems of studying hypercalcified sponges
A.E. Davydov

Using the example of new hypercalcified sponges from the deposits of the Gzhe-
lian Stage of the Moscow region, a plan for their study and interpretation of the results
obtained is presented. The main points related to the organization of the structural plan
and the features of microstructures revealed during the study of the basal skeletons of
hypercalcified sponges are highlighted.

Keywords: hypercalcified sponges, Porifera, Upper Carboniferous, Gzhelian Stage,
Moscow syneclise
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Tenom u naan cmpoenus: Memamopghosvl u demanusayust Ha nymsx sgomoyuu Metazoa.
Cepus «I eo-6uonocuueckue cucmembvl 6 NPOULIOMY.

Mopdgoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3GUMUL

M.: [1HUH PAH, 2023. C. 105—147. http://www.paleo.ru/institute/publications/

VIIK

HUCIIOJIb30BAHUE ITPABUJIA MIOJIJIEPA-I'EKKJISA
JJISA OBbACHEHUA UBMEHEHUU CUMMETPUH B PASHBIX
I'PYHITAX KOPAJIJIOBBIX ITOJINIIOB (CNIDARIA: ANTHOZOA)

C.[. I'pedennbuniii, H.FO. UBanoBa, E.A. Hedénona
3oonoeuueckun uncmumym PAH, C.-Ilemepoype
sgrebelnyi@gmail.com

B pesynaprate anamuza pasHooOpasust (GOpM CHUMMETpPHH, H3YYEHHO-
ro HOPEeMMYINECTBEHHO HA Marepuae akKTHHUU U JPYTruX OECCKEIeTHBIX
npencraButenieii  Anthozoa, BbleNeHbl OCHOBHBIE CTaIUH  Pa3BUTHUS
KOpaJJIOBOTO MOJIMIIA, HAa KOTOPBIX MposiBiisieTcs (1) ucxonHoe dunarepaibHoe
pacrojio)keHHEe ME3CHTEpPHEB B BUJE «OmilaTepaibHbIX» map (in couples),
craaust saBapacuu, (2) (GopMHUpOBaHHE «HCTHHHBIXY» ME3€HTEPHATbHBIX
mnap, COCTOSIIUX M3 MOMApHO COJMKEHHBIX ME3CHTEPUEB, 00pa3yIOINX
MEepPBbIM TeKCAaMEpPHBIM Me3eHTEpHANIbHBIN IUKJ, CTaAus XaJlbKaMIlyJbl;
(3) BO3BHMKHOBEHHE 30H 3aKJIAAKH ME3EHTEPHEB B HK30- WIIM JHIOLEISX;
(4) cTabunu3aIyst 30H 32K IKH ME3CHTEPHEB U OrpaHHUEHHE YHCIIa ITHX 30H,
y psifia TPYII IPUBOJISIIEE K BOCCTAHOBICHUIO OHIIATePaIbHOW CHMMETPHH.
PaccMoTeHBI TpaaUIMOHHBIC MPEACTABICHUS O Kiaccupukanuu Anthozoa
(Milne-Edwards et Haime, 1857; Haeckel, 1866). [lana oTpaxxaromias 6osee
COBpPEMEHHOE COCTOSIHHE 3HAHUN cXeMa KilacCupukamuu:
Classis Anthozoa
Subclassis Alecyonaria Milne-Edwards et Haime, 1857
Legio [=Infraclassis] Octocorallia Haeckel, 1866
Ordo Alcyonacea Blainville, 1834
Ordo Pennatulacea Verrill, 1865
Ordo Coenothecalia Bourn, 1900
Legio Ceriantharia Beklemischev, 1952
Ordo Cerianthida Haime, 1851
Legio Antipatharia Beklemischev, 1952
Ordo Antipathacea Dana, 1846
Subclassis Zoantharia Milne-Edwards et Haime, 1857 [=Hexacorallia
Haeckel, 1866 pro parte]
Ordo Zoanthacea Verrill, 1865
Ordo Scleractinia Bourne, 1900
Ordo Corallimorpharia Carlgren, 1936
Ordo Actiniaria Hertwig, 1882
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boraTblil pacCCMOTPEHHBIN B CTaTbe MaTEpUal, OTHOCAIIUNCA K Pa3BUTUIO IIPU-
3HAKOB CHUMMETPHUU KOPAJIJIOBBIX MOJIUIIOB, XOPOLIO HIITIOCTPUPYET 3aKJIIOUCHHUE
®puna Miosrepa o TOM, 9TO «OHTOTCHE3 TOBTOPSCT (HHIIOTCHUIO». DTy IINPO-
KO M3BECTHYIO (OPMYJIy 3a4acTyIO HECIpaBeJIMBO IPUIHUCHIBAIOT | eKKero,
XOTS IPUOPUTET HECOMHEHHPO NpuHaexkuT Miomtepy (F. Miiller, 1864).

Kanroueswvie cnosa: Cnidaria, Anthozoa, kitaccupukanus, CHMMETPHUS, OHTO-
T'eHe3, CKeJIeT, MSATKOE TeJI0, Me3CHTEPUH, CKICPOCEIITHI

B uctopuu uzydenus u kinaccupuKamuy )KUBOTHBIX TPU3HAKAM CHMMETPHH
TeJla BCeryia mpujaBaiii OoJbloe 3HaueHue. [lepBoHAYaIBHO TIOJUTIOB, MEY3,
MOPCKHX 3B€3/ U APYTUX PaJHalIbHO CHMMETPUYHBIX KUBOTHBIX OTHOCHIIM K
oOmpHoi rpymnme Radiata. Ho mo mMepe HakomieHUsl JaHHBIX 00 UX pa3BH-
THH U ACPUHATHBHOW OpraHM3aIlMM BCE OHHM OKa3allnch B cocTaBe Bilateria,
TO €CTh CPEIU OUIATePATIBHO CUMMETPUYHBIX CYIIECTB, UMEIOIIUX MEPETHUIT
Y 3aJJHUH KOHEI] U OJIHY TUIOCKOCTh CUMMETPHH, ACISIIYI0 TEJIO Ha MPaBYO U
JICBYIO 3€pKajbHBIC TOJIOBUHBL [10 COBpEMEHHBIM MPEJCTABICHUSIM B COCTaBE
HACTOSIIIIMX MHOTOKJICTOUHBIX )KUBOTHBIX (Eumetazoa) ToJibko rpeOHEBUKHU MO-
r'yT ObITh MPUYHUCIICHBI K PaJUajibHbIM dKHUBOTHBIM, TIOCKOJIbKY B TEUCHHE BCE-
IO OHTOreHE3a COXPAHSIIOT JIBYJIYUYEBYIO, TO €CTh OMPaUATBHYI0, CHMMETPHIO.
WX Teno cocTOUT M3 JBYX aHTHMEPOB, KOTOPHIC COBMEINAIOTCS MPU MOBOPOTE
BOKPYT OpajbHO-a00paibHOM OCH Ha TOJIOBUHY OKPY>KHOCTH. CTpOro roBops,
ATO KACaeTCs JIMIIb IJIAHKTOHHBIX, TJIABAIOIIUX B TOJIIE BOJLI TPEOHEBUKOB.
BenrtocHbie, non3aromue GopMbl, W3-3a ABHKCHUS 110 TIOBEPXHOCTH cyOcTpaTa
MPUOOPETAIOT NEPEIHUN U 3aHHI KOHEII U MMOJIy4aroT OuIaTepajbHy0 CUMME-
Tpuro. OJHAKO 3Ta CHMMETPHS MOBEPXHOCTHAS, IIJIAH CTPOCHHSI TPEOHEBUKA B
TEUEHHUE BCETO €ro Pa3BUTHS OCTACTCS OUPAUATBHBIM.

[TpuHIMI pa3aeneHusi OPraHU3MOB 0 YUCITy aHTHMEPOB, pa3IMyacMbIX B
Tese 0co0u, O-BUAMMOMY, BIIEpBbIe ObLI HcIoab30BaH Dpendeprom (Ehrenberg,
1834) nnst o6ocobnenust B npeaenax Anthozoa Heckonbkux rpymi. OHU ObLIH
HOMUHAJIBHO pa3elieHbl Ha JBa OTPSNA, «KHUBOTHBIX» H «PaCTUTEIBHBIX)
kopaiioB (Zoocorallia u Phytocorallia), XoTs1 cpeau u Tex W IPyrux OKasa-
uch (HOopMBI 6€3 COMHEHHS OTHOCSAIINECS K )KHBOTHBIM. B Tpuby Zoocorallia
Polyactinia ObplM MOMEIEHBI «MHOTOIIYYEBBIEY», AKTHHUH, 30aHTallen U (pyH-
ruuabl. B npyryio Tpudy Zoocorallia Octactinia ye Torzna monajin MOPCKHUE
nepbst u anbuuoHapuu. Cpenu pactutenbHbIX Phytocorallia Octactinia Oblin
TaK)Xe BOCBMIJIYUYCBbIC aJIBIIMOHAPUU U TOproHapuu, a cpeau Phytocorallia
Dodecactinia aBeHaamnaruinyueBsie Seriatopora u Pocillopora, xoTopbie 103/1-
Hee OBIT OTHECEHBI K CKIICPAKTHHUSM.

B nanpHelmeM 3TOT moaxo OBLIT HCIIONB30BaH | exkerreM (puc. 1) pu BHI-
nenennn Tetracorallia, Octocorallia m Hexacorallia (Haeckel, 1866). Omnako,
KaK BIIOCJICACTBUHM OBLIO CHPABEAJIMBO OTMEUCHO €ro YYeHHUKaMU OpaTbsiMH
leprBuramu (puc. 2, 3), nas knaccudukaunn Anthozoa Oonee BaXKHBIM OKa3a-

106



Puc. 1. DpHet [exkens (1834-1919).

JIOCh HE YUCIIO PAJHaIbHO-CHMMETPUYHBIX OPTaHOB, & X OPUCHTAIIUS U MOCIIe-
noBarenbHOCTh 3aknanku (Hertwig O., Hertwig R., 1879).

[opsiiok cHMMETPHH KOPAJUIOBBIX IMOJHUIIOB OMPEESIETCS] KOTHYECTBOM
ME3EHTEepUEB M CKJIEpOcenT. YHcino mrynasier HepeJKko CTPOro PaBHO YHUCITY
Me3eHTepueB (Actiniidae u3 orpsnma Actiniaria), XOTsI MHOTJA 3aKjajaKa IIy-
najell clierka ornepekaeT WU OTCTaeT OT Me3eHTepHeB. MMeromiuecs Ha Tene
MHOTUX aKTHHUH (Actinia, Anthopleura, Aulactinia, Cribrinopsis u3 cemeiicTBa
Actiniidae) MapruHanbHble cepyiibl, My3bIPbKH U MPUCOCKHU SIBHO IpPUYpoOUe-
HBI K mynansiaMm. OHE pacrnojaratoTcsi Mo KaXAbIM HIJIM TOJBKO TOJ CaMbl-
MU KPYTHBIMH IyTHaJblAMHU TTOOAHMHOUKE WIH JTMHHBIMU TPOJOJIBHBIMU Psi-
namu. Y mpezcraButeneit psga cemeiictB (Actinodendridae, Thalassianthidae,
Capneidae, Minyadidae, Homostichanthidae, Stichodactylidae, Phymanthidae
n3 oTp. Actiniaria) ¢ KakJIbIM SHIOIENIEM U K30IIe]IeM CBsI3aHO HE OHO, a He-
cKoNbKO mynanen. Ho B mo0OoM citydae HaONIONAETCS KOPPEISIHS MEXIY
YHUCIIOM IIyTaJiel]l, MapruHaIbHBIX cepy, My3bIPbKOB, MPUCOCOK M YHCIOM
ME3EHTEPHUEB, TIOATOMY IIPU PACCMOTPEHUN CUMMETPHH MSTKHUX KOPAJIJIOB Mpe-
XKJIe BCETO 00pallaT BHUMaHKE Ha PaclolioyKeHNUEe ME3CHTEPUAJIbHBIX 1ap, a y
JKUBOTHBIX, 00JI1aIAI0IMX NU3BECTKOBBIM CKEJIETOM, — Ha PACTIONIOKEHHE CKIIEPO-
CeIlT, TO €CTh Ha MPHU3HAKH, HAHOOoJIee TOCTYITHBIC JIJIsl H3YUCHHUS MO KOJIJICKIU-
OHHBIM SK3EMILISIPAM.

CoBpeMeHHas CUCTeMaTHKa aKTUHHH, OCHOBBI KOTOPOH 3alloykeHbl Prxap-
noM ['epTBurom Bo Bpemsi 00pabOTKM MaTepruasoB dKCIeIUIUMU Ha cyaHe «Yen-
nenxepy (Hertwig, 1882), 6a3upyercsl Ha mpu3HaKax BHYTPEHHEH opranusa-
My nonuna. biarogapst 5ToMmy anaToMust OOJIBIIMHCTBA BHJIOB XOPOIIIO U3BECT-
Ha. B mpenmenax oTpsaa Actiniaria K HACTOSAIIEMY BPEMEHH OITHUCAHBI TPYTIITHI CO
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Puc.2. Ockapl'eptBur (1849-1922), Puc. 3. Puxapn I'eptur (1850-1937),
BUJHBII 9MOpHOJIOT, aHATOM, UCCIIENO- OCHOBOIIOJIOXKHUK aHATOMUYECKON KJIaCCH-
BaTellb Meo3a. (UKaIH aK THHIH.

CTPOTOH pamnualbHON CHMMETPHUEH U TaKHe, Y KOTOPHIX HAOIFOMAIOTCS OTUCTIH-
BBl IPU3HAKK OnilaTepabHoi cuMMeTpur. Cpeau panalbHO-CHMMETPHIHBIX
HMMEIOTCS TIeHTa-, TeKCa-, TelTa-, OKTO- U JIeKaMepHbIe MmpeacTaBuTenn. Yucio
AHTUMEPOB 3/IeCh BapbUPYyeT LIMPE, YeM Yy BCEX OCTalbHBIX Anthozoa, mosTo-
My CO3JlaeTcs BIeYaTIeHUe OOoJbIIero pazHooOpasust popm cuMMmeTpur. s
MpaBUJIbHOTO MOHMUMAHHUA 3TOTO ABJICHUA PaCCMOTPHUM, KaK K€ ONPCACIACTCA
MOPSAIOK CHMMETPHUH B XOJIE PA3BUTHS TIOJHIIA.

[NTPEOBPAZOBAHUWE CUMMETPHUU B OHTOI'EHE3E

Cranus snBapacun

CamocTosATEeNBHOCTD OTpsiaa Actiniaria, o cyIecTBy, o0ocHOBaHa ['epTBH-
ramu (Hertwig O., Hertwig R., 1879) Gmaromaps onucanuio pa3BUTHs Me3eHTe-
puanbHbIX UMKIOB Alcyonaria, Ceriantharia, Zoantharia u Actiniaria. ¥ aktu-
HUH OBLIO BBISABIICHO /1B BApUAHTAa PACIOIOKEHHS IEPBBIX BOCBMU ME3CHTEPU-
eB: o Tuny Exaiptasia diaphana' (Rapp, 1829) u Edwardsia tuberculata Dueben
et Koren, 1847. Ha atom ocHoBanuu Edwardsiidae (1o coBpeMeHHBIM MpecTaB-
JICHUSIM CEMEHCTBO OoTpsifa Actiniaria) paccMaTpuBaIuCh Haps Ay ¢ Actiniaria B
Ka4yeCcTBE TAKCOHA PABHOTO PaHTra.

Cpenu BOCBMHU CaMBIX CTapIINX Me3eHTepueB Exaiptasia (puc. 4,0, 2) nBe
napbl HAMPABISIONUX ME3CHTEPUEB, TPUPACTAIOIIUE K Y3KUM CTOPOHAM YILIO-

' Syn. Adamsia diaphana in Hertwig und Hertwig, 1879;
Syn. Exaiptasia diaphana in Grajales and Rodriguez, 2014.

108



Puc. 4. PacnionoxeHre ME3EHTEPUEB y MOJIOAU U B3POCIBIX MEHTa-, FeKCa- U FelTaMepHbIX
aKTUHUI: a — craaus saBapacun (Edwardsia stage); 6 — cragust ¢ 8§ Me3eHTepusiMu Exaiptasia
diaphana; 6, ¢ — monepeuHbIit cpe3 Mojomoro monuna Edwardsia tuberculata w Exaiptasia
diaphana (no: Hertwig O., Hertwig R., 1879); 0 — cranus xampkammynsl (Halcampula stage);
e — nonepevHslii cpes Halcampoides purpureus (no: Hertwig., 1882); o, 3 — Pentactinia californica
(oc — TpoKcHMalbHAs, 3 — AMCTaNbHAs YacTH Tena, mo: Carlgren, 1900); u, k — Scytophorus
striatus (u — cxema, Kk — mornepevHslii cpe3 nonuna (mo: Hertwig., 1882)); 7 — cxema pacmosnoxe-
HUSI ME3CHTEPHEB IPABHIIBLHOI [eKCAMEPHOH aKTHHUH C YEThIPEMSI ME3CHTEPHAIbHBIMHU LIMKIIAMH;
M — CX€Ma PacIoI0KEHUsI Me3EHTEPUEB B HUKHEH 4acTH Tejla KpyIHoro (7 ¢cM B AMaMeTpe) HoJIuma
Actinostola callosa (H — Hanpasisiromue MeseHrepun, JI — natepajibHble Me3eHTepuH, [ — nop-
3anbpHas U B — BeHTpalibHast HaNpaBIIsIoIne napbl Me3eHTeprueB, C — 3a4aTKH MOCISTHUX [IPOTO-
ME3EHTEPHEB, 3aBEPIIAIOIINX HePBbIil 1iKII; CO — XOPOIIO pa3BUTHIE IPOTOME3CHTEPHH BEHTPOIIA-
TepajbHbIX Map; CB — JONOIHUTEIBHbIC HeAPHbIE COBEPLICHHbIE ME3EHTEPHH, HaPy IAIOIINE TeK-
CaMepHy0 CHMMETpuI0. PuMckumu nudpamMmu 0003Ha4EeHbI ME3CHTEPUAIIbHBIC TTapbl /-1 LIHKIIOB).
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HIGHHOI‘/'I TJIOTKH, NOBEPHYTbI MC3CHTCPHAJIbHBIMU MYCKYJIbHBIMU BaJIUKaMU
[muscle bundles] Bpo3b. UeThipe OCTaJIbHBIX, JaTePaIbHbIX, ME3CHTEPHUS TTOBEP-
HYTBI MYCKYJIBHBIMH BaJJMKaMH TIOTIAPHO HABCTpEUy APYT ApYyTy. Takum oOpa-
30M, MOJIOAOH nouIl Exaiptasia y>e Ha CTaJuu 8 ME3EHTEPUEB UMEET JIBE ILJI0-
CKOCTH CHMMETPHH H, CIIEIOBATEIHHO, 00Ia1aeT OMpaIuaibHON CHMMETPHEH.

He ocnapuBas TounocTh HaOmMtOmeHN ['epTBUTOB 32 pa3BuTHEM EXxaiptasia,
HEOOXOAMMO MPU3HATDH, YTO OOJIBLIMHCTBO aKTUHUH, €CIH HE BCE, KaK YTBEPK-
naet [lake (Pax, 1925), mpoxonsT cTaauio, TpaIUuIIMOHHO Ha3bIBAEMYIO CTaaucH
snBapacuu (anrn. Edwardsia stage, nem. Edwardsiastadium; puc. 4,a, 6); pa3su-
THE TI0 TUNY EXxaiptasia TIOCIEeAYIOINMH UCCIIE0BAaTEIIMA He OTMeqasioch. Ha
CTaJN¥ ABApICHH MOJUT KMEET BOCEMb PaHaIbHO PACIIOI0KEHHBIX ME3EHTe-
pueB. UeTsipe U3 HIX 00pa3yroT ABE AUAMETPAIBHO TPOTHUBOJICIKAIIIHE TTAPBI HA-
MPABJISIIOIIUX ME3EHTEPUEB, MOJACPIKUBAIOLINX Y B3POCIBIX MOJIUIOB CH(OHO-
rnudsl. MezeHTepun, 00beAMHEHHBIC B HAIPABIISIOLINE M1APhI, IOBEPHYTHI MY-
CKYJIBHBIMU BaJUKaMH BpO3b. UeThIpe OCTAIBHBIX, JaTepajbHbIX, ME3CHTEPHUS
oOpalreHsl MyCKyJbHBIMHU BaJTMKaMH B CTOPOHY OZHOHM M3 HANPABIAIOMINX Tap.
OTy napy OpUHSATO HA3bIBaTh BEHTPAJIbHOM, IPOTUBOJEKAILYIO €l — Jop3aib-
Hoii. briaromaps pacmnonoxeHn0 MyCKYIbHBIX BAIMKOB Ha OTHOH, BEHTPAIHHOM,
CTOpPOHE BCEX JaTepaJIbHbIX ME3EHTEPHEB MOJHII HA CTaIUU 3ABapACUU 00Ja-
JaeT Mpu3HaKamMu OuiaTrepalbHOH CHMMETPHH M UMEET BCETO OJHY IIOCKOCTb
cummerpui. [1o Bcell BepoITHOCTH, [ epTBUTraMu HCCIICIOBAHBI MOJIOABIE OCOOH
Edwardsia, Tax xax B3pOocCIble MOIUIBI HA OXHOTO U3 JOCTATOYHO IMOJHO OIH-
CaHHBIX K HACTOSIIEMY BPEMEHH BHAOB aKTHHUI HE OCTAHABIIMBAIOTCS HA CTa-
JTUY 3]IBAPJICUU M UMEIOT OOJTBIIIEe YHUCIO ME3CHTEPHEB.

CTaIlI/Iﬂ XaJbKaMITyJIbI

[Mocie pa3BUTHSI BOCBMU TIEPBBIX IPHPACTAIONIHNX K TTIOTKE ME3CHTEPUEB BO3-
JIe Ka)<JIOT0 U3 JIaTePaJIbHbIX ME3CHTEPHEB C BEHTPATBHON CTOPOHBI TIOSIBIISICTCS
elle 1o OTHOMY Me3eHTepHAIIbHOMY 3a4arky. B Takom Bue 12 nepBbIX Me3eHTe-
pHeB (BOCEMb MaKpOME3CHTEPHEB M YEThIpE HEJOPa3BUTHIX MUKPOME3CHTEPHS)
y 3peNbIX MOJUIOB BCTpevaroTcst Toibko cpeau Edwardsiidae (Halcampogeton,
HEKOTOpbIe BUABI Edwardsia v IpyTux poioB). Y OCTaJIbHBIX aKTHHUH Bce 12 me-
3EHTEPHUEB TEPBOTO IMKJIa BCKOPE YPaBHUBAIOTCS B pazMmepax. Hampagistomue
Mapsbl MO-MPEKHEMY HECYT MYCKYJIbHBIC BATMKU HA HAPYKHOHM CTOPOHE ME3CHTE-
pueB. JlarepanbHble apbl COCTOST U3 ME3EHTEPHEB, IIOBEPHYTHIX MYCKYJIbHBIMH
BaJIMKaMHU HaBCTpedy JIpyT Apyry. Ha 3Toii ctannu, nMeHyeMoii CTaauei Xaib-
kamnyisl (Halcampula stage, Halcampulastadium; puc. 4,0, ¢) u xapakrepusy-
IolIeics HaMuuueM 6 map MepBUYHBIX ME3eHTepHeB (IPOTOME3CHTEPHEB, HIIH,
WHaye, MPOTOKHEM), TIOJIUI BIIEPBbIC YTPAYMBACT CBOMCTBEHHBIC EMY JIO CHX TOP
4epThl OWNaTepaIbHOW CHMMETPUU U CTAHOBUTCS PaIMalIbHO-CHMMETPHYHBIM.
Hannuwe 2 (pexe oqHOro) cudoHornu(oB 1 NpUpacTaroniX K HIM HalpaBIIsio-
IIMX ME3CHTEPUAIIBHBIX AP MPUAACT TETy )KUBOTHOTO IIPH3HAKU OMpaHaIbHON
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CHMMETPHH, COXPaHSIOIINECs Janee 10 KoHua )u3Hu. C Ipyroi cTOpOHBI, pH-
CYTCTBHE 6 TIap MPOTOME3CHTEPUEB OMPEACISCT FOCHOICTBYIONIYIO TeKcaMep-
HYI0 CHMMETPUIO, KOTOPasi HEPEIKO yTPAauuBaeTCsl IPU JaJIbHEHIIIEM pa3BUTHH,
HO CILYXHT, KaK Mbl YBUAUM, HCXOJHBIM THUIIOM CUMMETPHH IS BCEX KOPAJLJIO-
BBIX TOJIMIIOB, TPOXOASIIIUX CTAINIO XaJIbKaMITYJIbI.

Pa3zButHe MeTamMe3eHTEepHEeB

Hackonbko W3BECTHO, yBEIWYEHHE YHCIIAa ME3CHTEPHEB 3aKaHUYHWBACTCS
Ha CTaJuW XaJbKaMITyJIbl TOJBKO y OIHOTO BHJA akTUHUU — Halcampoides
purpureus (Studer, 1879) u3 cem. Halcampoididae (puc. 4,¢). Bce octanbabie
AKTHHUY 10ciie (POPMUPOBAHMS TIEPBOTO IMKJIA ME3CHTEPUEB, COCTOSILEIO U3
6 map MPOTOME3CHTEPHUEB, PA3BUBAIOT ONWH MW HECKOJIBKO IMKJIOB METaMme-
3eHTepueB (metanmu cM. y Gusmao et al., 2019). MeTtame3eHTEpHH BO3HUKAIOT
cpa3y napamu, Ipru4eM B OOJBITMHCTBE CEMEHCTB 3aKJaJika UX IMPOUCXOINT B
ak3onensax. [laper BToporo mukia (mepBbie METAME3EHTEPUN) BOSHIUKAIOT MEX-
Jly TIapaMH NePBOTO IHKJA, T. €. B K30IEIISIX MePBOro nopsiaka. TpeTuil My
pa3BUBACTCA MEKAY MapaMH MEPBOTO U BTOPOTO ITMKJIA, B DK3OIEISIX BTOPO-
ro TOpsANKa, U Tak najee. [IoCKoIpKy 9HCIIO SK30MeNel KaXI0To CIETYIOIIEero
MOpSAKAa BIBOE OOJBINE, YeM TPEIbIIYIIET0, KOJTHIECTBO ME3EHTEPHAIBHBIX
rap HapacTaeT B TEOMETPHYECKOH porpeccuu: 6 map mepBoro +6 Broporo +12
TpeThero +24 detBepToro nukia +.=6x2"! rme n — YUCI0 ME3CHTEPHUATBLHBIX
nukiIoB. [Ipu CHHXPOHHOM pPa3BUTHUU ME3CHTEPHABHBIX Map KaMXJOro IHKJa
reKcaMepHasi CHMMETPHUsI, CPOPMHUPOBABIIASCS HA CTAJUU XaJbKaMITYJbl, CO-
XPaHSIETCS U Y KPYIHBIX, B3POCIIbIX TOJIUIIOB, 00J1aAa0IMX MHOTMMH [IUKJIaMH
Me3eHTepueB (puc. 4,1). [Ipamepom MoxkeT ciyxuth Hormathia digitata Miiller,
1776). Cpenn necaTKOB MPOCMOTPEHHBIX 0COOEH 3TOTr0 BUIa MHE HE yIalioch
HaOJI0IaTh HU OJTHOTO HAPYIICHHS CHMMETPHUHU.

ABEPPAHTHBIE ®OPMbI CUMMETPUN

IIpaBnJI0 AKTHUHOCTOJIBI

MeseHTepur OJHON Haphl Yale BCEro OBIBAIOT MPUMEPHO OIHOTO pa3Mme-
pa, HO 3TO He Bcerja Tak. MHorue npencrasurenu Actinostolidae: Actinostola,
Ophiodiscus, Stomphia, Sicyonis, Parasicyonis, Synsicyonis — 0OTIAYaOTCS
PaCITOJIOKEHHEM ME3CHTEPHEB 10 «IIPaBUIY aKTHHOCTONBD (Actinostola-rule).
CyTb 3TOr0o paBHiia B TOM, YTO MOJIOJ(bIC ME3EHTEPUABHBIC MAPbl COCTOAT U3
HEPABHO Pa3BUTHIX ME3CHTEPHEB, TPHUEM MYCKYJIbHBIC BAJTHKU OOpAIlEHbBI, KAK
y OOJIBIIMHCTBA aKTUHUH, B dHA01eNH (endocoels), HO cpeau IByX Me3eHTEPHEB
KaKJIOH Mapbl KPYITHEe TOT, MYCKYJIbHBINM BaJIUK KOTOPOTO OOpallieH B CTOPO-
HY ME3CHTEPHAIbHOMN Maphbl MPEANICCTBYOMIETO UK. THITHYHBIM TPUMEPOM
PACIOJIOKEHUSI ME3EHTEPHUEB 110 IIPABMITY aKTUHOCTOJIBI MOXKET CIIY)KUTh HOJIUIT
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Actinostola callosa (Verrill, 1882) (puc. 4,m; 5x3. Ne 9288 2). XoTs Me3eHTEepHH,
BXOJISAIINE B MOJIOJBIE Maphl, HE PaBHBI IO pa3Mepam, 3aKIaiKa rmap MpaBHiIb-
Has, paanaibHast, TPOMCXOIUT BO BCEX DK3OIENISIX OTHOBPEMEHHO.

IlenTa- M renTaMepHasi CHMMeTpPHUSA

Pe3koe HapylieHWe CHHXPOHHOCTH B Pa3BUTHUU ME3CHTEPHEB OJHOTO W3
IUKJIOB TIPUBOJIUT K MOSIBIICHUIO y aKTUHUH TaKMX HEOOBIYHBIX JIJISl KOPaJUIO-
BBIX TOJIUMOB (pOPM CHMMETpHH, KaK MEeHTa- U TerTaMepHas. B HKkHel gacTu
tena Pentactinia californica Carlgren, 1900 (Halcampoididae) umeeTcst ToapK0
10 mporomesentepues (puc. 4,e). C n0p3anbHON CTOPOHBI, TPOTHBOJIEKAIICH
CIMHCTBEHHOMY CH(OHOTIU]Y, JEKHUT Mapa HAMpPaBISIONIMX ME3CHTEPHEB C
MYCKYJIbHBIMH BaJINKaMH, TIOBEPHYTHIMU HAPYXKY, B 9k301eb. C 00erX CTOPOH
OT Hee pacrioyiaraeTcs 1Mo OJJHOH Mape MEe3eHTEPHUEB, MYCKYJIbHbIC BAJTHKH KOTO-
pPBIX 0OpaleHbl, Kak 3TO OOBITHO OBIBACT B JATCPANBHBIX Mapax, B SHIOMIECIb.
C BeHTpaJbHOW CTOPOHBHI CIIpaBa U cieBa OT cudoHOrIuda K TIOTKE MpUpac-
TalOT 10 JIBa ME3CHTEPHS, PACMIONATAIOMINXCA B BHJIE JIByX ME3CHTEPHAIbHBIX
nap. B pesynbrare ckiagpiBaeTcs BreyarieHue, OyATO B HUKHEH 4acTH MOJTHI
CHaOXXeH 5 Me3eHTepUaTbHBIMU MTapaMH, CPElId KOTOPBIX €CTh JINIIb | mapa Ha-
npasisttomux. OgHAKO B BepXHEH gacTu tena (puc. 4,3) momumo 10 xoporro pas-
BUTHIX COBEPIICHHBIX ME3EHTEPHEB IMOSIBISAIOTCA 4 CHMMETPHUYHO PACIIONOKEH-
HBIE B DK30IIEIISIX Me3€HTEpPHAIbHEIE MTaphl BTOPOTo KA. Kpome Toro, BOIM3H
cudonornuda HaUMHAIOT Pa3BUBATHC elle ABa coBepiIeHHBIX Me3enTepust (C),
3a4aTKM KOTOPBIX BHJHBI Ha CTEHKaX KOJNIOMHA M TJIOTKH. XOTS MYCKYJIbHbBIE
BallMKH STUX ME3EHTEpUEB elle He cHhopMUpOBaINCh, €CTECTBEHHO MPEATO-
JIOXKHTh, YTO TIPU MOITHOM Pa3BUTUU OHU BMECTE C JISKAIIMMH B JaTEPAILHOM
HaITPaBJICHUHU OT HUX COBEPIICHHBIMHU Me3eHTepussMH (Co) COCTaBAT BEHTPOJIA-
TepabHbIE TAPbl TPOTOME3EHTEepUEB. B TakoM cirydae pacnojoKeHHbIe OJnKe
K cuoHornudy MEe3eHTEPHH HEb3 HHTEPIPETUPOBATH HHAUE KaK BEHTPaJlb-
HYIO TIapy HaMpaBJISIIOIIUX ME3EHTEPUEB C HOPMAJIBHOM JIJIs1 HUX OpUEHTALUEH
MYCKYJIBHBIX BaJIMKOB — HapyXy, B 9K301elb. TakuM 00pa3oM, TOJIHIT UMEET
B Pa3BUTON MJIM 3a4aTOYHOM (hopme Bce 12 mpoTOME3eHTepreB, OpraHU30BaH-
HBIX B 6 map (EPBBIM IUKI), U 4 MeTaMe3eHTEepHaIbHBIE TTaphl BTOPOTO ITHKJIA.
3aMeTHBIM HapyIICHHEM T'eKCaMEepPHOH CHMMETPHUHU OCTAeTCs TOJIBKO MEHBIIAS
LIMpUHA SK30LeIIeH, MPHIIeKAITNX K BEeHTPaIbHON Mape HapaBJIsSIONINX, U OT-
CYyTCTBHE B HUX 2 map BTOporo nukia. OmMHaKo 3aMEIJICHHOE Pa3BUTUE HEKO-
TOPBIX DK30leNIeil 1 OoJiee Mo3/IHEee MOSBICHUE B HUX MOJIOJBIX ME3EHTCPHUCB
MPEJCTABIISIECT COOOW OTHIOJb HE PENIKOE SIBJICHUE, KOTOPOE MBI MOXKEM HalJIro-
IaTh Takxke Ha mpumMepe Urticina (puc. 5,a—e).

2 3pech M asiee yKa3aHbl HOMEpa 9K3eMILISIPOB 10 BXOJsIeMy KaTanory OtaeneHuns rybok
Y KAIIEYHOIOJIOCTHBIX 300JI0THUeCcKOro nHeTuTyTa, Cankt-IleTepOypr.
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Puc. 5. ®opMupoBanue JeKaMepHOW cUMMETpUH B oHToreHese Urticina asiatica: a—0 —
MOJIOJBIE aKTHHUH, e — B3pociast MarepuHckas 0cods (M u ME — nomoIHUTeIbHBIE ME3EHTe-
pHaNIbHBIC Mapbl, BCTPAUBAIOLIMECS B MEPBBIIl LUKII; YEPHBIMH KPYKKaMH yKa3aHbl K30LEIN
C YJIBOCHHBIMU NapaM¥ TPETHEro LUKJIA).

Hpyroii npencrasutens Halcampoididae — Scytophorus striatus Hertwig,
1882 — nmeer 14 Me3eHTEepUEB, YTO COOTBETCTBYET 7 Mapam, MOCITYKHUBIIUM
[IOBOZIOM K ONHMCAHMIO renTaMepHoil cummeTrpuu (puc. 4,x). Bce mezenTepun
IPUPACTAIOT K TIOTKE, BCE Pa3BUTHI MPHOJIM3UTEIBHO B PABHOW Mepe M pas-
JIeJIeHbl PaBHBIMU TIPOMEKyTkKamHu. Ha cpese (B BepxHel ero 4acTtw) BUIHA
| mapa HampaBJIAIOMINX, IOBEPHYTHIX CBOMMH MYCKYJIBHBIMHU BAJIMKAMU APYT
OT JIpyra, OcTajJbHbIE k€ 12 Me3eHTepHueB, OyAy4yHu MONapHO MOBEPHYTHI BaJIH-
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KaM# ApyT K APYTY, MOTYT OBITH
MPUHATBL 32 6 ME3eHTePHAIBHBIX
nap. IocrnenoBareTbHOCTh BOZHUK-
HOBEHUsI Me3eHTepHeB Scytophorus
HE HM3BECTHA, TIO3TOMY O HAJTHUYHUH
BTOPOW Maphl HAMPABJISIOIINX MOXK-
HO CYIUTh JIHMIIb IO KOCBEHHBIM
JaHHBIM. BOJIBIIMHCTBY MpeacTa-
puteneir  Halcampoididae  cBoii-
CTBEHHBI 2 Mapbl HAMPaBISIONIMX
(cM.  Halcampoides, puc. 4,5xc).
Kpome Toro, y HEKOTOpPBIX M3 HUX
(manipumep y Pentactinia) ua0mt0-
JIaeTCsl HEOJHOBPEMEHHOE TOSIBIIC-
HUE ME3EHTEPUEB BTOPOrO ITUKIIA.
YuuthiBasi 3TH JBa OOCTOSATENb-
CTBA, MOXHO MPEIJIOKHUTh BEChbMa
npocToe OOBSICHEHHE HEOOBIYHOM
cummerpuu Scytophorus. Ilape
HampaBISIONIUX  ME3CHTEPHUEB
NMPOTUBOJICKUT €Ie OJHa IMapa

Puc. 6. Ockap Kaparpen (1865-1954),
CHCTEMAaTHK U aHATOM, B TEYCHHE MICCTH
JECSATUICTHH ITyONUKOBaBIIMH pabOTHl MO HaIpaBIAONINX, TAKXC IIOBCPHY-

AKTHHUAM W APYTHM, [PEUMYWECTBEHHO  TBHIX MYCKYJIbHBIMH BaJUKaMH JIPYT

HBIHC)KHUB 1M KO-PaJJIOBBIM IIOJIHIIAM.
i P ot apyra. [To o6e cTopoHBI OT Hee

(puc. 4,u) nexaT OZUHOYHBIC Me-

3eHTepun Broporo nukia (Cs). Ouu
«MaCKMpYIOT» Iapy HalpaBsAomMX. B oTCyTCTBHE 3THX NEPBBIX HENAPHBIX
ME3EHTEPUEB BTOPOIO IIMKJIA PACHOIOKEHHE ME3CHTEPUEB Scyfophorus HE OT-
JUYaock Obl OT pacmoyioXKeHus, cBolcTBeHHOro Halcampoides, xoTopslii 00-
JIaZiaeT TOJIBKO T€KCaMEpPHBIM LIUKJIOM IPOTOME3EHTEPHUEB.

Wznoxennasi 37ech MHTepHperauus cumMmeTpun abeppaHTHbIx Halcam-
poididae nana Kapnrpenom (Carlgren, 1949), oqHuM 13 OCHOBOIIOJIOXKHUKOB CO-
BpPEMEHHOH KJacCU(pUKAINN aKTHHHUH U, TIOKATYH, 10 CUX TTOp CAMBIM aBTOPH-
TETHBIM CHCTEMAaTHKOM, 3aHIMAaBIITUMCS dTOH Tpymon (puc. 6).

H3meneHnue nopsiika CHMMETPHH,
1epexo K OKTO- M JeKAMePHO CHMMeTPHH

JloCTUTHYB Ha CTaJiu1 XaJIbKaMITyJIbl IPABUIIBHON paguaibHON CUMMETPHUH,
BCE aKTHHHMH MUMEIOT 6 map nporomMeseHTepreB. CleqoBaTeIbHO, TeKCAMEPHBIi
IIJIaH CTPOCHUS MOKET PACCMaTPUBATHCS HE TOJIBKO Kak HanOosee OObIUHBIH, HO
U Kak ucxoqublid. OH npeobnafaeT y npeacTaBuTeneil OONbIINHCTBA CEMEHCTB.

[lenta- u rentamMepHas CHMMETPUM BO3HUKAIOT, KaK OBIJIO MOKa3aHO, M3 TeK-
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CaMEpHOW B pe3ylbTaTe HEOAHOBPEMEHHOI'O IOSBJICHHS ME3EHTEPUEB OLHOIO
nukia. ['opa3no mmpe pacnpocTpaHeHbl OKTO- U IeKaMepHast cuMMeTpuu. OHH
BO3HHMKAIOT Tak)Ke IIyTEM HAPYLICHUS CUHXPOHHOCTH 3aKJIAJKU ME3EHTEPHUEB
odepenHoro nukia. Ho B nanpHeleM CHHXPOHHOCTh BOCCTAHABIMBAETCS, YTO
MPUBOIUT K PABUIIBHOMY, PaAHaIbHO-CUMMETPUIHOMY PaCIIOIOKECHUIO ME3CH-
TEpHEB MOCIEAYIONINX, YK€ HE TeKCAMEPHBIX, a OKTO- UJIU JIEKAMEPHBIX LIUKJIOB.

ITpuMepbl MPaBHJIBHONW OKTOMEPHOH CHMMETPUU AKTHHUN BCTPEUAIOTCS
cpenu Actinostolidae (Stomphia, Sicyonis), Phymanthidae (HekoTopbie BUbI
Phymanthus), Isophelliidae (Litophellia octoradiata Carlgren, 1938), Aiptasiidac
(mexoTopeie BUALI Bartholomea), Actiniidae (Aulactinia octoradiata (Carlgren,
1899)) m Haloclavidae (Metapeachia tropica (Pannikkar, 1938)). /lekamepHast
cuMMeTpHs cBolicTBeHHa Minyadidae (Minyas), a u3 Actiniidae — Urticina n
Cribrinopsis. Kpome TOro, BCTpeyaroTcsi poAbl, BUABI KOTOPHIX OTIMYAIOTCS
Pa3HBIM MOPSJIKOM CUMMETPUU: TaK, K Sagartiogeton (Sagartiidae; see Carlgren,
1949 and comments in Sanamyan et al., 2023) oTHeCEHBI BUJIbI, XapaKTCPU3Y-
IOlIHecs] TeKca-, OKTO- JIN0O JIeKaAMEPHBIM PacIlOJIOKECHUEM Me3eHTepueB. Ha-
KOHEIl, ONTUCAH BUJI, MIOJIUITBI KOTOPOTO JIBAXKJIBI MEHSIIOT MOPSJIOK CHMMETPHUU:
Parantheopsis cruentata (Couthouy in Dana, 1846) (Actiniidae) npu pa3sutun
OT reKCaMepHOii cTaanu ¢ 12 Me3eHTepraIbHBIMU IApaMH JI0 TeKCaMEepPHO cTa-
Iy ¢ 24 mapamu npoxoauT oktomepHoe coctosiaue (Carlgren, 1924). [epeuens
Mor Obl OBITH MPOJOJIKEH, HO YK€ MPHUBEJCHHBIC 3/IeCh TPUMEPHI AIOT Mpe-
CTaBJICHUE O BEChbMa YACTHIX OTKJIOHCHHUSX OT MEKCAMEPHOW CHMMETPHH Y BU-
JIOB pa3HbIX CEMEUCTB OTpsa Actiniaria.

[IpeobpazoBanne HMCXOMHO TeKcaMepHOro Mosomoro monuma Urticina
(Actiniidae) B nexaMepHYI B3pOCIYH aKTHHHIO BIIEpBBIE MokazaHo Dopo
(Faurot, 1895), a 3arem [xemmumiom (Gemmill, 1919). Tot e mporecc nepe-
X0Jla TeKCaMEepPHON MOJIOAU B JAe(UHUTHBHOE JeKaMEpHOE COCTOSHUE IMO3/IHEE
yaanock mpocienuth Ha npyrom Buae (['pebempnbrii, 1982). Pucynok 5,a—e
MTOKa3bIBACT PACIONIOKEHNE ME3CHTEPHEB Y B3pocioit ocodu Urticina asiatica
(Averincev, 1967)* (3k3. Ne 10015) 1 y HISATH MOJIOJBIX MOJIMIIOB, BEIOPOIIEHHBIX
13 ee TacTPaJIbHOW MOJIOCTH TIPU COIEPIKaHUH B akBapruyMe. CXeMbI pacIoiioxke-
HBI 110 BO3PACTaHHIO OOIIET0 Yncia Me3eHTepueB. «CaMblii MOJIOIOW», TOUHEE,
HaxoJsIIuiics Ha Ooyiee paHHEH OHTOICHETHUYECKOW cTajuu nonun (puc. 5,a)
o0yajjaeT MIECThIO MapaMH COBEPIICHHBIX MPOTOMe3eHTepueB. [loMHUMO HUX,
B JIaTEPaTBHBIX JK30IENSAX MPHUCYTCTBYIOT JIBE ME3E€HTEpHAJbHBIE TMapbl, He
JOCTHUTAIONIUE TJIOTKWA M SBHO YCTYIAIOIIUE MPOTOME3EHTEPHSIM B pa3Mmepax.
B sk30mensx, npuiexanux K HalpaBISIOIMIAM TapaM, Ha 3TOW CTaJHH MUMe-
I0TCSl JIUILIB caa0ble 3a4aTKU ME3eHTepHabHBIX Hap. Ha ciexyromeid craguu
(puc. 5,6) K IepBBIM IByM KPYIHBIM Mapam Me3eHTepues (M) mpucoennHsroTcs

> DTOT BHJ IIPU ONUCAaHUK ObLI IIEpBOHAYaIbHO OTHeCeH B. I. ABepuHueBbIM K pony Tealia.
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eme aBe (Me), Jexaiue Bo3se 0JHOro u3 cuoHornudos. Haunnas ot mpoTu-
BOIOJIOXKHOTO croHOorH(Da, B SK30IEIAX MEKAY MIECTHIO MapaMu MPOTOME-
3€HTEPUEB U ILECThIO KPYNHBIMH [IApaMU METaME3CHTEPHUEB I10CIIEI0BATEIBHO
3aKJIaJIbIBAIOTCS MOJIOJbIC ME3EHTepUaIbHbIC Iapbl, 00Pa3yIOLIUe Y YeTBEPTOro
noauna (puc. 5,2) MOIHBIA BTOPOH AeKaMepHbI UK. Y caMOil KpyTHOH, ISITOMH
MOJIOZION aKTHHHU (pHC. 5,0) YETHIPE NEPBBIX MApbl METAME3CHTEPHUEB MOUYTH J0-
CTHTAIOT pa3Mepa MPOTOME3EHTEPUEB; OJIHA U3 DTUX Map MPUPACTAET K ITIOTKE.
Haxkownerr, nocnennsis cxema (puc. 5,¢) TIOKa3bIBaeT PACHONIOKEHNUE ME3EHTEPUCB
3peJIoif, MaTEPHHCKOM, 0cO0H. JlecsaTh Hanbosee KpymHbIX, 00pa3yIOIINX MMePBhIi
LUKJI, Iap PABHBI 110 BEIMYMHE M PA3JEJICHbI IPABUIILHO YEPEoYOLIUMHCS Me-
3eHTepUaIbHBIMH ITAPAMHU BTOPOT'O U TPETHETO LIUKJIOB. [lekaMepHast CAMMETPHSI
HapymaeTcs JIMIIb HAJIMYUEM ABYX M3JIMILIHUX nap Tperbero mukia. [lonodnoe
YABOCHHUC HCKOTOPBLIX ME3CHTCPUAJIBHBIX IMap BTOPOro M TPETHETO IHUKJIA HaM
MPUXOJIUIIOCH HAOMIOATh Y HECKOJIBKUX 0coOel Takxke jekamepHoit Urticina
crassicornis (Miiller, 1776) n3 OX0TCKOTO MOpSI.

Y monunos Stomphia coccinea (Miiller, 1776) npu HaTWYUH MIPABUITHLHOTO
MIEPBOT'O IIUKJIA, COCTOSIIEro U3 6 CAMBIX KPYITHBIX ME3EHTEPHAJIBHBIX T1ap, BTO-
poit muky 00bIYHO BKItOYaeT 10 map, mpuYeM B JIBYX HMEPBHYHBIX IK30LENSIX
JISKUT 110 OAHOM Iape BTOPOro LMKIIA, a B YeThIpeX — 1o ABe. Takoe pacmnosoxe-
HUE ME3CHTEPHAJIbHBIX Map SIBHO HAPYIIAeT paJralibHyI0 FeKCAMEPHYI0 CHMMe-
Tpuro. Me3eHTepHH MOCIIENYIONUX [TUKIIOB 3aKIalbIBAIOTCS B 16 3K301ensIX
MEKIy MapaMy NEPBOTrO U BTOPOTO IIUKJIIOB B YHCIIE, KPATHOM BOCBMH, IOATOMY
B T€JIe B3POCIBIX aKTHHHUH 3TOTO BHJIA Yallle BCETO MpeodasaeT OKTOMEpHas
cummeTpusi. M3penka BeTpeyaroTest ocoou Stomphia coccinea, y KOTOPbIX UMe-
ercst He 10, a 12 map Me3eHTepreB BTOPOrO LUKJIA — 10 JIBE Mapbl BO BCEX IEp-
BUYHBIX dK301emsx (Carlgren, 1921, text-fig. 210). Takue >KMBOTHBIE COXPAHSIIOT
reKCaMepHYI0 CUMMETPHIO, TaK KaK YHCIO BTOPUUHBIX 3k3omuenei (18 sk3ore-
Jei), a CleJ0BaTeIbHO, ¥ YHUCIIO ME3CHTEPHANIBHBIX MTap MOCIECAYONINX IUKJIOB
OCTaeTCst KPaTHBIM HIESCTH.

Kak Obl70 1IOKa3aHO, U3MEHEHHUE MOPsIIKA CUMMETPUN IIPOUCXOIUT MOIKE
MOJHOTO (JOPMHUPOBAHUS LIUKJIA TPOTOME3EHTEPHUEB U OCYLIECTBIISICTCS IIyTEM
BCTaBKH B 9TOT MEPBBIH UM BO BTOPOW ME3EHTEPUAIBHBIN LUKI 100aBOYHBIX
Me3eHTepUaNbHbIX nap. TeHaeHINs K 00pa3oBaHHUIO JTOMOTHUTEIBHBIX ME3CH-
TEepPHAIBHBIX TIap HEPEJIKO MPOABIISETCS U Ha O0JIee MO3JHUX CTAAUAX Pa3BUTHS,
npu GOPMUPOBAHUH TPETHETO U OoJiee TTO3MHUX ITUKIIOB; TOTJA B OTICIBHBIX
9K30LENAX MOSBIAIOTCSA U3JIAIITHUE MaAPBI.

Bce paccMoTpeHHBIE BEITIIE CITyYan PaclioiOKeHUsT ME3EHTEPHUEB Y aKTHHHH
HECOMHEHHO JIOJDKHBI OBITh OTHECEHBI K HanOoJee MUPOKO PacIpoCTPaHeHHO-
MY FE€KCaMEpHOMY THUIY. YHNOMSHYTBIC OTKJIOHEHHS MOTYT PacCMaTpUBATHLCS
KaK HeOOBIYHBIC BAPHAHTHI TOTO YK€ IEKCAMEPHOr0 Croco0a pa3BUTHS ME3CH-
TepUATIbHBIX IHKJIOB, UCKA)KCHHOTO HEOJHOBPEMEHHBIM IOSBICHUEM ME3€H-
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Puc. 7. Pacnonoxenue me3entepues Halcuriidae, Actinernidae u Rugosa: a — Carlgrenia
desiderata (o Stephenson, 1918); 6, ¢ — mononoit nmonun Synhalcurias elegans (6 — BepxHsis,
6 — HIDKHSISL YaCTH TEJIa, HHIKE TIIOTKH); Y4ePHBIMH KPY)KKaMH IIOKa3aHbl OTHOCUTEIbHBIC Pa3Me-
PBI ¥ pacrosioxKeHue mynaieL; ¢ — Isactinernus quadrilobatus, mecTs TPaBUIBHBIX TIEpeMeKaro-
LIMXCSI ME3CHTEPHUAIIBHBIX [IMKIIOB B OJJHOM IIEPBUYHOM SHJIOLETIE; 0, € — B3AUMHOE PACIOI0KE-
HHE ME3EHTEPHEB U CKIIEPOCEIT Yy Pyro3 (0 — OAMH IUKJI, e — 1Ba nHkKiIa) (6—e no Carlgren, 1918);
Me3eHTepHH 1—6-ro UKI0B 0003HaUeHBI apabCKUMHU HHppaMu.
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TEpPHEB MIEPBOT0, BTOPOTo MK Oojiee MO3IHUX IHUKJIOB. [lopsaok cummeTpun
WCXOMHO 33J1aH HAJIMYMEM IIECTH IMap MPOTOME3CHTEPUEB M 3aKJaJKoi Mera-
ME3CHTEPUAIBHBIX [Tap B OCTOSHHO yIBAUBAIONINXCSI MEPHCTEMAaTHUCCKHX 30-
Hax, JIeKaIMX B 3K30IesaX. Ho He Bce MOIHIBI, HBIHE OTHOCUMBIE K OTPSAY
Actiniaria, 001a/1at0T TaKUM crocoO0M (POPMHUPOBAHUST ME3CHTEPHATBHBIX -
kJ10B. Cpeiv HUX €CTh )KMBOTHBIE C COBCEM MHOM 3aKJ1aJIKOM METaME3EHTEPHUEB,;
takoBbl Exocoelactinidae, Halcuriidae u Actinernidae.

Cummetpus Exocoelactinidae

HeoObruabivM crioco0oM pocTta oTanvaroTes akTuHIH ceM. Exocoelactinidae,
XOTSI, TOT0OHO PACCMOTPEHHBIM BBIIIE, OHU UMEIOT PaJHalbHyI0 CUMMETPHIO
W 3aKJIaJIKa MeTaMe3eHTePUAIbHBIX Map Y HUX TAK)KE MPOUCXOIUT B IK30IEIAX
(puc. 8,a, 0).

dopMupoBaHUE MPOTOME3CHTEPHEB HE TPOCIEKEHO, MPEIINOI0KUTEITHHO
HX IIECTh Tap, Kak 00bIaHO. icXomst u3 3Tor0, 12 caMBIX KPYITHBIX, UMEIONITUXCS
y B3pOCJIOTO MOJINIIA, ME3EHTEPHATBHBIX Map MpOIIe BCEro HHTEPIPETHPOBATh
Kak JIBa TeKCaMEpHBIX LMKJIa. Bece mocienyronme Me3eHTEpUH 3aKJialbIBatoT-
Csl IO cepeuHe SK30LeNel, pa3AesIoMKX Mapbl epBOro U BTOPOTO IIMKJIOB.
CrenoBaTenbHO UMeeTCsl TOIBKO 12 MepucTemMarnyeckux 30H. Ha pucynke 8, 6
n300pakeH Y3KUH CEKTOp, BKIIOYAIONINI OJIHY Takylo 30HY. B Heil omHOBpe-
MEHHO 3aKJIQJBIBACTCS IO 2 MOJIOJBIC ME3EHTEPHAIBHBIC MAphl KaXKI0TO BHOBb
TOSIBJISIIOIIETOCS ITUKJA. [apbl COCTOSAT M3 HEPaBHO Pa3BUTHIX ME3EHTEPHEB,
npuyeM Oosee KpyHbIN Beeria MOBEPHYT CBOMM MYCKYJIBHBIM BaJIMKOM K OJn-
KalIel nape nepBoro WM BTOPOro Iukja. bnaromapst aTomy co3maercs mo-
BEPXHOCTHOE CXOJICTBO C PACIMOJIOKEHHEM ME3ECHTCPHUEB 0 MPABUIY aKTHHO-
cToibl. HO TIOCKOJIBKY YHCIIO0 MEpHCTEMATHYECKUX 30H (DUKCHPOBAHO U PABHO
IBEHAANATH, TPETUH, YETBEPTHIN M BCE MOCIENYIONNE IUKIIBI BKIIOYAIOT O
24 me3eHTepHANIbHBIC Maphl. YBEIMYEHHUE YHCIa Me3eHTepueB y Exocoelactis
tuberosa (Hertwig, 1882) MoeT OBITH OMMCaHO TaK — 6 map IepBoro + 6 BToporo
+ 24 tpetbero uukia + 24 + 24 + 24..., ay Actinostola — 6 + 6 + 12 + 24 + 48...

Cummerpust Halcuriidae u Actinernidae

CBoeoOpa3HbBIM pacroioKeHHEM Me3eHTepreB 3amMedarenbHbl Halcuriidae n
Actinernidae. FIX cX0AcTBO ¢ OCTaJIbHBIMU aKTUHUSMU OTPAHMYNBACTCS HAJIU-
YHEeM MIECTH CaMbIX KPYIHBIX Map ME3EHTEPHUEB, MO-BUIMMOMY COOTBETCTBY-
IOIIMX MPOTOME3eHTepusM. Bce mocienyromne MEe3eHTepHH pPa3BUBAIOTCS B
YeThIpeX JIaTepabHbBIX YHJIONEISIX, TPUYEM MYCKYJIbHbBIC BAaIMKH ME3EHTCPUCB
BTOPOI0, TPETHETO U JaJbHEHIINX LUKIIOB HAIPABJICHBI BPO3b, TO €CTh JICXKAT
Ha Hapy>KHOW CTOpPOHE ME3EHTEPHEB, COCTaBJISAIOMMX napy. O0e 3Tu ocobeH-
HOCTH pe3ko BeienstoT Halcuriidae u Actinernidae cpenm Bcex xapakTepusy-
IOLIMXCSI TTAPHON 3aKJIaJAKOH ME3eHTEpHEB KOPAJIJIOBBIX MOIUIOB (Zoanthacea,
Corallimorpharia, Ptychodactiaria, Tunmuunbix Actiniaria u Scleractinia).
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Puc. 8. Pacnonoxenne MmesentepueB Exocoelactinidae u Actinernidae ¢ orpaHHYeHHBIM
YHCJIOM MEPUCTEMAaTHYECKUX 30H: ¢, 6 — Exocoelactis tuberosa, a — monepevHbIil Cpe3 B CpeHen
YacTH Tela, O — CEKTOP, BKIIOYAIOMNNA OHY U3 12 MepucTeMaTH4eCKUX 30H, B BEpXHEH 4acTu
Tena; ¢ — Actinernus nobilis, cpe3 B BepXHeEl 4acTh Tel; ¢ — Actinernus robustus, CeKTOp, BKIIO-
Yaromui OTHY U3 BOCBMHU MEpHCTeMaTH4ecKuX 30H (no: Carlgren, 1918).

Carlgrenia desiderata Stephenson, 1918 (Halcuriidae) umeer miects map
KPYIHBIX ME3CHTEPHEB MepBOro nukia. I1o cepeauHe MEXIy MEPBHUHBIMH
ME3EHTEPUAMU KaX0H W3 YeThIpEX JaTepalbHBIX Tap Jie)kaT JBa Me3eHTe-
pHsl CIEAYIOIIEro, BTOPOro IuKiIa. X MyCKyJbHbIC BaJIUKH OPHEHTHPOBAHBI
HEOOBIYHO: OHHM HAIpPABJEHBI HE JAPYT K APYry (BHYTPb KaMepbl, OIrpaHUYCH-
HOM Me3eHTEepHsIMH KaXJI0i maphl), Kak 3TO ObIBA€T y BCEX JAPYTUX aKTHHHM, a
JIPYT OT pyTa, TO €CTh 0OPAIEHBI K OTMKAUIITIM ME3CHTEPHSIM MEPBOTO ITHKIIA
(puc. 7,a). Y Synhalcurias elegans (Wassilieff, 1908) B mpomMekyTKax MEex 1y Me-
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3€HTEPUSIMH TIEPBOT'O U BTOPOTO IUKJIOB 3aKJIaABIBAIOTCS Maphbl TPETHETO UK-
J1a, TAaK)Ke MMOBEPHYThIE BaJUKaMK Hapy Xy (puc. 7,0, 6). Kak HeTpyAHO 3aMEeTHTh
Ha PUCYHKaxX, HEKOTOPHIC Maphl TOCICIHETO, YETBEPTOTO, IUKIa Synhalcurias
OTCTAIOT B Pa3BUTHM, YEM HApyLIAlOT MPAaBUJIBHOCTb CUMMETpPUHU. Y MOJIHIA
apyroro, 6im3koro pona Isactinernus quadrilobatus Carlgren, 1918, ta e cxe-
Ma 3aKJaJKi ME3CHTEPUEB BBIICPKUBACTCSI O0JIee CTPOHHO BILUIOTH A0 LIECTOrO
uukia (puc. 7,).

BonbmmHCcTBO mpencTaBuTeneld  0OCYKAaeMbIX CEMEHCTB, Cpelud HHX
Halcurias (Halcuriidae), Synhalcurias w Isactinernus (Actinernidae), oGnamaet
[IOCTOSIHHO YMHOKAIOIUMUCS 30HAMU 3aKJIAJIK1U ME3EHTEPHUEB, B TO BPEMs KaKk
Actinernus UMeeT OIpaHUYEHHOE YHCIIO0 MEPUCTEMAaTHUECKUX 30H. Actinernus
nobilis Verrill, 1879 u apyrue BHIBI 3TOTO poj/ia UMEIOT, TIOTOOHO OCTaTBHBIM
Halcuriidae u Actinernidae, 10 map cambIX KpYNHBIX ME3EHTEpHUEB (LIECTh Map
MIEpPBOro M YeThIpe Mapbl BTOporo 1ukia). Ho Tak kak Bce mocieayoomue me-
3eHTEpUaIbHbIE TIaphl BO3HUKAIOT B MEPHCTEMATHYECKUX 30HAX, JIEkKAIIUX
[I0 cepeuHE MEXAy IlapaMH IIEpBOIO U BTOPOIO LUKJIOB, YHCIO MEPUCTEMA-
TUYECKHUX 30H OorpaHn4eHo. OHO 3aBUCHUT OT YHMCJIa Map BTOPOIO IIUKJA U MPH
HAJMYMM YEeTBIPEX Map BTOPOro LMKJAa paBHO BOCbMHU (pHc. 8,6). OnucaHHoe
Bhllle Ha npumepe Actiniidae m Actinostolidae oOpazoBanue IONOIHHUTEIb-
HBIX Map CTApIIUX IIUKJIOB U B ATOM CiIy4yae Hen30€KHO BBI3BIBACT U3MEHEHHUE
HOpsIKa CUMMETpUU. BeTaBka BO BTOPOM LMKJII KaXJOW M3JIUIIHEH ME3€HTe-
PHAJIBHON Mapbl NPUBOJUT K YBEIMUCHHUIO YMCIIa MEPUCTEMAaTUYECKUX 30H Ha
enunnuny. [lpu yeTeipex BTOpUUHBIX mapax y Actinernus nobilis HaOnronaercs
BOCEMb MEPUCTEMaTHUECKUX 30H, pu mecTu napax — 12 3o (Carlgren, 1918,
fig. 10). B HeKOTOPBIX 0COOEHHO OBICTPO Pa3BUBAIOLIMXCS HK30LEIAX MEPBOro
MOPsIIKA BCTPEYAETCs 10 YeTHIPEX MEPUCTEMAaTUYECKUX 30H, 3TO BHI3bIBAET Ha-
pYILICHHE pajralibHON cuMMeTpuu monumna. OTcro/a SCHO, YTO PACIIOJIOKCHHE
Me3eHTepHueB Actinernus (C GPUKCUPOBAHHBIM YHCIIOM MEPHCTEMATHIECKIX 30H) —
JIUIIb YaCTHBIH ciry4ail 6ojee IHUPOKO pacpoCTPaHEHHOIO TUIIA (C TOCTOSIHHO
YBEITUYMBAIOIIUMCS YHCIIOM 30H), CBOHCTBEHHOro BceM mpoummM Halcuriidae
u Actinernidae.

Ha pucyHke 8,2 moka3aHo pacroioKeHHe ME3CHTEPUEB B OJJHOM M3 BOCBMHU
MEpHCTeMaTH4YeCKUX 30H Actinernus robustus (Hertwig, 1882). OtoT Bua obia-
naet HanboJsiee MHOTOYHCICHHBIME Me3eHTepusiMu. [lapbl TpeThero-ceapmMoro
IUKIJIOB COCTOST W3 HEPABHO Pa3BUTHIX ME3eHTEpHeB. Boiee KPyIMHBINH U3 HUX
JISXKUT OMKE K cCepeuHe MEpUCTEMaTHISCKON 30HBI. B camoii cepennHe 30HbBI
BU/THBI JIBA MAJICHBKHX 3aUaTka — 9T0 00Jiee KPYIMHbIC ME3CHTePHH U3 JBYX Map
BOCBMOTO IHKJA. [Ba APYTHUX, OTCTAIOIINX B POCTE, ME3CHTEPHSI BOCBMOT'O ITHK-
Jia €€ HE ITOABUJINCH.
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OCOBEHHOCTHU PA3BUTUA, OITPEAEJIAIOUINE
CUMMETPUIO KOPAIJIJIOBOI'O ITOJIUITA

Kaxk Ob110 TIOKa3aHO B MEPBOM pasjielie, CHMMETPHUs KOPaJJIOBOTO TOJIHUIIA
B OHTOreHe3e MeHseTcs. [lomsiTaemcst PAaCcCMOTPETHL OCHOBHBIC 3TAllbl U CYIIIC-
CTBCHHBIC IICPEMEHEI B XOJI€ Pa3BUTH, KOTOPBIC B KOHCYHOM CUCTEC ONIPEACIAIOT
CUMMETPHIO B3POCIIOr0 JKHBOTHOTO (Tabmuma 1).

BunarepaabHasi 3aKjajKa Me3eHTepHeEB

Yy KOPAJIJIOBBIX ITOJIMIIOB MEPBBIC HICCTh UJIM BOCEMb IPOTOME3CHTCPUCB HE
00pa3yoT ME3eHTEPHATBHBIX Map (AHTJI. pairs), COCTOAMMNX W3 COTMIKEHHBIX
M0 JIBO€ ME3EHTEPHEB, a PacHoyaraoTcs «OmiaTepalbHBIMU MapamMu» (QHTIL
couples), To ecTh OMIATEPATBHO CHMMETPUYHO OTHOCUTEIBHO IIIOCKOCTH TJIOT-
ku. [Ipu 3TOM y mpeacTaBuTeNeil pasHBIX TPYyNI, pa3indaeMbIX KaK OTPSIbI
B cocTaBe Kiacca Anthozoa, opueHTaNNs MYCKYJIbHBIX BaJIUKOB MOXET OBIThH
pasHoi. Y BceX BOCBMUIIYUYEBBIX KOPAJUJIOB, KOTOPBIX PaHee JICNUITU Ha OTPSIbI
aJNBIUOHAPHH, TOPTOHAPHH, MOPCKHX NEPHEB, U OCTAIBHBIX ITOJHIIOB MTOAKIIAC-
ca Octocorallia MyCKyJIbHBIE BaJIMKH MTOBEPHYTHI K OTHOMY U3 HANPABIISIOMINX
SHIOUEeH. DTOT SHAOLENIb YCIOBHO CUUTAIOT BEHTPAJIbHBIM. Tak ke OpHeH-
TUPOBaHBl U MpoToMe3eHTepun auuuHKM Cerianthacea, umeromied, Mo MHe-
HUIO Pa3HBIX aBTOPOB, IIECTh MIU BOCEMb MPOTOME3eHTepueB. Y Zoanthacea,
Scleractinia 1 nogaBisironiero OONbIIMHCTBA Actiniaria BEeHTpalbHbIE HAIIPAB-
JSIOIINE TOBEPHYTHI HABCTPEUY BCEM OCTAJIBHBIM IPOTOME3ECHTEPHUSIM U HECYT
MYCKYJIbHBIC BAJIMKH Ha HapYy>KHOH cTopone. Y Antipathacea MycKyJIbHBIEC Ba-
JUKU 00erX HAIPaBJISAIOMUX Iap MOTYT JeXaTh JTU00 Ha HapyKHOU, 1100 Ha
BHYTpPEHHEH CTOpoHE Me3eHTepueB (cM. Tadbnuna 1).

Bo Bcex mepedrciIeHHBIX ClydasX MOJOXKCHHE BAJUKOB Ha JIATEPAJIBHBIX
ME3EHTEPHUSX JIeJIaeT CUMMETPHIO MOJIOAOrO Mojuna OwiatepaibHoi. EnnH-
CTBEHHOC HCKItoueHue — Exaiptasia diaphana (Rapp, 1829). Ilo HabmogeHusIM
I'eprBuros (Hertwig O., Hertwig R., 1879) y aToro Buaa akTUHHI YeTHIpE J1a-
TEPaNbHBIX MPOTOME3EHTEPHS TOMAPHO TOBEPHYTHI MYCKYJIbHBIMH BaJTHKAMH
HABCTPEUY JPYT APYTY, TOITOMY BEHTPAIBHYIO M JOP3aTbHYIO CTOPOHBI BbIJIC-
JUTh HEBO3MOXHO, U TIOJIUII YK€ HAa CTaJIMM BOCbMHU ITPOTOME3CHTEPHEB UMEET
OupasnanbHyI0 CHMMETPHIO.

Ha sToif cTaguu opreHTanus NEPBBIX MPOTOME3CHTEPUEB 00YCIOBIUBACT
CUMMETPHIO Tella, HO OHA JOIMYyCKaeT OuiaTrepalbHYIO JHOO OMpaguaIbHYIo
CUMMETPHIO, TIpUYeM, KaK MBI BHJENH, 00a BapuaHTa MPEJCTaBICHBI CpPenu
Actiniaria. Kazamoce ObI, CHMMETPHSI B3POCIIOTO TOJIUIIA JOKHA OKOHYIATEIIHHO
JIETEPMUHUPOBATHCS yKE Telephb, HO MO3JHee U3 OuilaTepallbHO-CUMMETpPHY-
HOW MoJoju OoybIIMHCTBA Actiniaria, pa3BuBarouieiics no tuny Edwardsia,
BBIPACTAIOT TAKUE KE PaIUAJIbHO-CUMMETPUYHBIC aKTHHHY, KaK U3 OMpaiuaib-
HO-CUMMETpUYHON Monoau Exaiptasia.
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Tadauma 1. OcoOeHHOCTH Pa3BUTHUSI, OMPEACISIONINE CUMMETPHIO KOpaJ-

JIOBOTI'O ITOJIMIIA.

Anthozoa

Cragum Ilpsranaky,
PEIBHTIA ONPEICTHRKIHE CHMMETPHID
r
Rugoss |
I
Y uHOsCHHE 1 ;l-r,
CTROHANIANNAT YUncno —;-r.n
MEPHCTEMATHYCCKHNY T0H 30H I 3
I
|
OrPAHHYEHOD HE OFPAHHHEHD HE DI PAE
|
\_4
Boamnenosenie |
NEPRIYIEY Monomenmne |
MEPHCTEMATHSCCKHX J0H 0H [
Jl_ B JEAMICAAX
l’ Ha.]cmpulas
DopMHpOBIHIE I'excaseprnti waKn |
MEICHTEPHANHEIX Nap MPOTOMESEHTEPHATLHMY |
nap I
1
T
I l:dbr sin stage
BrismTepikHan SakTRIKa OpHeHTALIHA MePBLIX |
MEIEHTEPHED NPOTOMCICHTCPHCE |
!_ Exalprasia digphana

B oTnmuame ot akTuHUN U ckiepakTuHui monumsl Octocorallia, panee pac-
MpeaesBIINeCs MO XOPOIIO U3BECTHBIM I'pyrmaM pasHoro panra (Alcyoncea,
Pennatulacea, Coenothecalia (=Helioporacea), Stolonifera, Tubiporida, etc.), co-
riacHo HenaBHel cBojke McFadden et al., 2022 noxeneHs! Teneps Ha BCEro JiBa
orpsa Malacalcyonacea u Scleralcyonacea. OHu 3aKaHYMBAaIOT CBOE Pa3BUTHE
Ha ¢cTaauud BOCbMHAU HepBI)IX HpOTOMeSeHTCpI/IeB 1 10 KOHIIa COXpaHS[IOT HpI/ISHa-
KU OMtaTepaibHON cUMMETpHH. JleDUHUTHBHASI CAMMETPHS OCTAJIBHBIX KOpaJI-
JIOBBIX MOJUIIOB HE 3aBUCUT OT OJTHOM TOJILKO OPUEHTAIIMH ITEPBBIX ME3EHTEPUCB
U olpesiesisieTcsl Ha OoJiee MO3AHUX CTaUsX.
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Foanthacea Antipathacea Cerinnthids

Stichapathes  Stichoph %
HYEHO OrPAHHYEHD

grocills ﬂ;i-'ﬁﬂ:’lsllﬂ!
YA ' A

D] ee B

B JIKIQOUCAAX

®
E2

A e e —————

Oetocorallia

B B

dopMHupoBaHNe Me3eHTEePHAJIbHBIX Nap

[Ipu nanpHemeM pa3BUTHU TPU3HAKOM, ONPENEISIFOIAM CHMMETPHIO MO-
JIOZIOTO MOJINTIA, OKA3bIBAETCS HAJTMYNE HIIN OTCYTCTBUE ME3CHTEPHUAIBHBIX Hap.
JKusotHble, hopMupyIoIIie Me3eHTepraIbHbIC TIAPhI (AHTJI. pairs), mpuodpeTa-
10T CTPOTYIO PaluajIbHYI0 CHMMETPHIO (KOTOPast, OlIHAKO, MOYKET YTPaunBaThCs
BTOpUYHO). JKUBOTHBIE, HE 00pa3yIoLIe ME3eHTEPUATIBHBIX Tap, COXPAHSIOT B
JanpHeHIeM OnaTepaIbHy0 3aKIaJKy U PacloNOKEHUE ME3CHTEPHUEB.

123



VY Actiniaria u Scleractinia Bo31e KaKJI0r0 U3 JaTepajibHbIX TPOTOME3CHTE-
pHEB pa3BUBaeTCA elle oluH. Tak 00pa3yeTcs MpaBHIIbHBIN TeKCAMEPHBIH ITUKIT
npotomeseHTepreB. OOBIYHO YeThIpe MOCIeIHUX MPOTOME3EHTEPHs BhIpacTa-
IOT C BEHTPAJIBHOW CTOPOHBI OT YK€ MMEIOIINXCS JIaTepabHbIX ME3EHTEPHEB
Y HEeCyT MYCKYIJbHBIE BAaJUKH Ha CBOCH JIOp3aIbHON MOBEPXHOCTH. TONBKO y
Exaiptasia diaphana oan BcTpauBaroTcs MEXAY JaTepatbHbBIMU IPOTOME3EHTE-
pusiMu, Oy 1y4H MOBEPHYTHI MYCKYJIBHBIMH BaJTMKaMU JI0p3aJibHbIC — B A0P3aJib-
HOM, BEHTpaJbHbBIC — B BEHTPaJILHOM HarpaBieHuU. Ha cTajnu XaJbKaMITyJbl,
MOCIIE TOTO KaK BHOBh BO3HUKIITNE TPOTOME3CHTEPUHN TOCTUTHYT TIIOTKH, TPEXK-
HUE pa3IN4usl B PacONOKEeHNN Me3eHTepreB (1o tuity Edwardsia v mo Tumy
Exaiptasia) TOTHOCTBIO UCUE3AFOT.

MOJ'IO,Z[L Zoanthacea He OTIIMYAETCS OT THIUYHOU XaJbKaMITyJIbl Pacnojio-
KCHUEM U OpHGHTaHHCﬁ MEC3CHTCPUCB, HO AOp3aJibHasd Iapa HAIPaBJIAROIINUX
BO3HHUKACT IMO3KE, OAHOBPEMCHHO C OOCTPAMBAHHUCM JIATCPAJIbHBIX ITPOTOMEC-
3CHTCPUAJIBHBIX I1ap.

Nwmenno Ha craanu GopMUpOBaHUS ME3CHTEPHAJIBHBIX Nap yCTaHABIINBA-
eTCsl paJralibHasi CHMMETPHSI MYCKYJIATyphl M BCErO TeJia, BEChMa XapakTep-
Hasl U1 KPYIHBIX OJMHOYHBIX IOJHIIOB. Bee pa3BuBaronuecs B TajbHeHIIeM
ME3eHTEepUHU — METaMe3eHTEepUH — 3aKJIaJbIBaloTCs Y Actiniaria, Scleractinia u
Zoanthacea Bcerza napamu, COCTOAIUMH U3 IBYX COJNIMKCHHBIX ME3CHTEPUEB,
MOBEPHYTHIX MYCKYJIBHBIMU BaJMKaMH APYT K JIpyry simbo (y Halcuriidae u
Actinernidae) B MpOTHBOTIONIOKHBIE CTOPOHBI.

Pe3ko oTnuyaroTcs OT aKTUHUH, CKJIEPAKTUHUI U 30aHTALCH MOJIUIIBI OTPSI-
noB Cerianthida n Antipathacea. Ctagusi 1OCTpOWKH MPOTOME3CHTEPHATBHBIX
nap y HUX OTCyTcTBYeT. X Me3eHTepun Ha J11000M 3Tarie OHTOr€He3a pacrosara-
I0TCS TOJIBKO OMjIaTepajbHbIMU Napamu (couples). MeTame3eHTeprH BO3HUKAIOT
10 OJJHOMY C Ka)KJIOM CTOPOHBI OT INIOCKOCTH IVIOTKH, TaK K€, KaK 3aKjaJbIBa-
JIUCH TPOTOME3EHTEPUH, IPUUEM CUMMETPHU TeNa MOJIUIA CYIIECTBEHHO HE Me-
HSICTCSI U B TEUCHHUE BCEH KU3HH COXPAHsIET sIBHbIE TPU3HAKH OMIIaTepaIbHOCTH.

Bo3HuKHOBeHHE NEPBUYHBIX MEPUCTEMATUIECCKUX 30H

VY pacryuiero mosiumna o0pa3oBaHUE HOBBIX ME3CHTEPHUEB TPOUCXOIUT HE I10
BCEeMy MEPUMETPY Teia, a TOJIBKO B MEPUCTEMATHUYECKUX 30HaX. CUMMETpUs
ME3EHTEPHATBHBIX ITUKJIOB, & UMEHHO TOJIOKEHHE INIOCKOCTEH CUMMETPHH, 3a-
BHCHUT OT TIOJIOKEHHSI MEPUCTEMAaTHUECKNAX 30H U ONPENEIAETCS Ha CTA NN BO3-
HUKHOBEHUSI IEPBUYHBIX MEPUCTEMATHUECKHUX 30H.

Moso1oif OAUI HA CTAAMHU XaJdbKaMIyJbl MOJETEH 12 Me3eHTepusiMU Ha
IIECTh SHJ0- U IIECTh AK301esell. UNCIIOM WX M OTpaHUYeHO YHCIIO TIEPBUYHBIX
(mepBOro Mopsijika) MEPUCTEMATHUSCKUX 30H, MPUYEM 30HBI ()YHKIIHOHUPYIOT
JIM0O TOJIBKO B 9K30-, INOO TOJIBKO B SHOIECISIX. B mepBoM ciydae MOTyT feii-
CTBOBATh HICCThH HepBI/I‘IHBIX MepHCTeMaTquCKHX 30H, IIO LII/ICJIy 3K3OHGJICI>1
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nepBoro nopsiika (y akTHHUHN U CKJIepakTUHUM). Bo BTopoM ciiydae oOpa3syeTcst
BCET0 YETHIPE 30HBI, JIe)KAIe B 3HJIOLENE KaX 0N M3 JIaTepabHBIX TPOTOME-
senTepraasHBIX map (y Halcuriidae u Actinernidae)*.

B cooTBeTcTBHH ¢ 3TUM OONMBITUHCTBO Actiniaria u Scleractinia coxpaHsIOT
TFeKCAMEPHYI0 CHMMETPHIO, BO3HUKINYIO YK€ HA CTAJIUU XaJIbKaMITYJIbl, B TO
Bpems kak B Tene Halcuriidae m Actinernidae mo mepe pa3BUTHS MeTaMe3€H-
TEpUeB MpeodiafaeT TeTpaMepHasi, YeThIpexiyueBas cuMmMeTpus. Heo6xoanmo
MOAYEPKHYTh, YTO B OOOMX CIIydasiXx COXpPaHSIOTCS TakKe BO3HUKILIWE Ha CTa-
JIUY XaJIbKaMITyJIbI QJIEMEHThI OMpainalbHON CHMMETPHH (JIBE Maphbl HAPaBIIs-
FOIIX ME3CHTEPHEB, MIEICBUIHAS TJIOTKA, CH(POHOTITU(EI).

YMHOKeHHe U CTA0MIN3AUMS MEPUCTEMATHYECKUX 30H

[ozaHee, o Mepe pocTta MOJHIA, MEPUCTEMAaTHUECKUE 30HBI CIIOCOOHBI He-
OTrPaHUYCHHO YBEJIUYUBATHCS B UHCIIC, [IOCTOSIHHO pa3leisisich HaJBoe. DTO Ha-
OxromaeTcs kak y Isactinernus (Actinernidae) mpu pacrooXeHUH 30H B SHIOTIC-
JISIX, TAK Uy OOJBINWHCTBA AKTHHHUH U CKJIEPAKTHHHEBBIX KOPAJJIOB, HMEIOIIHX
MEpHCTEeMaTUYEeCKUe 30HbI B DK301IeNIsiX. Ho HeorpaHMYeHHOE YMHOXKEHHUE 30H
JlaXKe Y KPYIHBIX TOJIMIIOB BCTpevyaeTcs He Bceraa. B pasHeIx rpynmnax, 6esyc-
JIOBHO HE3aBUCHUMO, MPOABIACTCA TCHACHIUSA K CTa6I/IJ'II/I3aHI/II/I MEpUcTeMaTu-
YeCKUX 30H. UHCIIO MX YMEHBIIAeTCsl, M IUIOIA/b STUX, BEPOSTHO, HanboJee
VSI3BUMBIX YYaCTKOB COKPAIACTCH.

Hasndre HEeMHOTHX TOCTOSIHHO JICHCTBYIOIIHX B OTPE/ICIIEHHBIX MECTaX 30H
3aKJIaJIKKH ME3CHTEPUCB U3MEHSCT OOIYI0 KAPTHHY PACTIONIOKCHHSI ME3CHTEPH-
eB. MoJ1ofibie TIaphl yXKe HE TIePEMEKAIOTCS CO CTAPBIMHE, a CIIBUTAIOTCS B CTOPO-
HY OT CEPEUHBI 30HbI, YCTYIasi MECTO BHOBb ¥ BHOBb BO3HHUKAONIUM (puc. 8,0,
2). OrpaHu4eHue 4uciia MEPUCTEMATHUYCCKUX 30H, B KOTOPBIX BO3HHKAIOT Me-
3CHTCPUAJIBHBIC ITAPhl, HAKJIAJAbIBACT OTIICYATOK Ha OpraHu3aluio CaMHuX I1ap. B
KaXXJ0H mape 0oJiee CUIIBHO Pa3BHUT OJWH U3 ME3CHTEPHEB, CHAOKEHHBIN OoJiee
KPYITHBIM MYCKYJIBHBIM BaJTHMKOM. TaK YCTAHABIMBACTCS CHMMETPHS MYCKYJia-
TYPbl OTHOCHTEJIBHO MEPHCTEMATHUYCCKOM 30HBI B3aMEH CHMMETPHUH MYCKYJIOB
KaKJIOM ME3eHTEepHUaIbHON Mapbl OTHOCUTEIIBHO €€ HJIOIICIIS.

Camo 1o cebe OrpaHUYCHUC YHUCJia 30H, KaK U HCU3MEHHOC UX YMHOKCHUC,
HC HCKJIIOYAcT paILI/IaJII)HOI\/'I CUMMCTPpHUU ME3CHTECPUCB U BCECI'O TECJia IIOJIMIIA.

*B 9HIOLENAX HAMPABJISIIONINX ME3CHTEPHAIIBHBIX ap, MOAJCPKHUBAIOIINX CUHPOHOTTH(BI,
MEpUCTEMATUYECKHUE 30HbI, KaK MPaBUIIO, He BO3HUKaIOT, HO Xaiiman (Hyman, 1940 p. 601,
608) ynomuHaeT 0 00pa3oBaHUU HECOBEPIICHHBIX CKIEPOCEIIT, a CIECOBATEIIHHO, 1 BOZMOKHOM
HaJUYMH OOHUMAIOMINX UX ME3CHTEPUEB, B BEHTPAJIBbHOM HJIM BEHTPAJIBFHOM H AOP3aJIbHOM Ha-
MPaBJIAIONINX HIOUENSX Yy Acropora u Porites (Scleractinia). K coxaneHn0, HCTOYHUK dTHX
CBEICHUU B 9TOM cTapoil paboTe He yka3aH. HoBble 3aciryKuBaroIIye NoaApoOHOr0 paccMOTpe-
HUS HAOJIOICHUS O 3aKJIaJKEe ME3CHTEPHUEB CIIEPBa B UCTHIPEX NEPBUYHBIX JATCPATIbHBIX dHI0-
LIEJISX, @ 3aTEM U B DK301eIX UMEIOTCS B cTaThe Izumi et al., 2019.
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Pa[II/IaJII)HaH CUMMETpHA MOrJjia OBl COXPAHATHCA IIPU COKPALICHUU YHCJIa 30H
JI0 IBYX, HO Y KPYITHOTO, MMOCTOSIHHO PACTYIIETO MOJUIA UX BCE JKe ObIBACT
oompmre: Exocoelactinidae umeroT 12 30H, Actinernus (Actinernidae) — 8.

bunarepanbHOe pacnooKeHNEe MEPUCTEMATUYECKUX 30H BbI3bIBAET Ou-
JaTepalibHOE )K€ PACIOJIOKEHNE Me3eHTepueB. UeTelpe OunarepaabHO pac-
MI0JIOKEHHBIE 30HBI HApACTaHUsI CKJIEPOCENT UMEIOT MHorue Rugosa, nmpowuc-
xopasuue, ecyiu BepHa runotesa Kapirpena (Carlgren, 1914, 1918), ot ¢opwm,
onu3kux K Actinernidae. YTpaTta paanaibHOW CHMMETPUU Y HUX COTJIACHO
npencrabieHusiM Skosiesa (1910, 1915), cBs3ana ¢ OOKOBBIM MpUKpeTIIC-
HHUEM K CyOCTpary.

Zoantacea 001agarOT BCEro ABYMS COJIMIKEHHBIMH MeEpUCTEMaTH4e-
CKMMH 30HAMH, JIE)KAIIUMH B ABYX COCEIHUX DK30LENAX 10 CTOPOHAM OT
BEHTpaJbHOHU mapsl HampaBistomux (ventral couple of directives), HO Ou-
JlaTepajJbHOCTh MOJIMIIOB 30aHTAIEH, BEPOSITHO, HE CBS3aHA C YCIOBHSAMH
obutanus (mogpoOHEe 3TOT BOIPOC OyAET pacCMOTPEH B CIEAYIOIIEM pa3-
nene). bunarepanapHas cUMMETpHUsI MYCKyJaTyphl JeJaeT €€ HeMpPUTOAHOM
IJIsL TIPaBUIIBHOTO COKpAIeHHs BHEIIHE paJHailbHO-CUMMETPHUYHOTO Teia
[TOJIUIIA HE3aBUCUMO OT TOT'0O, BO3HUKJIA JIM OHA B pPe3yJbTaTe 3aKJIagKu Me-
3eHTepHUeB OUsIaTepaJbHBIMU MTapaMU, KaK y IepUaHTapuil U aHTUIaTapui,
WM B pe3yJbTaTe 3aKjaJKd UCTHHHBIX ME3CHTEpHaJbHBIX Map B Ouiare-
paJIbHO-CUMMETPUYHBIX MEPUCTEMATHYECKUX 30HaX, KaK TO UMEET MECTO Y
3oanTanei. [loaTomy OunarepasbHO-CHMMETPUYHBIE MYCKYJIbI ME3EHTEPH-
€B BCTPEUYAIOTCS TOJBKO y T€X )KUBOTHBIX, KOTOPhIE MaJl0 UMH TOJb3YIOT-
cs1. HexkpynHBIE MOTUIIBI MPEUMYIIECTBEHHO KOJIOHUAJIBHBIX 30aHTApLEH HE
HMEIOT TOJICTBIX MYCKYJIBHBIX BaJMKOB. Y aHTUIIaTapuil BaJlMKH Pa3BHUTHI
Tak ci1abo, 4TO HE Y BCEX BUJIOB YJACTCSl pACCMOTPETh UX OpHEeHTALHI0. UTo
e KacaeTcsl lepuaHTapHii, TO OHU, XOTS M CHOCOOHBI, MpsiYach B PYHT,
CHUJIBHO COKpAIIaThCs B IJIMHY, UCIIOJB3YIOT AJISI 3TOT0O MOIIHBIN CIIOU OKpY-
KAIOMIUX UX TEJO0 KTOAEPMaJbHBIX MYCKYJOB, TOT/Ia KaK ME3EHTEpHAIIb-
HBbIE MYCKYJBI y HUX PyJIUMEHTapHBI.

Wtak, Ha mociemHeM dTare pa3BUTHS KOPAJUIOBBIE TIOJIHUITHI MOTYT COXpa-
HSTh CIIOCOOHOCTH K MPaBUIBHOMY yYMHOXEHHIO MEPHUCTEMATHUYECKHX 30H,
YHUCJIO KOTOPBIX YaCTO JIMMUTHPOBAHO TOJBKO pa3MepaMu Tejaa, HO MOXKET Ha-
Omofatbest M cTabunusanus 30H pocta. [Ipy 3TOM orpaHuveHHue yucia 30H
BJIMSIET HE TOJIBKO HAa YHUCJIO aHTHMMEPOB, HO M Ha XapaKTep PacHoIOKEHUS
ME3EHTEPHEB B KAXKJIOM U3 pagualibHO-CHMMETPHYHBIX CEKTOPOB, COBMeEIIa-
IOIIXCS TIPH TIOBOPOTE BOKPYT ocH Tena. [loaromy orpanndenHoe u He orpa-
HHUYEHHOE YHCIIO 30H HYXHO MPHU3HATH NIPU3HAKOM, BBI3BIBAIOIINM Hanboee
SIPKUE Pa3INYMs B CHMMETPHUH B3POCIIBIX MOJIUTIOB.
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TAKCOHOMMUYECKHWE BBIBOJIbI

3HayeHHne YNCJIa AaHTHMEPOB
Me3eHTepHaldbHBIE Mapshl

[Ipu moctpoenun cucrembl akTuHui (Actiniaria, syn. Malacodermata)
Puxapn I'eptBur (Hertwig, 1882) moaenun Bce pasHOOOpas3ue M3BECTHBIX eMY
OJIMHOYHBIX OECCKENEeTHBIX KOPaJJIOBBIX MOJHIIOB Ha IIecTh Tpub: Hexactiniae,
Paractiniae, Monauleae, Edwardsiae, Zoantheae, Ceriantheae. B ocHoBYy Takco-
HOMHYECKOTO JeJIeHUs [ epTBUTOM HOJIOKEHBI TUII CHMMETpHH (OuitarepasbHasi,
panuanbHas) U 9UCI0 aHTUMEPOB (LIyTajel, Me3eHTEPUEB).

K Hexactiniae ObLIM OTHECEHBI TIOJIUIIBI C TEKCAMEPHO PACIIONOKEHHBIMHU H
OpraHW30BaHHBIMHU B Mapbl ME3CHTEPHSIMHU, MYCKYJIbHbIC BATUKHA KOTOPBIX 00-
palIeHbl B 9HJIOLETb Ha BCEX Mapax, KpoMe JABYX HANpaBIISIOLINX, T OPUCHTA-
WS MYCKYJIOB 0OpaTHasl.

Paractiniae, TO €CTh «OIHM3KHE K aKTUHUSIMY, OBIIN BBIICICHEI B CAMOCTO-
SATEIBHYIO TPYIITY U3-32 OTKJIOHEHUS IMOpPsIKa CHMMETPHH OT CBOWCTBEHHOM
IeKCAaKTHHHSIM CUMMETPUH 1IECTOro nopsiaka. OOHapyKeHHue y IpeacTaBUTeIs
aToit Tpynnsl Sicyonis crassa Hertwig, 1882 okromepHOW cummeTpun (Kpar-
HOW YeTBIpeM) MOCHYXKHJIO AJis ['epTBUra moBogoM K OOCYKICHHIO MX CXOI-
ctBa ¢ Tetracorallia (FRugosa). Onnako Teneps Sicyonis OTHOCAT K CEMEUCTBY
Actinostolidae, MHOTHE TTPEICTABUTEIIH KOTOPOT'O HMECIOT OKTOMEPHOE PaCIIoJIo-
JKEHUE ME3eHTEpUeB, (POPMUPYIOIIEECs BCE JKE U3 TeKCAMEPHOTO.

IeprBur npeqnonaran Hannuue y Edwardsiae TobKO BOCbMH ME3CHTEPHEB,
B CBSI3M C Y€M CUMTAJI KX OKTOMEPHBIMH C DJIEMEHTaMH OujiaTepajbHON CHMME-
TPUH XKUBOTHBIMH, CXOJHBIMU B 3TOM oTHOIIeHnH ¢ Octocorallia. B neiicTBu-
TEJTHHOCTH K& He Tobko Edwardsiidae, HO Bce reKCakKTHHUY Ha CTaJIUU dBap/I-
CUU UMEIOT OKTOMEPHOE PACIIOI0KECHHUE ME3CHTEPUEB, KOTOPOE 3aTeM HEU3MEH-
HO mpeo0pa3yeTcsi B reKCaMepHOE.

OcHoBaHHeM AJIs BbIIeeHUsT TpuObl Monauleae mocmy Xuiio HaJu4nue y ux
eIIMHCTBEHHOT0 NIPEICTABUTENS Scytophorus striatus CEMU «I1ap» ME3eHTEPHUEB.
Onnaxo cpaBHeHue ¢ Pentactinia v Halcampoides no3sonuno Kapnrpeny otue-
ctu Scytophorus x cemeiictBy Halcampoididae, 601pIIMHCTBO TIpeicTaBUTENCH
KOTOPOT'O MMEET THITMYHYI0 CHMMETPHUIO TeKCAaKTHHUIA.

JBe mocnennue Tpuokl, Zoantheae u Ceriantheae, 6maromaps HeIMKINYe-
CKOMY, a y IIepHaHTapUil U HEMAPHOMY PACIIOJIOKEHUIO ME3CHTEPHEB HBIHE BhI-
JICJICHBI U3 cocTaBa Actiniaria ¥ pacCMaTpPUBAIOTCSI KaK CaMOCTOSITEIIBHBIC OT-
psabl Zoanthacea u Cerianthida.

N3yuenune He TOIBKO r€OMETPUUYECKUX KAPTUH CUMMETPHH Tela )KUBOTHO-
ro, HO U crocoba X (GOPMUPOBAHUS B OHTOI€HE3€ IOJHIIA MO3BOJAET Ooiee
ITOJIHO OLIEHUTH CXOJCTBO M Pa3anudue MeXIy >KMBOTHBIMH. I10 Mepe pa3BuTHs
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CHUCTEMAaTUKU BCE TPYMIbI aKTUHHH, BEIJICICHHBIE TOJIBKO 110 YHUCTY paguaibHO-
CUMMETPHYHBIX OPTaHOB, OBLIN OOBETUHEHBI C OCHOBHBIM SIIPOM — TeKCAKTH-
HustMu. [1oaTOMy HEOOBIYHOE YHCIO aHTUMEPOB MOKHO CYUTATh BEPHBIM IIPH-
3HAKOM OTKJIOHEHU OT HanOoJiee MMPOKO PACIIPOCTPAHEHHOTO THIIA Pa3BUTHS,
CBOMCTBEHHOTO T'€KCAKTHHHSM, HO HAJCKHBIM OCHOBAHWEM JUISl BBIICIICHUS
TaKCOHOB OHO CIIY>KUTb HE MOKET.

MepI/ICTCMaTI/I‘lCCKI/Ie 3 O H BbI

Jlist nonumnos oTpsiga Actiniaria (B COBpeMeHHOM, Ooliee y3KoM, yeM y ['ept-
BUTa, TOHUMAaHHUH) XapaKTepHbl MHOTOUUCIICHHBIE, TIOCTOSIHHO YABanBaloIlne-
Csl B YHCIIe MEPUCTEMaTHYeCKHE 30HBL. UUCIIO 30H y TUITUYHBIX I'€KCAMEPHBIX
AKTUHUN OTPaHWYEHO BEIMYMWHOW KUBOTHOTO, XOTSI HEKOTOPOE BIUSHUE, BeE-
POSITHO, MOTYT OKa3bIBaTh yCJOBHUS oOuTaHus. Tak, yepBeoOpa3Hble aKTUHUM,
KOTOpPBIC 3apbIBAlOTCS B TPYHT, NpU 3HauuTeNbHOM anuHe Tena (5—10 cm) B
OOJIBLIIMHCTBE CBOEM UMEIOT HEMHOTO ME3CHTEpHEB, OAMH-IBa [ukia (Ivanova,
2020). B mpoTHBOMOIIOKHOCTE UM BHJIBI, CEISILINECs Ha TBEPIOM cyOcTpare
B 3pEJIOM COCTOSIHMH JOCTHTaloIIre OONBIINX pa3mMepoB (MHorna no 1 m aua-
METpOM), y’K€ B paHHEM BO3pacTe pa3BUBAIOT 3—4 Me3eHTepralbHbIX IIUKJIA, a
MEPUCTEMAaTHUECKHUE 30HBI BO3HUKAIOT Y HUX MEXKIY KaXIbIMU JIByMs COCEl-
HUMU ITapaMu Me3eHTepHeB (puc. 5,x). Takoe jxe HEOrpaHHUECHHOE BO3pacTaHUE
yuciia 30H HaOmronmaercs: cpenu Halcuriidae u Actinernidae (puc. 8,8, ). On-
HAaKO Kak Mpu 3aKiiajKke Me3eHTepueB B dk3ouensax (Exocoelactinidae), Tak u B
sujonensx (Actinernidae) BoO3MOXKHA CTaOMIM3AIUS MEPUCTEMATHICCKUX 30H.
Exocoelactinidae obmanator 12 mMOCTOSSHHO AEWUCTBYIONIUMH, HE MEHSIOIINMHU
CBOETO TIOJIOXKEHUS 30HaMHU. Takoil crmoco0 pocTa He HAXOIHUT aHAJIOTHH CPEeIH
ONMMKaMIINX K HUM CEMENCTB € 9K301eJIbHOM 3aKJIaJKOH ME3EHTEPUEB, TIOATOMY
cummerpust Exocoelactinidae npeacrasisiercst coBepiieHHO cBoeoOpa3Hoii. Tem
He MeHee, cpaBHUMB uX ¢ Halcuriidae u Actinernidae, cpeau KoTopbIix oOHapy-
JKUBACTCS Pl IEPEXOIOB OT HEOTpaHWUYEHHOTO ([sactinernus quadrilobatus —
puc. 7,2) 10 CTaOMIM3UPOBAHHOTO YHCIIa MEPHCTEMAaTHYECKUX 30H (Actinernus —
puc. 8,8), Hy’KHO IPU3HATh, YTO PACIIOJIOKEHHE ME3EHTEPHEB, clieluduuHoe
st Exocoelactinidae, 1ierko MoXeT BOBHUKHYTbH IIPH OTPaHUYCHUH YUCIIA 30H
OOBIKHOBEHHBIX TeKCaKTUHUH. HeoObIuHOE CTpOeHHE 30H (ABE CEPHH PACXOMs-
LIMXCSl OT MeCTa 3aKJIaJKH MOCIEI0BATEbHO YBEINYUBAIOMINXCS B pasMepax
ME3EHTEpHUEB, CM. pHC. 8,a, ) — PE3yJBTAaT MPOCTOTO COKPAIIEHUS WX YHCIA.
CxonHbIM 00pa30M BBITIISIAUT €IMHCTBEHHAS MEpUCTEMAaTHIECKas 30Ha MOJTHIA
nepuantua (orpsa Cerianthida), a gBe pacromararomuecst psSaoM 30HBI 30aH-
tanei (oTpsia Zoanthacea), Kaxaas U3 KOTOPBIX HapallMBaeT ME3CHTEpHAIIb-
HBIE TIapBI TOJIBKO B OHY CTOPOHY, MOAOOHBI TOJOBUHKAM MEPHCTEMAaTHUYECKOM
30HbI Exocoelactinidae.

Takum 00pa3om, TEHACHIMS K CTAOMIM3AIMK 30H POCTa CIIYKUT OAHOHN U3
MPUYUH TOSBICHUS a0EPPaHTHBIX (POPM CHUMMETPUH, HO MaJloe YUCIIO MepH-
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CTEeMaTHYEeCKHX 30H U YCIOKHEHHAsl CTPYKTypa caMmoil 30HbI, OOHAPYKECHHBIE
B pasHBIX TPyINIax KOPAJJIOBBIX MOJHIIOB, HE JOJDKHBI HCTOJIKOBBIBATHCS KaK
HCXOJHBIC ¥ TAKCOHOMUYECKN Ba)KHBIC NPH3HAKH. B IOTHOM COOTBETCTBHH C
STHM 3aKJIOUEHHEM MPEICTaBUTENH Actinernidae, 4eTKO pa3THYaronIuecs Io
CHMMETPHUH, HO CXOIHBIC IT0 MHOTUM MPOYUM IpU3HAKaM, €lle B Hayalle BeKa
obun 00bequHeHbl KapiirpenoM B onny rpymy (Carlgren, 1918).

«@paHny3ckas» U «HeMelKas» Kjaaccupukanusa Anthozoa

Co Bpemen OpenoOepra (1834), I'ekkens, ero y4eHWKOB M TOCIEIOBATE-
neit (Ehrenberg, 1834; Haeckel, 1866; O. und R. Hertwig, 1879; Haacke, 1879;
Bourne, 1900; etc.) mpu NOCTPOCHUH KJIACCU(PUKAIIUYA KOPAJIJIOBBIX ITOJIUIIOB Ha-
CTOWYHMBO HCIIOJIH30BAIACh BO3MOKHOCTh BBIJICNATH TAKCOHBI MO YHCITY aHTH-
MEpPOB, TO €CTh M0 KPATHOCTH CUMMETPUHU. JTa TPaJULHUs MPEeBATHUPOBAIa B
HEMEIIKOW 300JI0THYECKOH TUTepaType, a U3 Hee Mepelia B pycCKue yHUBEp-
CUTETCKHE YYEOHWKH W aKajeMudeckue myonukarnuu. Ho emie g0 rekkenes-
ckoii knaccupukarnuu (1866, puc. 9) mpocnapieHHbIe (PpaHIy3CKUE 300JI0TH

Puc. 9. Mononoii 3. I'ekkiib (ciieBa) B 1866 1., korna on myonukosan «Generelle
Morphologie», n 18-netnuit H.H. Muxiyxo-Maxnaii Ha Kanapcknx octpoBax.
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Puc. 10. Aupu Munen-DnBapac (1800—
1885); ¢ororpaduu ero miaziiero paHo ymep-
mrero kojutern JKromst Oma (Jules Haime, 1824—
1856), mo-BUANMOMY, HE CYIIECTBYET.

(puc. 10), HOCBATHUBIIIHE CUCTEMATUKE KOPAJIJIOB MHOTOTOMHOE U3JIaHUE, B €r0
nepeoM Tome (Milne-Edwards et Haime, 1857) npenyioxunu coBceM MpoCcToe U
HarJsiJHOE JIeJIeHHUE BCEro pa3Hoo0pa3usi KOpasioB Ha ABe OOJbIINE YacTu (Ha
nBa 0ONbIINX OTpsina [orders], IO CyIIECTBY COOTBETCTBYIOLIME ABYM TOJIKJIAC-
caMm): Ha TIOJIMIIOB C «IIEPUCTHIMU MIyTAIbIAMH, OY€Hb PETYIISIPHBIX H HEU3MEH-
HO BOCBMIJIYYEBBIX», Ha3BaHHbIX MMH Alcyonaria, ¥ «IIOJHUIOB C MPOCTHIMH
WJTU HEMPABHIILHO PA3BETBJICHHBIMHU LIy MAbIAMH, C BO3PACTOM HapaCTAIOIIU-
MH B YHCJIE€ TJIaBHBIM 00pa30M KpPaTHO JIBEHAJLIATH», TIOTYYHBIIUX HAa3BaHUC
Zoantharia. Kak BuguM, Marus 4yucen He ObuIa dyxja U (PpaHIly3CKUM KOJLJIe-
raM, HO OTMEUCHHbIE UMH TOPA3HTEIbHOE IMOCTOSHCTBO YHUCIA U TIEPUCTOCTD
HIymalell, TO €CTh HAJIMYUe Ha KaXKJIOM M3 HUX JIByX PsJIOB MaJICHBKUX BBIPO-
CTOB-TIMHHYJI, OKa3aJIMCh OUCHb YJJAYHBIMHU MpU3HAKaMu. [10100HO repy NTHIbI
MEPUCTHIE MIYMATbIla OUeHb HAACKHO (MOUYTH 0€3 UCKITFOUCHH) XapaKTePU3Y 0T
BOCBMUJTYYEBbIX KOPAJIJIOB.

[onunsr Alcyonaria Milne-Edwards et Haime, 1857 ¢ BOCbMbIO IEpUCTBIMU
LIynajgbliaMy Bceraa o0alaloT BOCBMbBIO ME3CHTEPHUSIMH, OpraHU30BaHHBIMH
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Puc. 11. Bunsrensm laaxke (1855-1912).

B 4eTbIpe OmnatepaibHble Hapsl (couples). Cpenu HUX HET HU NEHTaMEPHBIX,
HU TenTaMepHbIX, HU JEKaMEPHBIX (OpPM, KOTOpPBIC, KAK MBI BUICIH B IPEIbI-
AYLIEM PAacCMOTPEHHHM, MPEACTABISAIOT COOOH YKJIOHEHHS OT I€KCaMEPHOIo
THIIA, JJIT KOTOPOTO XapaKTEPHO PACIIOIOKECHUE ME3CHTEPHEB B BHJIE UCTHH-
HBIX I1ap, COCTOSIMINX U3 MOMApHO CONMMKEHHBIX Me3eHTepueB. B3pocisie momn-
bl Alcyonaria UMEIOT TOJBKO BOCEMb ME3EHTEPHUEB, CBOMCTBEHHBIX JTHYHHKE,
U TIO3TOMY HE MOTYT IE€MOHCTPHPOBATh M3MEHUYMBOCTH B YMCIE aHUTHMEPOB,
KoTOpast HaOmronaeTcs y rekkeneBckux Hexacorallia u gonroe Bpems 3aTpyaHsi-
Jla HOCTpOeHHe Kiaaccudukanuy nocuenoparensimu ['ekkens.

[o3nuee Naake (Haacke, 1879; puc. 11), eme ogun ydeHuk [ekkens, ore-
HUJI IPEUMYIIECTBA KJIacCH(DUKAIMK, TOCTPOCHHOI (PpaHIly3CKUMH KoJljIera-
mu. OH HOJYEPKHYJI Ba)KHOCTh NEPEXoja B OHTOTCHE3e IMOJUNA OT JIMYMHOY-
HOIi, OMIaTepatbHOM 3aKJIaKH ME3CHTEPHEB, K 3aKJIaJIKe X B BHJC IMONAPHO
CONMKEHHBIX ME3EHTEPHEB, CBOHCTBEHHOH KUBOTHBIM, ITPOLIEAIINM PaIUalib-
HO CHMMETPUYHYIO CTAaJIUI0 XaJbKaMIyJbl (puc. 5,0), U MPEJIOKHI JCICHHE
Anthozoa na Diaseptigera Haacke, 1879 (=Alcyonaria sensu Milne-Edwards,
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1857) m Zygoseptigera Haacke, 1879 (=Zoantharia sensu Milne-Edwards, 1857).
ITo-pyccky MX cire1oBaio ObLIO Obl Ha3BaTh Pa3/elIbHOCENITAIBHBIMY U TTAPHO-
CENTabHBIMU.

Kaxk y»xe roBopmiock BeIIe, kiaacc Anthozoa Op1n momenen ['ekkenem Ha
Tpu moxakiacca: Tetracorallia (<Rugosa) — gersipexnyueBbix, Hexacorallia —
mectmryueBbix B Octocorallia — BockMuITy4eBbIX KopaiuioB. 3atem Puxap-
noMm ['epTBurom, Takyke Ha OCHOBAaHMH YHCIa aHTHMEPOB, BCE OCCCKEJCTHbIC
HEKOJIOHHAJIbHBIE Kopayibl — Actiniaria B mOHMMaHuU [ epTBUTA, TO €CTh BCE
Hexacorallia xpome antumnarapuii (orpsina Antipathacea) u ckiiepakTHHHHA (OT-
psna Scleractinia), Obp1TH TOACNeHB Ha TpUOBL. Ilo3mHee, 6e3 TeopeTmdecKon
OLICHKH BaXKHOCTH YHMCJIa aHTHUMEpOB, Rugosa ObUIH MPHU3HAHBI OJHUM U3 OT-
psanoB Hexacorallia, u monkmacc Tetracorallia ObL1 uCKITIOYEH U3 cCUCTEMBI. TpH-
Obl ['epTBUra OBUIH OTYACTH OOBEAUHEHBI, OTUACTH CTATH PACCMATPUBATHCS
B Ka4eCTBE CaMOCTOSITENBHBIX oTpsifoB Zoanthacea u Cerianthida. [Tpuumnnoit
TOMY IOCITY>KUITU HOBBIC IAHHBIE O Pa3HOOOPa3H¥ CHMMETPHH KOPAJIOBBIX T10-
unoB. V3noxeHHbIe BbIIIE COOOPaXKEHHS O B3AUMHOU CBSI3H ()OPM CUMMETPUHU
MO3BOJISIFOT MOHSITh HEKOTOPbIE MOP(OIOrHYecKre 3aKOHOMEPHOCTH Pa3BUTHSI
IPYIIBI M UCIIPABUTH ONMIHOKH B Kiaccupukanuu Anthozoa, BO3HHKABIIIHE Mpe-
XK€ U3-3a OUCAHUSI CXOAHBIX 10 CAMMETPHH HE3aBUCUMO MOSIBUBILUXCS (GOpM.

YacTh 3TUX OMTUOOK JIO0 CUX TTOP HE 0CO3HAHA CIIeIHAINCTAaMU. Tak, COTJIaCHO
«HEMEIKOI» TeKKEeIeBCKON Kiraccu(UKaIMy UCTIONbh3yeMOM B YUSOHOM U Jaxe
CIELMAJIBHOM TUTEepaType, nociie ucuesHosenus Tetracorallia BHyTpu Anthozoa
octasoch fBa moakiacca Hexacorallia m Octocorallia. K Hexacorallia B panre
oTpsaaoB oosraHO oTHOCAT Cerianthida, Antipathacea, Actiniaria, Scleractinia u
Zoanthacea (Hyman, 1940; Pax, 1940; dorens, 1975, 1981; Fautin, 2013; Zelnio
et al.,, 2009; Rodriguez et al., 2014 u ap.). Ho kxak Obl1o mokazaHo Ipu CpaB-
HUTEJIHHO-aHATOMHYECKOM aHAJIM3€ CUMMETPUHU ITUX T'PYIII, CPEIU HUX €CTh
KaK )KMBOTHbIE, COXPAHUBILNE TICPBOHAYATBHBIN, €CJIM TAK MOXKHO BBIPA3UThCS,
«JIapBaIbHBIN» CIIOCOO HapallMBaHUSI ME3CHTEPUEB B BU/JIC OMJIaTECPAIbHBIX AP
(Cerianthida), Tak 1 TpOABUHYTHIE TPYIIIHI C TTAPHON 3aKJIAJKONW ME3EHTEPUEB
BO MHOYKECTBEHHBIX MEPHUCTEMAaTHUECKHUX 30HaX, KOTOPHIE Jlajiee MOTYT COKpa-
marbces B uncie (Exocoelactinidae, Zoanthacea) .

Haubonee sipkum npusnakom Hexacorallia MOKeT CIyKUTh HaTHYUE HIECTH
nap MpOTOME3EHTEPHUEB, OMPEENAIONIee UX paAHaJIbHYI0, IEPBOHAYAIIBHO I'eK-

>3ametuB 910, B.H. Bexnemuiues (1952) B «Cructeme )XUBOTHOTO LAPCTBAY, PEANOCIaH-
HOIi ero kHUTE, BeIAenua Ceriantharia m Antipatharia B caMOCTOSTENbHBIE TTOIKIACCHI.
[IpuaepxuBasch ATOH TOUKH 3pEHHUsI, HBIHE )KUBYIIMX Anthozoa MpUIIIOCH ACIUTh HE Ha
nBa (Hexacorallia u Octocorallia), kax aTo neman B.A. [lorens, a Ha 4eThIpe MOgKIIacca:
Hexacorallia, Ceriantharia, Octocorallia n Antipatharia.
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camepHyro cummerputo. Ho maBaoe omnune Ceriantharia 10 cux nop oObrd-
HO OTHOCHMMBIX K HICCTUITYUYCBBIM KOpajljiaM, COCTOUT B TOM, YTO UX METaMC-
3CHTEPUHN 3aKJIaJbIBAIOTCS COBEPIICHHO TaK K€, KaKk mporome3eHtepun. dasza
JOCTPONKH TPOTOME3CHTEPHANBHBIX MMAPy HHX, [0 BCEH BUIUMOCTH, UCXOTHO
OTCYTCTBYET; MOJIUI HAa BCEX CTAIUSAX OHTOICHE3a OCTAETCS OUIaTepabHO-
CUMMETPUYHBIM.

PasButue nonuma Octocorallia 3akaHunBaeTCs 10 TOTO, KaK HACTYIAET CTa-
JIUs 3aKJIaJIKM METaMe3eHTEpHEeB, TapHOW Wiiu HenapHoit. [1o yucny u pacmoiio-
JKCHHUIO0 ME3CHTEPHUEB 3peJible MOJUIIBI BOCBMUIYYEBBIX KOPAJIJIOB BIIOJIHE CO-
OTBETCTBYIOT IOJIMIIAM IIECTUIYYEBBIX, HAXOJSIIMMCS Ha CTaJIUU ABApJICUU.
EnuHCcTBeHHAs YepTa, yKas3bIBaIoIias Ha OOJIBIIYIO OJIU30CTh BOCBMUITYUEBBIX
CKOpee K IIEPUAHTApUsM, YeM K MIECTHIYYEBbIM KOpaJjiaM, 3TO OPUCHTAIUS
JIByX BEHTPAJIbHBIX ME3CHTEPHUEB, MOBEPHYTHIX CBOUMH MYCKYJIbHBIMH Balld-
KaMu JpyT K Apyry. Takoe pacroyioKeHHe MYCKYJIOB UCKIIIOYAeT MPABHIBHYIO
paauaibHyH CHMMETPHIO TIOJTHIIA JaKe TIPU YCIOBUH JJOCTPOMKH JIATEPATbHBIX
MPOTOME3EHTEPUAIBHBIX TP ¥, OYEBUIHO, CBUICTEILCTBYET O TOM, YTO OMJIa-
TepanbHas cuMmmetpus rmonumoB Octocorallia cOOTBETCTBYET UX MEPBUYHOMY,
JIPEBHEMY COCTOSIHUIO, & HE MPHOOPETEeHa B pe3yIbTaTe 00pa30BaHMs KOJOHUH.

Pacnonoxenne me3entepueB Antipatharia B cBolo odepenb AOIMycKaeT 1Ba
TOJIKOBaHMSI MX MPOUCXOKAeHus. Eciu HenapHasi, OunarepanbHasi, CBOHCTBEH-
Has JIMYMHKE aHTO30€B 3aKJIaJKa ME3EHTEPHUEB €CTh Pe3ysIbTaT YMEHBIICHUS
pa3MepoB TOJHUINA U PACTATUBAHUS €ro Tejla MO BETBU KOJOHUH (HE BIOJIb, a
MIOTIEPEK OpabHO-a00paTLHON OCH), TO aHTUIIATAPHI MOXKHO CONMKATh C IIe-
CTUJTYy4eBbIMU KopasutaMu. OCHOBHOU apryMEHT B [10JIb3y 3TOM TOUKU 3PEHUS —
MOJIOKEHUE MYCKYJIBHBIX BAJIMKOB Ha JOP3aJbHBIX M BEHTPAJIbHBIX MPOTOME-
3eHTEpHUsIX, AOMYCKalomee (B OTIANYHME OT BOCBMHJIYYEBBIX KOPAJUIOB) MPUOO-
peTeHue paauaibHOU CUMMETPHHU B Cllydae JOCTPOMKH JaTepanbHbIX nap. Ecian
ke OwmiarepaipHasl 3aKjajKa ME3eHTEPHEB COOTBETCTBYET HWCXOAHOMY IS
AHTHTIATApUA COCTOSHHIO, OHH, CKOpee, ONIM3KH K mnepuantapusiM. CoBpeMeH-
HBIN CTIOCO0 HapalIMBaHKS ME3CHTCPUEB Y aHTUIIATAPUH U IICpHAHTAPHH B BUIE
OmitaTepasbHBIX TIap (couples) onnHaKoOB (IpaBla, y MEPBBIX OHO OCTAHABIIH-
BaeTCsl OUCHb CKOPO), U mpeanoxenHoe B.H. bekiemuieBsiM 1X oTHECEHUE K
CaMOCTOSITEIBHBIM TOAKJIACCaM IMPEACTaBIISIETCS ONPABJAHHBIM TOJIBKO BBUAY
PEe3KUX pa3iIuyuii MO APYTUM IpHU3HAKAM, HE CB3aHHBIM MPSIMO C CUMMETpUei
Tena (KOJIOHUABHOCTD, CKEJICT | TIp.).

Hpyrum HanOonee BaXKHBIM MMPU3HAKOM, ONPENEISIOINM CUMMETPHIO TT0-
numa B mpeaenax moxkiacca Hexacorallia, ciry’XuT moJIo)KeHUE TIEPBUYHBIX
MEPHUCTEMATHYECKUX 30H, TO €CTh JK30LENbHAS WM JHJOUCIbHAS 3aKiaaKka
Me3zeHTepueB (tabnuna 1). [locne mosBIieHUs MIECTH TAp MPOTOME3CHTEPHEB,
CBOMCTBEHHBIX BCEM INECTHJIYYEBHIM KOpajuiaM 0€3 HCKITIOYCHHS, MeTaMe-
3CHTCPHUAJIbHBIC ITaphbl B MOJaBJIAIOIICM GOHBIHI/IHCTBG ClIy4acB BO3HUKAIOT B
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sK3omensx. B coctaBe Tonbko AByX cemeiicTB — Halcuriidae u Actinernidae
— 00'bEeITUHEHBI TIOJIHITBI, ME3CHTEPUATbHBIEC TaPhl KOTOPHIX Pa3BUBAIOTCS B DH-
nouensx. Eme onna cBoeoOpasHas uepTa 3THX )KHUBOTHBIX, BO3MOXKHO CBSA3aH-
Hasi ¢ HEOOBIYHBIM TTOJIOKEHUEM MEPUCTEMATHUECKUX 30H, COCTOUT B TOM, YTO
MYCKYJIbHBIC BaJIMKH ME3EHTEPUEB BCEX, KPOME TIEPBOT0, IIMKJIOB TIOBEPHYTHI
Bpo3b. OCHOBBIBasICh Ha 3THUX Ipu3Hakax, Kapnrpen Beigenun Halcuriidae u
Actinernidae B camocTosiTenpHyto rpynmny Endocoelantheae (momoTpsin B co-
craBe orpsna Actiniaria (Carlgren, 1936, 1949). B Ttabnwuiie, mocBsAmeHHON
O0COOCHHOCTSIM Pa3BUTHUS, OMPEHCISIONINM CHMMETpHIO (Tabnuma 1), myH-
KTHPHOH TMHUEH odepueHbI Te (JOPMBI CHMMETPHH ITOJIUIA, KOTOPhIE HA0II0-
JarTCs y TPyNI, HEIHE 00BbEeIMHIEMbIX B OTpsia Actiniaria. B coctaBe oTpsina
OKa3aJICh JKUBOTHBIE C Pa3IMYHBIMH CHOCOOAMHU 3aKJIaJKH ME3CHTEPHEB —
Endocoelantheae Kapnrpena u «tunuunsie» aktuaun (Hexactiniae ['epreura).
Hwu onua 13 3TUX IBYX COCOOOB HENB3sI CYUTATH 00JIEe COBEPIICHHBIM, TIPO-
UCXOMSIIIUM OT Apyroro. Buammo, oHM BOHUKIIN HE3aBUCHMO, KaK J1Ba BapH-
aHTa MMapHOU 3aKJIaJKH METaME3eHTEPHEB,  XapaKTepH3yIoT 1Ba 000coOIeH-
HBIX TaKCOHA.

B paborax Kaparpena (Carlgren, 1914, 1918), cneumanbHO MOCBSIICH-
HbiX aHaromuu Endocoelantheae, BbICka3zaHbl MHTEpPECHBIE COOOpaXKeHUsST 00
WX BO3MOYKHOM DOJICTBE C MCKOIAeMbIMHU KopajuiaMu oTpsiaa Rugosa. CxeMsl
Kapnrpena (puc. 7,0, e) moka3pIBalOT, KAKUM 00pa3oM 3aJepKKa B pPa3BUTHHU
ME3CHTEPUEB M CKJIEPOCEIT C JOP3aJIbHOM CTOPOHBI MOJIHIIA IPUBOIUT K (op-
MHUPOBAHHUIO XapaKTEPHOTO JUIsl OAMHOYHBIX Pyro3 THUIA U3 u3ydeHHoro Kapi-
I'PEHOM DACIOJIOKEHHSI Me3eHTepueB Actinernus. He o0cyxnas HaaeKHOCTH
3TUX MOCTPOCHUN, HEOOXOIUMO OTMETHUTH (Ha 4TO 0OpaliaeT BHUMaHUE U cam
aBTOp THIIOTE3bl), YTO CUMMETpHUsl Rugosa mccrenoBaHa Mo ckiepocenTam, a
Oecckenernbix Halcuriidae n Actinernidae mo meszentepusm. CienoBaTenbHO,
POZICTBO THX T'PYIII OCTAETCS COMHHUTEIBHBIM JI0 TEX IIOP, OKA CPEAH COBpE-
MEHHBIX CKeJIETO00pa3yIoNINX KOpajioB He OyaeT oOHapy»XeHa Tpymmna, CXO/-
Has ¢ Halcuriidae u Actinernidae ctpoeHnem Msrkoro Tena. [ TaBHBIN apryMeHT
B 1oJip3y cOmmkenus pyros ¢ Endocoelantheae — 3to neiicrBurensHo Oomnblioe
CXOACTBO cUMMeTpuH Actinernidae (¢ orpaHMYEHHBIM YHCIIOM MEPHCTEMAaTHYC-
CKHUX 30H) C CHMMETPHEH HEKOTOPBIX OJMHOYHBIX YETHIPEXJIYUYEBBIX KOPAIIIOB,
AMEBIINX YEThIpe, HHOTAA BoceMb (Goniophillum), bunatepaabHO pacIoioKeH-
HBIX MeprucTeMaTndecknx 30H (Carlgren, 1918).

OcraeTcss HAIOMHHUTB, YTO COKpAIEHWE YUCIa 30H HAOII0MaeTCs Kak IMpu
SHOIEIBHOM, TaK M MPHU IK30IIeIBHON 3aKiagKke Me3eHTepreB (Tadnwuia 1), mo-
ATOMY BOSHMKHOBEHHE CHCIIHM(DPUIHOM JJIsl pyro3 KapTUHBI PACIIONIOKEHU S CKJIe-
pOCENT NPUHUKUNUAIBHO BO3MOXHO U IPU 3aKJIaJIKE METAME3EHTEPUEB B DK30-
LEJISIX, XapaKTePHOMU JIJIsI COBPEMEHHBIX CKJIEPAKTUHUH.
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Ecmu Endocoelantheae HeMHOrOYHCIEHHEI, TO MOJMIILI ¢ DK30IEILHON 3a-
KJIAJIKOW COCTABJISIIOT BeChMa OOIIMPHYO TPYIIITY, NaibHeiIee pa3aeiacHue Ko-
TOPOH MPOBOIUTCS IO MPU3HAKAM CKEJIETa, MYCKYJIaTyphl, KOJOHHATIBHOCTH U
np. K aToit rpynne npuHamiexar mpex/e Bcero Hanbosee « THITHYHBIe» TeKca-
MepHbIe Actiniaria, KoTopsie OBLTH BbIeNIeHH! [ epTBUTOM B TpHOY Hexactiniae.
CoBpeMeHHBIE MpeICcTaBIeHUSI 0 (POPMUPOBAHUU ME3CHTEPHAJIBHBIX LUKIIOB
MO3BOJISIIOT OOBEAMHHUTH C TEKCAKTHHUSIMH TAK)KE OKTO-, JIEKAMEPHBIX U BCEX
Ipyrux Actiniaria, 00aaloOMIUX dK30IEIBHON 3aKIaJKOH Me3eHTepreB. Jlaxke
Exocoelactinidae ¢ ux 12 HemeaAmuMucsa MEpUCTEMAaTHICCKUMH 30HAMH, BUTH-
MO, MOTYT OBITh OTHECEHBI K T€KCAKTHHUSM, TOCKOJIBKY OTIHYAIOTCSI OT HUX
JUIb OTPAHUYCHHBIM YHCIOM 30H.

Heo6xonuMo MoAYepKHYTh, YTO B OTHOIICHUH CHMMETPUHU TIOJHIIBI OTPSI-
na Scleractinia He OTIIMYAIOTCSI OT TEKCAMEPHBIX AKTHHHUHA. Pa3BUTHE MSTKHX
TKaHel y ocoOell 00eux TpyI MPOUCXOAUT COBEPIIEHHO CXOAHBIM 00pa3oM.
CKeneT CKICPaKTHHUN CTPOTO CIEMYET 32 MSATKUM TEJIOM, 3aIOJHSIS KaXKIbIi
BO3HUKAIOUIMN SHJI0IIEJIbh HOBOU ckiiepocenToi. [TIocKonbKy XapakTep 3aKiajiKu
ME3EHTEPUEB Y U3YUYCHHBIX B OTOM OTHOIICHUH CKJICPAKTHHUH TOT e, UTO H Y
TFeKCAKTHHHH, €CTECTBEHHO 0XKU/IATh, YTO M HAPYIICHHUSI B PACIIOIONKECHUH CKJIIC-
pocent OyAyT MOIOOHBI TeM, KOTOPBIE MOAPOOHO pacCMOTPEHBI Ha MaTepHalie
akTuHUH. JleficTBUTENBHO, B ceMeiicTBe Stylinidae BcTpeuaroTcs rekca-, OKTO- U
JIeKaMepHbIE MTPEJICTABUTEIH, TAKHeE JXKe, Kak cpeau Actiniidae u Actinostolidae.
U npuvrHa M3MEHEHHSI IOPSIIKA CHMMETPHH BEChbMa BEPOSITHO 3aKITFOUACTCSI BO
BCTaBKE B IEPBBIH IUKJI JOMOJHUATEIBHBIX ME3CHTEPHAIILHBIX ITap BMECTE C Jie-
KAIUMHU MEXKIY HUMH CKIIEPOCENTAMHU.

Emie omqHUM BaXXHBIM NPU3HAKOM, COJIMIKAIONIAM CKIIEPAKTUHUN M aKTH-
HUIA, MO’KHO Ha3BaTh TOHKOE CTpOeHue nx Tkanen. Ban-Ilpaer (van-Praét, 1977)
Ha OCHOBAaHHMM JJICKTPOHHO-MUKPOCKOIIMYECKOro wuccienoBanus Haplangia
durotrix (Scleractinia) KOHCTaTUPYET, YTO TUCTOJOTMYECKOE CTPOCHHE IIyIia-
JIeI], KHUJIOTJIaHTYJISIPHOTO TpaKTa ME3CHTepUaJIbHbIX (DUIAMEHTOB U SHTOACP-
MBI YKa3bIBaeT Ha CBA3b AKTUHUN CO CKIICPAKTUHHIMHU.

bmm3ku x rekcaktuausaM Takke Corallimorpharia, Bergenennsie Kaparpe-
HOM B camocTosaTenbHbIi oTpsan (Carlgren, 1936). OcHoBaHMEM 1151 ©X 000CO-
Onenust oT Actiniaria OCIYyXHJIO HallM4Kue akpocdep Ha mIymanpLax, OTCyT-
CTBHUE 0a3WIISIPHBIX MBILII U PECHUYHOIO TPaKTa Ha (UilaMeHTaXx, a TaKKe clia-
00e pa3BUTHE MYCKYJIaTypbl. PacronokeHrne Me3eHTEpUeB, OHAKO, OTIINYAETCS
TONBKO YacTHIMU HAPYUICHUSMH IMPABHJIBHOW PagUabHON CUMMETPUU. DTH
0COOCHHOCTH BIIOJTHE TIOATBEPKACHBI M HamUMU HaOmoaeHusME (den Hartog,
Grebelnyi, 2003, 2004). HoBbsle maHHBIE O KHHIIOME, Ha0OpE CTPEKaTeNbHBIX
Karcy, KopalumuMophapuil Takke yKa3blBAlOT HA UX ONM30CTh K KPYIHBIM
CKJIEpaKTUHUEBBIM TionuniaM Balanophyllia (Dendrophylliidae), Caryophyllia
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(Caryophyiliidae) n ap. (Schmidt, 1972). IlIMuaT HAXOAUT, YTO KHUJIOM KOpaJ-
mumopdapuu Corynactis viridis (Allman, 1846) u3 cemeiicra Corallimorphidae
CXOJIeH C KHMJIOMOM M3yUYCHHBIX UM CKJICPAaKTHHUH, OTIINYASCh JTHUIIb HECKOIIb-
KHMH CBOWCTBEHHBIMH TOJIBKO KOPAJTUMOP(APHIM CIEIH(PUISCKUMHI XOJIO-
Tpuxamu. CTyIEeHHCTbIE TIOJIUIIBI KOpAJUTUMOp(hapuii HAMOMUHAIOT CPAaBHUMBIX
C HUMH IO pa3MepaM ocoOeil KpyHmHBIX CKJIEPaKTHHHUH, 4acTo CHAOKEHHBIX
Ha KOHIAX KPYMHBIX HECOKPATHMBIX IIymaliel] akpocepaMu (ToJ0oBYaTHIMH
B3IyTUSIMA C MHOTOYHCICHHBIMH HeMartoructamu). OOJagaronuid TOJICTOH,
yrpyroit Me3orneeir Corallimorphus antarcticus Carlgren et Stephenson, 1929
(Corallimorphidae), mo-BunuMomy, TIpeCcTaBIsIET Ty K€ KU3HEHHYIO (opmy,
YTO U 00pa3yloluiie CKeleT OJUHOYHbIE Kopauibl. OOpHYIO (QYHKIIHIO BMECTO
M3BECTKOBBIX CKJIEPOCENT Yy HEro BbIMONHsSET Me3ornes. Kopamnmumopdapuu
MJIOTHO MPUKJIICUBAIOTCS K KAMHSIM U, BEPOSITHO, COBEPILICHHO HE NIEPEIBUTAIOT-
csi. MHOTHE 4epThl UX OpPraHU3alliy TO3BOJISIIOT BUICTh B HUX CBOCOOPA3HBIX
«OeCcCKeNeTHBIX CKIEPAKTHHUN, YTPATHUBIINX N3BECTKOBBII CKEJIET U pemao-
KX 33/1a9y TOACpKaHUS Tesla HaJl CyOCTPaToM He ¢ MOMOIIBIO H3BECTKOBBIX
IJIACTHH, a IOCPEICTBOM YIIPYTOi ME30TJIEH.

Tpyanee Bcero HailTH MPaBUIIBHOE TOJIOKEHUE B CUCTEME KOPAJIJIOBBIX MO-
nunoB s oTpana Zoanthacea. Ilo xapakTepy CUMMETpHUH Tella U 1O CHOCOOY
pocTa WHIMBHIYaJIBHOTO MOJHUIA 30aHTAIEH MOXOKU Ha TOJHUIOB MOJKIIacca
Ceriantharia. ¥ nepuantapuii MeTaMe3eHTEPHH 3aKJIAJBIBAIOTCS B OJIHOW MEpH-
CTeMaTUYECKOM 30HE, a y 30aHTallel B 1ByX. Ho Kaxkaas u3 3TUX JBYX 3€pKaJIbHO-
CUMMETPHYHBIX 30H, 0I00HO IOJIOBUHKAM €IMHCTBEHHON 30HBI LIEpHAHTapUH,
(hopMHpYET CEpHIO MOJIOABIX ME3EHTEPHUEB CIIPaBa U CJIE€BA OT MIIOCKOCTH TJIOT-
ku. IlocKosIbKy BCe KpYIHbIE METaME3eHTEPHH 30aHTALCH OPHEHTUPOBAHBI, KaK
W ME3CHTEepUH LIEpUaHTapUN, MyCKYJIbHBIMHA BaJIMKaMH B OHY CTOPOHY, CXOJI-
CTBO OUYeHb sipkoe. OHAKO BCe ME3EHTEPUH 30aHTAIC OPraHU30BaHbBI B MaphIL:
BO3JI€ KaXIOTr0 KPyIIHOTO ME3EHTEepusl (MaKpOME3EHTEpHUs) JEKUT HEAOpas3BU-
TBHII MaJICHBKUH Me3eHTepHii (MUKpoMe3eHTeprii). Hanmnune Me3eHTepuatbHbIX
nap (KMCTHHHBIX» Iap — pairs, a He «OusaTepajbHbIX ap» — couples) CBUACTENb-
CTBYET O IPUHAJISKHOCTH 30aHTale k mogkiaccy Hexacorallia. CxoncTBo xe ¢
LEpUAHTAPUSIMHU, POSBIISIONIEECs B OMIIaTepaIbHOCTH Tella TIOJIHIIOB, BHI3BAHO
TOJILKO MaJIbIM YHCJIOM MepUCTeMaTndeckux 30H. HepaBHoe pa3BuTHE Me3eHTe-
pHeB B Tape, Kak OBLIO ITOKa3aHO BEHITIE HAa MaTepwalie akTHHUU (Exocoelactis,
Actinernus), CBSI3aHO C JIOKaJIM3alUel 3aKIa K ME3CHTEPHUEB B IIOCTOSIHHO JIeHi-
CTBYIOLIMX, HEACISIIUXCS MEpUCTEeMaTHUeCKuX 30Hax. [lockonbKy y 30aHTanei
30HBI JIEKAT B DK30LEIIAX, UX HE MOXKET OBbITh MEHBIIIE ABYX. 3alaHHasl TIIOTKOM
MJIOCKOCTh CHMMETPUU MPOXOAUT Yepe3 HampaBIISIIOIINE SHIONCTH, U €IHH-
CTBEHHAsl 30Ha HEM30€XKHO pacnoniaraiach Obl aCHMMETpHYHO. bunarepanbHas
CUMMETPHsI 30aHTallell MOXKET pacCMaTpPUBAThCA JINOO KaK MCXOAHBIH, IepBUY-
HBIH IPU3HAK TPYIIIEL, TMOO0 KaK pe3ybTaT COKPALIEHHUS YKcIa MEpUCTeMaTHye-
CKHUX 30H T'€KCAaKTUHHUI OT CBOHCTBEHHOI'O MHOTHM U3 HUX HEOTPAHUYCHHO 0OJIb-
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LIOT0 YHCIIA JI0 ABYX. B Mob3y mepBoro NpeArnoaokeHus, Ka3aaoch Obl, TOBOPUT
CTpOeHHUe SMOpPHOHA Ha CTaIMM XaJlbKaMIyJbl. B TO Bpems Kak MOJUIBI APYTHX
IIECTHIIYYEBBIX KOPAJIJIOB, 3aKaHIMBas (POPMUPOBAHUE ITEPBOTO TEKCAMEPHOTO
[AKJIa ME3EHTEPHEB, TPHOOPETAIOT PaINATIBFHYI0 CHMMETPUIO, TIOJTUIIBI 30aHTAa-
1Iel Ha 9TO M Ha BCEX MOCIENYIONINX CTaINSIX OCTAI0TCS OnaTepaIbHbIMU, T10-
CKOJIbKY JTOp3aJibHAs Mapa HAMpPaBISIOMIUX U YEThIPE U3 BOCBMU JIaTePaTIbHBIX
MIPOTOME3EHTEPHEB OCTAIOTCS PA3BUTHIMHU Cl1abo0.

OTka3 oT paguanbHONl CHMMETPHUH MOKET IIPOU30MTH 101 BIUSHUEM YCIIO-
BUI oOuTaHus, Kak 370 1o Sxosiery (1910, 1915) nHabmiomaercst y pyros, npu
OOKOBOM TIPHUKpEIIEHHHU K cyocTpary. Ho B TakoM cirydae pacronokeHue My-
CKyJaTypbl HE MOXKET OBITh OE€3pa3NUYHBIM M MYCKYJbHBIE BaJUKH BCEX Ma-
KpOMe3eHTepHeB (Ha MUKPOME3CHTEPUSIX MYCKYIbl PYAUMEHTAPHBI) JTOJKHBI
OBITh MIOBEPHYTHI B BEHTPAJIBHOM JIMOO0 JJOp3alibHOM HarpaBiieHuu. Kpome toro,
MYCKyJaTypa 30aHTalei Booouie pazuTa ciabo, U BIUSHUE HA €€ YCTPOKWCTBO
crocoba IMPUKPEIIJICHN A UJINW TOBCACHYCCKUX peaKHI/Iﬁ TIOJIMTIOB COMHUTCEIIBHO.
Ecnm xe Bo3aelicTBHE BHEIIHHUX (DaKTOPOB OTCYTCTBYET U OMIlaTepalibHOE pac-
MTOJIOYKEHNE MAaKPOME3EHTEPrEB BO3HUKIIO BCIIEICTBAE OCOOCHHOCTEH Pa3BUTHS
ME3eHTEepPHATBHBIX IMap MPU MaJOM YHUCIIE MEPUCTEMATHYECKUX 30H, TO OpH-
SHTAIUsI MYCKYJbHBIX BaJIMKOB MOXET ObITh IIPOU3BOJIBHOU. Y Actinernus Ml
HaOII01aeM MAaKpOME3EHTEPUH, ITOBEPHYTHIE K CepeIMHE MEPHCTEMAaTHYEeCKOI
30HHI, a Y Exocoelactis x kxpasim. Y 30aHTapuil «MaKpOIIPOTOME3ECHTEPUN» U 3a-
KJTaJIbIBAIONIHECS B MEPHCTEMAaTHUYECKUX 30HAX «MaKpOMETaMe3eHTepHUn» Ha-
MpaBJIeHbl MYCKYJIBHBIMU BaJINKAaMU HABCTpPEUy JpYT Apyry (Tabmuma 1). 3ToT
(bakT, Ha HAII B3TJIA, JOKA3bIBACT, YTO OMIIaTEpabHASl CAMMETPHS 30aHTAIICH
€CTh HE CIIC/ICTBHE YCIOBUW OOMTaHUsI, a Pe3yJIbTaT MEXaHUKH Pa3BUTHS TIOJTH-
I1a IIPU COKPALLEHHOM JI0 MUHUMYMa YUCJIe MEPUCTEMAaTUUECKUX 30H. Eciu 310
Tak, To Hanmuwe 12 (Exocoelactis), 8 (Actinernus, Goniophyllum), 4 (omuHOYHBIE
pyTo3Bl) U 2 30H (30aHTAIlEN) — CTYTICHH OHOTO IIpOoIlecca, Ipolecca 3aKOHO-
MEpHOH cTabmnu3anuu 30H pocta. CrenoBaTenbHO, MPUCYTCTBUE y 30aHTAIei
BCETO JIBYX 30H HE MPEISITCTBYET UX OTHECCHHIO K TeKCAKTUHU M, UMEIOIINM B
OCHOBE CBOEH CUMMETpPUU HEOI'PAHMYCHHO YMHOXKAIOIIUECS, TEKCAMEPHO pac-
TOJIOKCHHBIC MEPUCTEMATUYCCKHUEC 30HDI.

3AKJIIOYEHUE

DTa cTaThs IIOCBAIIICHA B OCHOBHOM CpaBHHTeHBHOﬁ AHATOMUU KOPAJIJIOBBIX
TIOJINTIOB, UCTOPHH M pe3ylbTaTaM Kiaccudukanun Anthozoa, KoTopble OBLITH
JNOCTUTHYTHI, OJIaroaps HAaKOIMJICHHBIM 3HAHUSM O CHMMETPHUHU TOJHIIOB, Me-
HSOIICHCST B OHTOreHe3e. Hamu HaOMroIeH sT UMEITH TIENTbI0 BBISBUTH KOHCEP-
BaTHUBHbBIC UYEPThl OPraHU3AIUH, YKA3bIBAIOIINE HA CBSI3M MEXKIY Pa3HBIMHU OT-
psAoamMu, U HE3aBHCUMBIE, MapajlieibHble Peo0pa3oBaHus, MPOU3OIICIINE B
Pa3HBIX TPyIIax KOPaJjioB.
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[Momumo 0OHapy’KHMBaeMbIX 3aKOHOMEPHOCTEW OpraHM3aliK KOPaJIOBOTIO
nosirma (0coOu) OOMBIIOe JaBIEHNE HA B3TIISABI CHCTEMAaTHKOB BO BCE BpEMEHA
OKa3bIBAJIO MPUCYTCTBHE Y KOPAJJIOB KOJIOHHATHHOCTH — CTPOTOH, MOYTH 00-
JIUTATHON B OJHUX TPYMIaX WIN IMIMPOKO BapbUPYIOIIEH B CBOEM IPOSBICHUU
B Apyrux. OHO CHJIBHO BMELIMBAJIOCh B HBOJIOLMOHHBIN MPOLECC U BIMSIIO
Ha BETBJICHUE (QuIOreHeTHYecKuX ApeBec. C pa3BUTHEM KOJIOHHU BO MHOTUX
rpynmnax HaONroganoch noaaBlieHHe 0coOU. DTO MPUBEIO C OJHOH CTOPOHBI K
muddepeHIrany 1 TMOSBICHUI0 TUMOp(U3Ma MOIUIOB (Y MOPCKHUX TMEPHEB),
C IpyTrol CTOPOHBI K YKOPOUCHHUIO OHTOT€HE3a 0COOM M BO3BPATY K «ITUIMHOY-
HOI1» CHMMETPHH, COXPAaHUBIIEHCS Y BCEX BOCBMUITYYEBBIX KOPAJLIOB.

Hawnbonee mocTossHHBIM OCTaeTCsl CTPOCHHE TIOJIUIIA B CITydae TOAaBICHUS
€r0 pa3BHUTHS, YTO HAOIIOaeTCs B XOPOIIO HHTETPHPOBAHHBIX KOJIOHUSIX Y aJIb-
LHMOHAPUM U Y MOPCKUX MepheB. Buanmo, ykopoueHUe OHTOreHe3a, OrpaHuye-
HHE €r0 TOJBKO CaMO#l paHHeH cTaaueil, Koraa UAET «INYUHOYHBINY OuaTe-
paJIbHBIN POCT, JIeIaeT U3MEHEHUE CUMMETPUH HEBO3MOMXKHBIM.

C npyroii CTOPOHBI, y OAUHOYHBIX TOJUIOB, KAKOBBI OOJBITUHCTBO aKTH-
HUH, MOp¢oreHe3 MoJuna HepeaKo OBIBAET OTPaHNUYEH, KaK ATO CIydaeTcs MpH
MIPUCTIOCOOIEHNH K OCOOBIM YCIIOBUSM OOUTAHUS, TPH OCBOCHWUHU MATKHUX TPYH-
ToB. [ToApOOHBIN aHATTU3 CTPOCHUS MOJTUIIOB U CBA3aHHOTO C 3TUM M3MEHCHHUSI
cuMMeTpuH rposesieH B padbote H.1O. MiBaHOBOI 110 3aphIBarOIIMMCS aKTHHUSM
(Ivanova, 2020).

Eme Gosee BaxXHBIM, MOXKET OBITh, TPU3HAKOM, UCIIOIB30BABIIUMCS JISI Xa-
PAKTCPUCTUKU TAKCOHOB U CYIIECTBECHHO BJIUABIINM HAa CXEMY KHaCCI/I(bI/IKaHI/II/I
KOpaJIJIOBBIX ITOJIUIIOB B TCUCHUEC Bcel HUCTOPHH UX U3YUCHUS, CITYKHUIT CKEJICT —
ero Hajmmyue, MO0 oTcyTcTBHE. COCTaB CKEJIETHBIX DJICMEHTOB (pa3IeiabHBIX
CKJIEPUTOB, MACCHBHOTO M3BECTKOBOT'O MJIM CTEPKHEBOT'O OPTaHMYECKOTO CKe-
JISTa TIOJIUTIA U BCEW KOJIOHUM) TAKK€ CHIIBHO BapbUPYET OT T'PYMIIBI K TPYIIIIE.
OT0 3aTeMHSET NOAJUHHYIO KapTUHY (UIIOreHe3a MOCKOJIbKY BHOCHUT MOBEPX-
HOCTHBIC NPHU3HAKH, CBO6OZIHO BTOpPraromuecs B JUardHo3bl CEMENCTB U oTpsi-
noB (cMm. HampuMmep, McFadden et al., 2022), 9To mpensTCTBYyeT MOCTPOEHHUIO
«ECTECTBEHHOH CHCTEMBI», FUIH Adake hopMabHON Kiaccubukamuu Anthozoa,
KOTOpas OblJIa HAMHOTO CTPOWHEN, KOTa O PYIMMEHTAIINH PA3HBIX CKEJIETHBIX
3JIEMEHTOB OBIJIO M3BECTHO MEHBIIIE.

Hakonen, ycinoskHEHHE CTPOEHHUs MSTKOrO Tela y KPYIHBIX MpenMylie-
CTBEHHO OJIMHOYHBIX MOJIMIOB (IPEXJEe BCEro y aKTHHMI) BEJIO K Pa3BUTHUIO
MPU3HAKOB PaJHajIbHON CHMMETPHH, CBOHCTBEHHOW OOJBIIMHCTBY CHISYUX
WITM MaJIOTIOJIBMIKHBIX MOPCKHX XUBOTHBIX. COKpallleHHe 4rcia 30H 3aKJajl-
KM ME3EHTEpHUEB, a TaKXKe CMELIeHHE 4epT OmiaTepajbHOM CHUMMETpPHUH, I1O-
BUJUMOMY UCXOAHOM [1s1 OOJIBIIMHCTBA MHOTOKJIETOUHBIX )KMBOTHBIX, C paiu-
aJBHOM CHMMETpPHEH Pa3BUTHIX HHAUBUAYAJIN3UPOBAaHHBIX MOJIHIIOB ele Oojee
3aTPYAHSIIO IOCTPOEHUE CUCTEMBI.
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3ameyaHust 00 aHATOMHYECKOH IBOJIIOLMH KOPAJJIOBBIX IOJIMIIOB.
IIpaBusio MwJuiepa-I'ekkiis

ITo3HaKOMUBIINCEH C HCTOpI/ICﬁ pa3BuTUAd KJ'IaCCI/I(bI/IKaHI/II/I KOpaJIJIOBBIX I10-
JIUIIOB ¥ OLICHUB BKJIAJ, BHECEHHBIN B €€ pa3pabOTKy MacTUTBIMU CHCTEMATH-
KaMH, Mbl IMEEM BO3MO)KHOCTB Ha MIX OIBITE CYyJUTH O OOJNBIICH MU MEHbIICH
Ba)KHOCTH NMPU3HAKOB, UCIIOJIb30BABIIMXCS AJIS XapaKTEPUCTHKU TAKCOHOB. MBI
BUJUM, YTO JAEJICHUE KJIacca Ha OTPSIAbl M CEMEHCTBa IO MHOTHM HCIIOJIb30BaB-
LIMMCSL JUIsl 9TOTO TPU3HAKaM He J1ajio HaJIeKHBIX pe3ynbTaTtoB. KopasnoBble
MOJIUTIBI BAPBUPYIOT 0 YepTaM CBOEH opraHu3aiy o4eHb cBo00aHO. OcobeH-
HO HEYCHEIIHBIMH OBUIN TIONBITKH Pa3feluTh OTHOCHTEIBHO KPYIHBIX WHIH-
BUIyaJIM3MPOBAHHBIX OJMHOYHBIX MOJHIIOB MO YHCITY aHUTUMEPOB, TO €CTh IO
KpPaTHOCTH CUMMETPHHU.

[Ipn paccMOTpeHHH MOCIEAOBATEIBHO CMEHSIOMIMXCS COCTOSIHUH CHMMe-
TpHuH, HAOIIOJAaeMBIX B OHTOTE€HE3€ KOPaJJIOBOrO IMoJUNa (CTaaus dABapACHH,
CTaMsl XaJIbKaMITYJIbl M TaK Jlajiee), U3yYCHHBIX TTIaBHBIM 00pa3oM Ha MaTepH-
ajie MOPCKHMX aHEeMOH (TO €CTh aKTMHHI 1 APYyTHX O€CCKEIeTHRIX KOPAJIIOB) MBI
BHJICITIH, YTO B psae Tpymnn Anthozoa peannsyercs He TOTHBIN HAOOp dTUX CTa-
nuil. UHorna HaGnronaercs 3aiepxKa Wi, HA000POT, MPOAJICHUE TMYUHOYHOMN
3aKJaJKH ME3EHTEPHEB B BHUE OWIIATEpaJbHBIX map (couples), MO0 BcTaBKa
JONOJHUTEBHBIX Map (pairs) yke mociie JOCTHUKEHUs MIECTHUIIYYeBOH CTaIuu
xaynbpKkaMIynbl. Kak cieactBue, ckMMETpHUs y TIOJHIIOB OAHOTO BHA UM Y BHU-
JIOB OJTM3KHUX POJIOB MOXKET OBITh COBCEM Pa3IUIHON (IEHTaMEPHOMU, TenTaMep-
HOHM WM WHOM), 9TO HE TOBOPUT O (PUIOTCHETHUSCKUN Pa300IMICHHOCTH ITHX
(hopM. DTO TOIBKO MOKA3bIBAET, YTO OHTOIEHETHUECKAs IporpaMMa, yrpasiis-
fomast (GOPMUPOBAHMEM CHMMETPUH, HE BCErJa BBIMONHsCTCS 4eTko. [Ipu ee
OCYIIECTBJICHUU HEPEIKO IPOUCXOAST HAPYILICHHS UM YTPaThl 0oJiee MO3JHUX
3TaIOB Pa3BUTHSI, U3-32 HET'O POCT ME3EHTEPUEB B3POCIIOrO MOJTUIIA 3a1ep K1 Ba-
ercs Ha Ooyiee paHHEH CTaJMH, CBOMCTBEHHON MOJOAM JIPYTHX, POJACTBEHHBIX
XKUBOTHBIX.

Wrak, 3axoqupoBaHHas B TEHOME IPOrpaMMa Pa3BUTHS, OTPaXKaroLIast OIpe-
JeJICHHbIE Talbl HICTOPUH BHJIa, ObIBAET pean30BaHa ¢ OTKJIOHeHussMU. Heol-
XOIIMMO 0CO00 MOAYEPKHYTh, YTO 3TO MPOSBIISIECTCS HE TOJIBKO B CTPOCHUH 3M-
OpHOHOB, HO KaK MbI BUJEIIU, 1 B MOP(HOJIOTHH B3POCIBIX MOTUIOB. [lonb3ysich
tepmuHoioruei A.H. Cesepuona (1939) obcyxnaemble U3MEHEHUS Pa3BUTHS,
MIPUBOJAIINE 3aTeM K MOP(OIOrMUeCKM U3MEHEHHSIM, MOTYT OBITh 0003Haye-
HBI KaK JieBUanus (M3MEHCHUE Ha CPEIHUX CTAAUAX), aHA0OIHs (HaaCcTaBKa KO-
HEYHBIX CTaJNN Pa3BUTHSI) U apXaJUIaKCUC (M3MEHEHHE NEPBUYHBIX 3a4aTKOB).

CXO/ICTBO 3apOABIIICH »XHUBOTHBIX CO B3POCIBIMH OCOOSIMH HMX IIPEIIO-
JlaraeMbIX TMPEAKOB, MPEACTaBICHHOE [ eKKeIeM B KauecTBE TaK Ha3bIBAEMOI'O
«OMOTEHETHYECKOTO 3aKOHa», JTABHO IMOJIBEPrHYTO 0OOCHOBAHHOW TBOPUYECKOU
kputuke (Kozo-Ilonsuckuit, 1937; llmansraysen, 1938, 1942; Ceseprios, 1939;
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Puc. 12. ®pun Mronnep (1822-1897). Puc. 13. ®pun Mionnep B bxymenay (bpa-
3HJINS), T/I€ OH MPOBEJ OONBLIYIO YacTh CBOCH
*ku3Hu. Haubomnee u3BecTHas ero pororpadusi.

MupzosH, 1963, 1974). 3nech xe OTMETHM, YTO B TIOCIIEIHEE BpeMs HE TOJIBKO
€ro CYXKJICHUS, HO, K COXAJICHUIO, U UCTIOIb30BaHHBIC B MyOIUKanusax n3o0pa-
3UTENIbHBIC MaTEePHAJIbl TaK)Ke MOABEPrajuch cTrporomy mnepecmotpy (Pennisi,
1997; Hopwood, 2006; Richards, 2009).

BosBpamasice k npenMeTy Hamiero 6osee y3Koro o0CyKJAeHus, HY>)KHO CKa-
3aTh, 4TO HaONIOJaeMble HAMU HA MaTepHalie KOPaJJIOBBIX MOJHUIIOB SIBICHHUSI
paHee, eme 10 amoxanbHON myonukanun ['ekkens (Haeckel, 1866; puc. 9), 6b11u
onucansl @punem Mrostepom (puc. 12, 13) 6. Ero 06001eHus, cienaHHble TIPU
H3y4YeHUN Opa3uiIbCKUX PAKOOOpa3HBIX, M3JIOKEHBI B BECbMa AKTYaJbHOW B

¢ @pur Mromnep (Hem. Fritz Miiller). Ha caiitax HHTEpHETa, U 1a)Ke B HEKOTOPBIX IIEYATHBIX
paboTax, Tak Ha3bIBAEMBIN «OMOT€HETHUECKHI 3aKOH» HEPEIKO MPUIHCHIBAIOT 3HAMEHUTOMY
(usnonory u sMOpHOINOTY, HacTaBHUKY camoro ['ekkens, Moranny @punpuxy Teomopy Mroii-
nepy (aem. Johann Friedrich Theodor Miiller), uto HeBepro. Moran Mioniep 3aHnMaBIIniics
Hapsay ¢ ATaccuiieM NOCTPOCHUEM eCTECTBEHHON CHCTEMBI Ha OCHOBE OTHUX TOIBKO IMOpH-
OJIOTMYECKHX JTaHHBIX, ObIT yOS)KJCHHBIM IIPOTHBHUKOM JJAPBHHOBCKOTO YUeHHUs 00 0TOOpe U
noaBepraics Kputuke co croponsl @puna Mioutepa. [Toxpodree cm. y H.H. [TnaBunsmukosa,
1941, c. 135-136.
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CBOE BpeMsi, 3aMeyaTeIbHON, 00raTol MILIFOCTPAMSIMU KHUTE, ONyOIMKOBaH-
HOHM TO-HEMEIKU TI0j] CTPAHHO 3BYYAIlMM TeTepb Ha3zBaHueM «3a JlapBuHay»
(Miiller, 1864). Onu pe3roMHpOBaHBI B OYepKaX IO UCTOPHH 300JI0THH, H3IaH-
HbIX eme B 1941 rony H.H. [InaBunbsmukoBeiM: «Haiiast y omHUX pakooOpa3HBIX
JUYUHKY (QOPMBI HAYTUTHYC, Y IPYTHUX — 30¢es, oH [D. MroJiep| mpearnoioxui,
YTO 3TH JIMYMHKW HAIIOMHHAIOT MPEIKOB COBPEMEHHBIX pakooOpasHbIX. Tam,
IJIe CTaJIMM HAYTUINYC HET, — Pa3BUTHE YKOPOTHJIOCH B 00JI€€ O3 IHUE BPEMEHa.
DTa mpornuias HICTOPUS COXPAHACTCS] TeM TOJIHEE U OTUETIIHBEE, YeM JIJTMHHEE
pAn cTaguii MpeBpaIieHnid, 9eM MEeHbIIe 00pa3 KU3HU MOJIOAHN OTINYAETCS OT
TaKOBOT'O B3POCIION (POPMBI M YeM MEHBIIIE JAaHHBIM BUJ UMEET JIMIMHOYHBIX
craguii <...> ®. Mrojep BIepBbIe YCTAHOBUI CBS3b MEIY MCTOPUYECKUM U
VH]IUBHIYaJbHBIM Pa3BUTHEM, TICPBBIN yKa3all Ha BAXKHOCTh M3y4CHUS Pa3BU-
THsI OCOOM JIJIsl BBISICHEHUSI UCTOPUYECKOTO MPOILJIOr0 JaHHOTO BUJA...» (LIHT.
no: [maBmnbimukoB, 1941, c. 136). [Janee cBenymuii u Bcerna Kputuunbii [1na-
BIUTBIIIIKOB KOHCTATHPYET: «Yepe3 HecKOIbKo JIeT J. ['eKKkenb 3asBUII, 9TO “OH-
TOreHE3 MOBTOPSET (BUIOreHUI0”’ U 00BSIBUI 3TO IMOJOKCHHE «OHOreHETHYE-
CKHMM 3aKOHOMY, TPUCOEIMHIB K HEMY, KOHEYHO, CBOIO (haMHUITHIO.

Takum oOpasomM, mpaBuio Mroniepa Ooliee TOUYHO, YeM «3aKOH | eKkems
OIMCBIBACT JACTAJBHO PACCMOTPEHHBIN B pabore Miomiepa (eHOMEH, a HaIIH
HaOJI0IeHN s, OCHOBaHHbIE Ha OOTaTOM, HAKOMMBILIEMCS B JIMTEpPAType 3a IMOJI-
Topa Beka (paKTHIECKOM MaTepualie, TI03BOJISIOT YTBEPKIaTh, YTO 3aricaHHasl
B BHJIOBOM T€HOME ITPOTpaMMa Pa3BUTHS OPraHu3Ma COAEPKUT HEKOTOPYIO UH-
(hopMarrro o mpekHEM CTPOSHUH JAIEKUX MPEIKOB )KUBOTHOTO H, OOJiee TOro,
WHOT/Ia TIO3BOJISIET COBPEMEHHBIM BUAM PEKAMUTYJIHPOBATh, TO €CTh BOCIIPO-
H3BOIUTH MOP(OJIOrMUECKUE TPU3HAKH, KOTOPbIEC ObLITM CBOWCTBEHHBI TPEIKAM.

COBpeMeHHbIe TCHACHIUHA B Knaccn(l)mcaunn KOPAJJIOBBIX IMOJIMIIOB

[IpuMeHeHne METOI0B MOJIEKYJISIPHOM (DMIIOr€HETHKH TPU U3YUYEHUH CaMBIX
PasHBIX TPYII )KUBOTHBIX IPUHECIIO HA/ICK LY Ha IPOSICHEHHE TPYIHBIX TAKCO-
HOMHUYECKHX BOMPOCOB. Peun moiiia He ToAbKO 00 yecTpaHeHWH YaCTHBIX TPOTHU-
BOpEUMii, BOBHUKAIOIINX MPU CPAaBHEHUH IBOJIIOLIMOHHBIX PSJIOB, BEICTPOEHHBIX
IIPU ONMCAaHWH CBOHCTBEHHBIX KaXXJAOMY OPTaHU3MY Pa3HOPOAHBIX MPU3HAKOB,
[OABEPraBIINXCS, BO3MOXKHO, Pa3HOHAIPABICHHOMY JaBiieHUI0 oTOopa. Cre-
LUAJIUCThHI 10 MHOTUM IpynnaM OeCrO3BOHOYHBIX KMBOTHBIX, CUMTasl COBpE-
MEHHBIE METO/IbI KJIFOUOM K MOHMMAaHHIO TOJIMHHBIX HBOJIIOLMOHHBIX ITPOLEC-
COB, IPUXOJAT K 3aMeuaTeNIbHbIM, HO HHOT/Ia NapaJoKCaIbHBIM pe3yibTaTaMm, B

7V Tekkens OykBanbHO Tak: «OHTOICHHUS — 3TO HUYTO HHOE KaK KpaTKas peKamuTyIsust Gu-
norenum» (Haechel, 1866. Generelle Morphologie, Bd. II: Allgemeine Entwickelungsgeschichte
der Organismen, Seite 7.)
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OONBIION CTENEeH! pa3pylIAoIIUM KiIaccu(UKAUI0, OCHOBAHHYIO Ha JaHHBIX
TpaJUIMOHHOW cpaBHUTENbHOM aHaTomuu (Daly et al., 2010; Rodriguez et al.,
2012). dns mpuMmepa, B 9uciie OMU3KUX K HAIIEH TeMe HEeJaBHHUX ITyOJIMKAITIi
MOXXHO Ha3BaTh HOBbIC PaOOTHI MO (HUIOTCHETHKE AKTHHHUI M BOCBMHUITYUYEBBIX
kopasnos (Rodriguez et al., 2014; McFadden et al., 2022). OcoGenno unTepec-
HBIMU HaM Ka)XyTCsl IIOJyUCHHBIC IIPU aHAJIN3€¢ MOJCKYJISIPHBIX MAapKEPOB JIaH-
HBIE Kacarouecs onucanHbix emle bpykom (Brook, 1889) n3 uenneHxepoBCKUx
MatepuanoB Dendrobrachiidae. OHM TiepBOHaYalbHO pPaccMaTPUBAINCh Kak
abeppaHTHOE CEeMEHCTBO aHUTHUIIATAPHH, CHAOKEHHBIX MTOT00HO OKTOKOpPAJIaM
BETBUCTBIM OPraHMYECKUM CKEJICTOM M MUHHYJIAMHU Ha MIyNajibliax, HO COBep-
IICHHO JINIICHHBIX U3BECTKOBBIX CKIEPUTOB. COracHO pe3ysbTaTaM CEKBEHH-
pOBaHUs OHM OTHECEHBI Ternepb BMecTe ¢ Helioporidae, y KOTOpbIX mMeroTCs
06I)I‘IHI)IC JJIA OKTOKOPAJIJIOB IMEPUCTHIC HIyHalblia U MaCCHBHBIN U3BECTKOBBII
ckenert, k orpsaay Scleralcyonacea (McFadden et al., 2022).

Emme Oonee mpumedaTebHbI Pe3yJibTaThl aHAW3a FeHOMa TMIAHTCKOM Ti1y0o-
KOBOIIHOU MOPCKOM aneMoHBI Relicanthus daphneae (Daly, 2006). Onu cBUaeTENIb-
CTBYIOT O BEChMa HEOINPE/ICIICHHOM ITOJI0KEHUU TOW aKTHHUM Ha (DHIIOrCHEeTHYE-
ckoM JipeBe Anthozoa. MUTOXOHIpHUATTBHBIC MAPKEPBI YKA3bIBAIOT HA €€ CXOJICTBO C
npencraButeasiMu Zoanthacea, B TO BpeMst Kak siIepHbIC MapKephl MOATBEPIKIALOT,
cKopee, Oobiiee cxo7CTBO ¢ Antipathacea (Xiao et al., 2019; Quattrini et al., 2023).

He Bxons B 00CyXICHHE UHTPUTYIOIIUX U B OOJIBIIOW CTENECHH MPOTHUBO-
peyalmx aApyr ApyTy NpeIcTaBIeHUH 0 CXOACTBE U pa3IMYMU FPYIIIT KOPaJJoB,
MOJYYEHHBIX CTAPHIMU M HOBBIMH METOIAMHU ®, TIpUBEIEM Pe3yJIBTaThl TPaIu-
LIMOHHOIO CPaBHUTEJIBHO-aHATOMUYECKOI0 aHAJIN3a MIPU3HAKOB, XapaKTepusy-
IOIUX OTPsANBI Kitacca Anthozoa. Ha TaGnuiie 2 momenieHa cxema, OTpaxaromiast
npeajiaraeMoe TaKCOHOMUYecKoe JieiieHne Anthozoa 1 HEeMHOT e TPU3HAKH, Xa-
PaKTEpHU3YIONINE HBIHE KUBYIIHUE TPYIIIIHI KOPAJIIIOB, O CXOACTBE KOTOPBIX MOXK-
HO CYyJUTb 110 CTPOCHUIO MATKOTO TeJa.

8 Bompoc 0 rarioTunax MUTOXoH ipuanbHoi JIHK, THOPUIHBIX [0 CBOEMY HYKJICOTHIHOMY CO-
cTaBy, 00CYK1aJICs HAMH MOKa TOJIBKO B HECKOJIBKUX BEChbMa KPATKUX JIUCKYCCHOHHBIX MyOIIH-
kanusax (Grebelnyi, 2019a, b, ¢; Grebelnyi, Ivanova, Nefedova, 2019).
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Taoauua 2. TakcoHOMHUYECKOE neieHue kiiacca Anthozoa.

Knacc Anthozoa

[ogkmacc Alcyonaria
Milne-Edwards et Haime, 1857
Me3seHTepun pacroioxKeHbl OuIaTepaibHo,
He 00pa3yroT HCTUHHBIX Tap

Jlernon (=nndpakiacc) Octocorallia
Haeckel, 1866

lymnanbia nepucToie, CHaOKEHHBIC IO GOKaM
psimamu uHAY. [lynanen Beceraa BoceMs.
CKeJleT B BUJIC U3BECTKOBBIX CITHKYJL.
VHora OH MOJIHOCTBIO peyIUPYyeTCsl U
3aMeIAeTCsl MaCCHBHBIM U3BECTKOBBIM
cKeJIeTOM. B jiomonHeHne K H3BeCTKOBOMY
CKEJICTY 4aCTO MPUCYTCTBYET I'NOKUI
OpPraHNYeCKH CKEJIET B BHJIC CTEPIKHSI.

Otpsin Alcyonacea Blainville, 1834

I'nOkue Iy MSACHCTBIE MATKHUE KOJIOHWH, 4aCTO

pa3BETBIICHHBIE, MPUKPETIIAIOTCA K KAMHSIM
uiu (penKo) 3aKPerIsIioTCs B MATKOM IPYHTE.

Otpsn Pennatulacea Verrill, 1865
MsIcHuCTBIE HEBETBSIIUECS KOJOHWH,
C MIOMOIIBIO MYCKYJIUCTOTO TIOJIBUXKHOTO
OTPOCTKA YKPEILISIONIUECS] B MSITKOM I'PYHTE.

Otpsn Coenothecalia Bourn, 1900
TBepable, HErHYLUECS, YaCTO KPYIIHBIE
pa3BETBIICHHBIC KOJOHHH.

CxeneT U3BEeCTKOBBIM, MaCCUBHBIH

(He cocToANMI U3 CIUKYIT), )KUBbIE TKAHU
OrpaHUYCHBI TOJIBKO TOHKUM CJIOEM

Ha MOBCPXHOCTH KOJIOHHH.

Jlernon Ceriantharia Beklemischev, 1952
Otpsg Cerianthida Haime, 1851
[ynanbia npocThie,
BCETa MHOTOYHCIIEHHBIE.
CKeneT OTCyTCTBYET.

Jlernon Antipatharia Beklemischev, 1952
Otpsin Antipathacea Dana, 1846
IIlynanbua npocTele, UX BCErAa LUIECTh.
Ckerer OpraHMYeCKHii, B BH1JI€ THOKOTO
CTEPXKHSL.

TTonknacc Zoantharia
Milne-Edwards et Haime, 1857
Me3seHTeprun PacioIOKEHbI HapamH,
COCTOSIIIIUMH U3 ABYX JICIHKAIUX
PSZIOM ME3EHTEpHEB

Orpsin Zoanthacea Verrill, 1865
[lymanbia npocTeie,
BCErJia MHOIOYHCIIEHHBIE.
Pojb ckeeTa BHIOIHSET IOTHAS
Me30rJIes, BKJIFOYAIOasl IECUYNHKU
U JAPYTHE UHOPOIHBIC YaCTUIIBL.
(TonbKO OMH BHJT UMEET
MAaCCUBHBIN OpraHUYEeCKUIl CKEJIeT
B BUJIC TBEPIIOTO CTEPIKHS
WU Pa3BETBJICHHOTO JICPCBIIA).

Otpsx Scleractinia Bourne, 1900
[llynanbiia mpocThie,

0OBIYHO MHOTOUYHUCIICHHBIE.
CxeJeT U3BECTKOBBIM, MaCCUBHBII
(He U3 CITUKY).

Otpsana Corallimorpharia
Carlgren, 1936

[lynaneia npocTelie, 00bIYHO
MHOT'OYHCJICHHBIE, JINIIb HHOT/Ia
BETBUCTHIC (Y HECKOJIBKUX
TPOIMUYECKUX POJIOB),
HO HE TIEPHCTHIC.
Ckenet oTCyTCTBYET.

OTtpsan Actiniaria Hertwig, 1882
[lynaneia npocTelie, 00bIYHO
MHOT'OUHCJICHHBIE, HJIU BETBUCTHIC
(Y HEMHOTHIX TPOITHYECKHUX POJIOB),
HO HE TIEPHCTHIC.

Ckenet oTCyTCTBYET.
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Use of the Muller-Haeckel rule for expanation of symmetry changes
in diverse groups of coral polyps (Cnidaria: Anthozoa)

S.D. Grebelnyi, N.Yu. Ivanova, E.A. Nefedova

As a result of the analysis of symmetry forms, studied mainly on the material of
sea anemones and other skeletonless representatives of Anthozoa, the main stages of
coral polyp development are recognized, at which (1) the initial bilateral arrangement of
mesenteries laid down as bilateral couples, i.e. bilaterally symmetrical to the plane of the
actinopharynx takes place (the Edwardsia stage), (2) the formation of “true” mesenteric
pairs, which are composed of two mesenteries side by side, forming the first hexameric
mesenteric cycle (the Halcampula stage); (3) the rise of meristematic or mesentery laying
zones, which function either in exo- or endocoels; (4) stabilization of mesenteric laying
zones and limitation of the number of these zones, leading in few corals to the restora-
tion of bilateral symmetry. The traditional views about the classification of Anthozoa
are considered (Milne-Edwards et Haime, 1857; Haeckel, 1866); and the classification
scheme reflecting a more modern state of knowledge is given:

Classis Anthozoa
Subclassis Aleyonaria Milne-Edwards et Haime, 1857
Legio [=Infraclassis] Octocorallia Haeckel, 1866
Ordo Alcyonacea Blainville, 1834
Ordo Pennatulacea Verrill, 1865
Ordo Coenothecalia Bourn, 1900
Legio Ceriantharia Beklemischev, 1952
Ordo Cerianthida Haime, 1851
Legio Antipatharia Beklemischev, 1952
Ordo Antipathacea Dana, 1846
Subclassis Zoantharia Milne-Edwards et Haime, 1857 [=Hexacorallia Haeckel, 1866
pro parte]
Ordo Zoanthacea Verrill, 1865
Ordo Scleractinia Bourne, 1900
Ordo Corallimorpharia Carlgren, 1936
Ordo Actiniaria Hertwig, 1882
The rich material considered in the article, pertaining to the development of coral polyp
symmetry, well illustrates Fritz Muller’s decision that «ontogenesis repeats phylogeny».
This well-known formula is often falsely attributed to Haeckel, although the priority
undoubtedly belongs to Muller (F. Miiller, 1864).

Key words: Cnidaria, Anthozoa, classification, symmetry, ontogenesis, skeleton,
soft body, mesentery, sclerosepta
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Tenom u naan cmpoenus: Memamopghosvl u demanusayust Ha nymsx sgonoyuu Metazoa.
Cepus «Ieo-6uonocuueckue cucmemyl 8 NPOULIOMY.

Mopgoeenes 6 uHOUBUOYATLHOM U UCTHOPUYECKOM PA3EGUMUL

M.: [IHH PAH, 2023. C. 148—163. http://www.paleo.ru/institute/publications/

VYIK 595.131.1, 577.218, 591.4.068.5

T'OMOJIOT'YM TEHOB PA3BUTHUSA I'VIA3 U KOHEUHOCTEM
Y BOJIOCATUKOB U HEMATO/]

A.M. Beperosa’-?, M.A. Hukutun' 3, K.B. Muxaiiios"3, B./l. Edeiikun*
'Hayuno-uccredosamenbcKull UHCmumym u3uKo-xumMuyeckotl Ouonocuu
umenu A.H. Benosepckozo MI'Y, Mockea, mira.arenwood@gmail.com
*akynemem ououndicenepuu u duoungopmamuxu MIY um. M.B. Jlomonocosa, Mockea
3 Uncmumym npobnem nepedauu ungopmayuu um. A.A. Xapxesuua PAH, Mockea
*Uncmumym npobaem sxonoeuu u s6onioyuu um. A.H. Cesepyosa PAH, Mocksa
mira.arenwood@gmail.com

B 00630pe kpaTko onucaHbl TeHbl, BOBICYEHHBIC B pa3BUTHE IJ1a3 U KOHEY-
Hocreity Drosophila melanogaster n mo3BoHOUHBIX. Hanuune y HUX romo-
JIOTHYHBIX TEHOB M CXOIHBIX CII0OCOOOB MX B3aUMOJICHCTBUS B OHTOT'CHE3E
comiacyercs ¢ KOHIEMIUeH «rryookoi romonorum» (“deep homology™)
Y THIIOTE30H CIOXHOro obmiero mpenka Bilateria, obmangasmero riasa-
MU M KOHEYHOCTSIMU. B reHoMax HeMaToj NpPUCYTCTBYET OOJBIIMHCTBO
TeHOB, YIPABIAIONINX Yy JPYTHX XUBOTHBIX Pa3BUTHEM IJla3 U KOHEY-
HocTeil. MBI IMOKa3bIBaeM, YTO ITO CHPABEMJINBO M JUJISI BOJOCATHKOB
(Nematomorpha), xoTss HabGOpbl COXPAaHUBIIMXCS T'EHOB OTIMYAIOTCS:
y BOJIOCAaTHKOB HaiinieH optonor dpp/BMP, npencraBneHnslil y Hemaron
napajoramMu. Hemarons! 1 BojocaTuku JiniieHsl oproioros Ss, fng/Rfng,
Cll u3 yncna peryasiTopoB Pa3BUTHS KOHCUHOCTEH.

Kurouesvie cnosa: Nematomorpha, rimyOokasi TOMOJIOTH S, T€HBI pa3BUTHUS

BBE/IEHUE

B nmocnennue necaTuneTHs: AaHHbIE TCHOMHUKH M SMOPHOJIOTHH TIOKA3allH,
YTO y TO3BOHOYHBIX M OECIO3BOHOYHBIX €CTh COTHH T'OMOJIOTHYHBIX T'EHOB,
KOTOPBIC PEryJIHpPYIOT Y Pa3HbIX THIIOB )KHBOTHBIX Pa3BUTHE TOMOJIOTHYHBIX
CTPYKTYp (T71a3, KOHETHOCTEH, cepara u ap.), a TakKe OOIIHe MaTTePHBI pas-
MeTkHu Tena (Akam, 1989; Noll, 1993; Abouheif et al., 1997; Shubin et al., 2009;
Tarazona et al., 2016). Ha TpaHCreHHBIX OopraHu3Max OBLIO MTOKa3aHO, YTO TE€H
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U3 ) KUBOTHOT'O OAHOI'O THUIIA YaCTO MOXKET (i)yHKIII/IOHaJII)HO 3aMEHHUTH CBOM IO-
MoJIor y *uBoTHOrO Apyroro tuna (Halder et al., 1995; Feany, Bender, 2000).
OTH TaHHBIE COTTIACYIOTCS C KOHIICTIITUEH CII0)KHOYCTPOCHHOTO OOIIEro Mpeka
JIBYyCTOPOHHECHMMETPHUYHBIX KHBOTHBIX (Mamaxos, 2004, 2009): y Hero ObutH
riasa, KOHeYHOCTH, Ceple U T. 1. B 9ToM ciieHapuu 0oliee MPOCTO YCTPOCHHBIC
KUBOTHBIC (TJIOCKUE, KPYTJIble, OPIOXOPECHUYHBIC YEPBHU, BOJIOCATUKH, KOJIOB-
paTKu, THATOCTOMYJIHUABI U ApP.), KOTOPBIE B CTAphIX YU4eOHUKax paccMaTpuBa-
JIUCh KaK 00JaiaTeNid MPUMUTHBHOTO, OJIM3KOTO K TPEJAKOBOMY ILIaHA CTPOE-
HUS, TPOIILIU MYTh BOIIOIUOHHOTO YIpOIeHus. JleTaau 3TOro 3BOJIIOIHNOH-
HOTO IYTH JIJIs1 KKJIOW U3 MEPEUHCICHHBIX TPYII OCTAIOTCS MaJIOU3yYCHHBIMH
U TIPEICTABIISIOT 33734y A OyayIiei HayKu.

OBUIME CBEAEHUM S O BOJIOCATUKAX (NEMATOMORPHA)

Bonocaruku, nnn Nematomorpha — THII B COCTaBe JIMHSIONIUX )KUBOTHBIX,
Ecdysozoa. Bosnbliyto 4acTh KU3HEHHOTO I[UKJIAa OHU MPOBOMST B BHJIC FOBE-
HUJICH, KOTOpbIC Mapa3suTUPYIOT B IOJOCTH Tejla YICHHCTOHOI'MX. B3pociibie
0CO0OM — HEMUTAIONINECS OOUTATENIN MPECHBIX (PeKe MOPCKUX) BoJoeMOB. OHH
OTKJIAJBIBAIOT SHIIA, U3 KOTOPBIX PA3BUBAIOTCS INUYWHKH, 3apaKaroline APyTHX
YJICHUCTOHOT HX.

BomnocaTnkoB TpaHIIMOHHO COTMKAIOT C KPYTJIBIMU YEPBSIMH H3-32 O0IIEeT0
cxozacta (Schmidt-Rhaesa et al., 1998; Hanelt et al., 2005). O0e rpymnms! xapak-
TEPU3YIOTCA HATUYHUEM MHOTOCJIOMHON KYTUKYJIbI, IPOAOJIBHON MYCKYJIaTy PO
B CTEHKE Tella, OTCYTCTBHEM KOHEYHOCTEH, TOTEpeH KTYTHKOB, BHYTPCHHUM
OTLJIOJIOTBOPEHHEM, Pa3JIENbHOMIONOCTRIO U PAIOM ApyTux 4ept. s Bosoca-
THKOB M HEMAaToJl TaK)Xe XapaKTepHa BBICOKAs CKOPOCTh MOJIEKYISIPHOH 3BO-
JIIOLHMH, W Ha JEPEBbAX, MOCTPOSHHBIX 110 OTASITHHBIM MapKepHBIM T€HaM, OHU
4acTo 00BeAUHSAIOTCS B equHyo0 Kiany (Bleidorn et al., 2002). Ipyrue ocobOen-
HOCTH (K IpUMEpY, CTPOCHHE INYUHOK, MEPEIHSI YaCTh KOTOPBIX HECET CKallu-
JIbI — HEOOJIBIIHE IUTBI — M CITIOCOOHA BBOPAYMBATHCS) MOKA3BIBAIOT CXO/ICTBO
BOJIOCATHKOB ¢ mpeacTaBuTessiMu rpynn Priapulida, Kynorhyncha u Loricifera,
YTO TIOCTY KHMJIO OCHOBaHWEM Ui o0benuHeHus ux B rpymnmy Cephalorhyncha
(Mamaxos, 1980; Manaxos, Anpuanos, 1995). XapakTepHoii 0COOEHHOCTBIO BO-
JIOCaTHKOB SIBJISIETCA UX KYTHKYJa, CTPYKTYypa KOTOPOl MHOrooOpa3Ha 1 4acTo
CIIYKHUT cucTeMaTuieckuM npusnakoMm (Poinar, 2007). Ona ObIBaeT OT Ii1aqKOM
JI0 CHJIbHO OPHaMEHTHPOBAHHOI; OOBIYHO B HEH MPUCYTCTBYIOT IJIACTHHKH,
MIETUHKH U apeO0JIbl — OKPYTIIbIE YTOJIIECHHUS.

Hckonmaembie BoslocaTUKU oueHb peaku. CaMbplii paHHHH MCKOITAaeMBIH BO-
nmocatuk — Cretachordodes burmitis u3Becten u3 MenoBoro mepuoga (Poinar,
Buckley, 2006). Eme nBa Bomocaruka Paleochordodes protus (Poinar, 1999)
ObLITM 00OHAPYKEHBI [IAPA3UTUPYIOIIUMHE Ha TapaKaHe B JOMUHHUKAHCKOM STHTape
(BepxHUIt doueH). OTCYTCTBHE OYEBHUIHBIX MCKOMAEMBIX «IIEPEXOAHBIX (HOpM»
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Mexxy Nematomorpha v IpyrumMu TUIIAMH 3aTPyIHSET BbISIBICHUE UX IPOKUC-
XOXJICHUS U POJACTBEHHBIX OTHOIUEHUI METONAMU NaJICOHTOIOT U H.

Panee OMM3KMMH POJCTBEHHHKAMH BOJIOCATHKOB CUHUTAJIHCh HCKOIIaeMbIe
gepsu Palacoscolecida (Xianguang, Bergstrom, 1994), cymectBoBaBmme ¢ KeM-
Opust 1o xoHna cmiypa. Y uckomaeMmbix Palacoscolecida miamHHOE KonpuaToOe
TEJIO; TPEXCJIOWHAs KyTHKYJa (IPEAIOIIOKUTENBHO, C allb(ha-XUTHHOM BO BHY-
TPEHHEM cJioe), Kak 1 y apyrux Ecdysozoa; TepMUHaJIbHBIE POT U aHYC; HHTPO-
BepTt co ckanunamu (Harvey, 2010). Ilaneockonenuabl CXOIHBI ¢ IMUUHKAMH BO-
JIOCATHKOB TE€M, YTO Y HUX €CTh XO0OTOK C IIMIIaMHU Ha MEPETHEM KOHIIE Tea U
BBIPOCTHI Ha 3aHeM KOHIlEe Tena (Xianguang, Bergstrom, 1994), xots mo3gHee
OTMEUAETCs, YTO CTPYKTYPHI Ha 3a]JHEM KOHIIE TeJla IaJICOCKOIELU HE TIOX0KH
Ha KPIOYbs JIMYUHOK BOJOCATHKOB (Zhang, Pratt, 1996). KyTukyna naneockore-
uuasl Houscolex (nmxHekemOpuiickue otioxkenusi, FOxxubiii Kurait) opnamen-
THPOBaHA apeosiaMd M MEJIKHMMH TUITACTUHKAMH, YeM HAallOMHHAeT OpHaMEHTa-
LU0 KYTUKYJIBI COBPEMEHHBIX BosiocaTHKOB (Zhang, Pratt, 1996), B To Bpems
KaK y APYTUX [aJEOCKOJICIIU]l KYyTUKYJIAPHbIE INIACTUHKY HECYT AJIMHHBIC OPHU-
SHTHPOBAHHBIC Ha3aJ LIUIIbI, YTO MOIJIO CHUKATh HAIPy3Ky Ha HHTPOBEPT HIPH
PBITHE MOYBBL. BO3MOXKHO, Tae0CKONEUABI, KaK ¥ IPUAITYJIH/Ibl, BEJTH POIOIINN
00pa3 )KMU3HHU, U TOTOMY UMEJH C PUAITYJINJaMHA MOP(OIOrnIecKoe CXOACTBO (K
MpUMEPY, MYCKYJIaTypa NajeoCKOJIe U], TO-BUIMMOMY, TAKKe COCTOsIIa U3 IPo-
JIOJIBHBIX M KOJIBIEBBIX MBIIIIT). Y BOJOCATUKOB M MIPUAITYJIH]I HEpBHASI CHCTEMa
IIpefcTaBIcHa OPIOIIHBIM HEPBHBIM CTBOJIOM; y IPHAILYJIM] BIOJIb HETO PaCIo-
JlaraeTcst HpodoIbHOE Ky TUKYJIsIpHOE yTommeHue. [loxoxas cTpykTypa ecTh Uy
MaJICOCKOJICIH /I, TIO3TOMY MX HEPBHAs CHCTEMa TaKyKe Morjia ObITh OpraHM30Ba-
Ha B BUJE OpIOIIHOrO HEpBHOro cTBoiia (Zhuravlev et al., 2011). Palacoscolecida
CXOJ/IHBI, TAKMM 00pa3oM, ¢ )kuBOTHBIMU I'pymmbl Cephalorhyncha (uaTpOBEpT CO
CKaJTMJIaMH, KayJlaJdbHbIe CTPYKTYPHI U JIp.) U, BO3MOXKHO, IPUMBIKAIOT ©UMEHHO
K ATOH TpyTIme, He SBIISSACH CECTPUHCKON rpymnmoi 1t Nematomorpha mim ux
HEMOCPEACTBEHHBIMHU poacTBeHHUKaMu (Zhuravlev et al., 2011).

Hdpyrue mnpencraButenu KemOpwiickoii dayHbl, o0omoasl Xenusion
auerswaldae Pompeckj, 1927, Hallucigenia sparsa Walcott, 1911, Aysheaia
pedunculata Walcott, 1911 u ap., MOTYyT IpeACTaBIATh OTACIBHBIC 3BEHBS IBO-
monuu Ecdysozoa, B Tom uncie Ha myTu penykuuu koHeuHocteil (JKypasies,
1995; Mamnaxos, 2009). KemOpuiickuii Facivermis ¢ KOHCUHOCTSIMH TOJIBKO Ha
niepexneit yactu Tena (Liu et al., 2006) minmrocTpupyeT penyKIIHi0 KOHEIHOCTEH
B cBs3u ¢ obutanueM B Hopkax (Howard et al., 2020).

HpOJ’II/ITb CBET Ha TO, KaK IIpouCXoania 3BOJIOIHUA BOJIOCATUKOB, MOTJIa OBl
TCHOMUKA, IIOCKOJIBKY B IT'€HOME COACPIKUTCH I/IH(I)OpMaI_[I/IH O IIPpHU3HAKax, CBOM-
CTBaxX M OHTOI'CHC3C OpraHu3Mma. O,Z[HaKO BOIIPOC HMHTCPIPETAIUU T'CHOMHBIX
JAaHHBIX ABJISACTCA aKTyaJ’ILHOﬁ HpO6J'ICMOI>i COBpeMeHHOﬁ HayKH. Ha CETOAHA HET
METOAHMKHU JaKE CaMOro pr6OFO OImucaHus CTPpOCHH: TEJla 10 I'CHOMY, XOTs, BE-
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POSITHO, BO3MO»XHOCTH 3TOT0 OMUCAHMS MOTYT MPEB30MTH JIFOObIC BO3MOXKHOCTH
MHUKpOCKouu. [ToMHUMO 3TOT0, /715l IOAABIISFOIIETO OOIBIIMHCTBA HEMOJICITBHBIX
OpPTaHMU3MOB, B TOM YHCJIE BOJIOCATHKOB, OTCYTCTBYET (DyHKIIMOHAIIbHAS aHHOTA-
1St TEHOMOB M TPAHCKPUTIITOMOB. J[aXke mpoBepka Te3uca, 4To yIpolleHue 1ia-
Ha CTPOCHUS M UCUE3HOBEHUE KaKUX-TUOO CTPYKTYP CBSI3aHO C YTPaTOl T'CHOB,
OTBEUAIONINX 33 Pa3BUTHUE dTUX CTPYKTYP, OCIOKHEHO MPOOJIEMOH TOMCKa ro-
MOJIOT'OB I'€HOB M MX MHOTO(YHKIIHOHATBHOCTBIO. MBI PELIUIN TPOBEPUTD, CO-
JIepKaTcs U B FeHOMHBIX qaHHbIX Nematoda n Nematomorpha resl, CBsSI3aHHBIC
C Pa3BHUTHEM TJ1a3 M KOHEYHOCTEH B JPYTUX T'PyIIax )KUBOTHBIX.

Pa3BuTHE TakuxX CTPYKTYp, KaK IJIa3 MIM KOHEYHOCTB, PEryJHNpyeTcs To-
MOJIOTHYHBIMH T€HaMH y U3YUYEHHBIX paHee ITO3BOHOYHBIX U 0ECHO3BOHOYHBIX
KUBOTHBIX. MHOT'HE KITIOUEBBIC T€HBI YYaCTBYIOLINE B ATHUX IPOIEcCaX UMEIOT
CXOJIHBIC MATTEPHBI DKCIPECCUU Y PAa3HBIX BUIOB. JJaHHOE SIBJICHHE MOJIYYHUIIO
Ha3BaHue riyookas romosorus (“deep homology”) (Pueyo, Couso, 2005; Shubin
et al., 2010). PaccMOTprM OCHOBHBIE TE€HBI, BOBJICUCHHBIE B PETYIISIIHIO pa3BH-
THS TJ1a3 1 KOHEYHOCTEH y Hanbosee XOpoIIo N3y4YeHHBIX TO3BOHOYHBIX U Oec-
MI03BOHOYHBIX )KHBOTHBIX.

PET'YJIALUSA PABBUTH A ITTA3A

Hecmorps Ha To, uTO neTtanu pa3sutus riasa y Drosophila melanogaster
U TTO3BOHOYHBIX, HAa IIPUMEPE YeJIOBEKa MM MBI, Pa3IM4aloTCs, HEKOTOPbIE
KJIFOYEBBIE JJIS 3TOTO Mpolecca reHbl KoHcepBatuBHbL. K npumepy, ren Paired
box 6 (Pax6) 3amyckaeT pa3BUTHE IJla3a U y MMO3BOHOUHBIX, U Y OCCIIO3BOHOU-
HbIX. B xone passutus 310t red y D. melanogaster n n3y4eHHBIX II03BOHOU-
HBIX 3KCIIpECCUpYeTCs TakKe M B APYTHX y4yacTKaxX 3apoAbllia, K IpUMEDY,
B Moare. Ele oquH BaxXHBIN I pa3BUTHSA I1a3a TeH — So, sine oculis (Six3 y mo-
3BOHOYHBIX), TOXKE YYaCTBYET Y M3yUEHHBIX KMBOTHBIX B Pa3BUTHH LIEHTPAJIb-
HOW HEpBHOMW CHCTEMBI (B YaCTHOCTH, FOJIOBHOT'O MO3ra). J{pyrue reHbl pa3BuTHs
rna3 (Dpp, Wnt3a, Al, Dac, Hh, En, Fng, Barh) Takxe MynbTudyHKIIHOHATE-
HBIC: B YaCTHOCTH, OHHM YUACTBYIOT B Pa3BUTUHU KoHeuHOCTEH (Wawersik, Maas,
2000), mosToMy OyAyT pacCMOTPEHBI HUXKE.

PET'YJISALIMA PABBUTU S KOHEUHOCTEN

3a nmocieHue JeCATUIICTUS ObLIIO HAaiICHO MHOKECTBO TOMOJIOTHYHBIX I'e-
HOB, KOTOpbIC OTBEYAIOT 33 Pa3BUTHE KOHEYHOCTEH y MO3BOHOUHBIX U OECIO3-
BoHOUHBIX (Panganiban, 1997; Shubin et al., 2009). CTouT OTMETUTH, UTO JJIs
OOJIBIIMHCTBA ATHUX FCHOB M3BECTHBI (DYHKIIMH, CBSI3aHHBIC C PEryJIsiuel pas-
BUTHS IPYTUX CTPYKTYP; U3BECTHBIE (PYHKIINH HEKOTOPBIX M3 HUX OTPAXKEHBI B
tabmuie 1. CXonHbIE TaTTEPHBI SKCIIPECCHU TOMOJIOTHYHBIX TEHOB B PACTyIIeH
KOHEYHOCTH MOTYT CBHUJICTEILCTBOBATh O TTYOOKOH I'OMOJIOTMU KOHEYHOCTEU
MO3BOHOYHBIX M Oecno3BoHOouHbIX (Pueyo, Couso, 2005). Koneunoctu popmu-
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Tadauna 1. [lononHuTenbHble PYHKIIUU I€HOB, PET'YJIUPYIONIUX Pa3BUTHE
KOHEYHOCTEH Y TO3BOHOYHBIX U OECIIO3BOHOYHBIX.

Ien ®yukuus y Vertebrata ®yuxkuus y Drosophila
Wni3a/Wi Perynsanust pa3BuTHs HEHPOHOB, KO- Mapkep OpIOIIHON CTOPOHEI Tea
& creif, muonnToB (Avila et al., 2020) | (Kopp et al., 1999)

Shh/Hh Perynsnust pa3BuTHsI CKeJeTa, PasmeTka 3aiHUX YacTel CErMEeHTOB
HepBHOI cuctemsl (Jin et al., 2019) | tena (Marigo et al., 1995)

En Omnpenenenne BEHTPaIbHON Pa3meTka 3aJHUX YacTel CETMEHTOB
CTOpOHEI TeJa tena (Patel et al., 1989)
Perynsuuns passutus ria3 (Meijlink

ADAAT | a1 1999, Cobos et al., 2005).

DIx/DIl Perynsmnus pa3BUTHS TOJTOBHOTO

mosra (Anderson et al., 1997).
Perynsuust pazButus 3y00B,
Barx/Barh |HepBHOro rpe6ns (Barlow et al.,
1999; Kevitha et al., 2010)
®dopmupoBaHue qopaMuHIPrUYe-
Lmx/Ap |CKUX B CEpOTOHHHIPTHUSCKUX
Heliponos (Matsunaga et al., 2002)
PerﬂﬂHI/Iﬂ Pa3sBUTUA MBI U
Hox11/Cl |cyxoxuiuii B pacTynux KOHed-
HocTsix (Swinehart et al., 2013)

Perynsuus pazsutus riasa
(Gramats et al., 2022)
Peryisinus pa3sutus rinasa
(Pignoni et al., 1997)

Dachl/Dac

BMP/Dpp

PYIOTCSL KaK BBIPOCTBI CTEHKH TeJla, IOITOMY COXPAHSIOT 3aJ0KEHHYIO Ha 00-
Jiee paHHEH cTaguu SMOpHOTeHe3a pa3MeTKy J0pCaibHON U BeHTpaiabHO (DV)
MOBEPXHOCTEH; KpOME TOr0, OHM Pa3BUBAIOTCS B MPOKCHMO-TucTaibHOM (PD)
u niepenHe-3anneM (AP) nanpasnenusx (Jin et al., 2019).

PazButne xonewHocteit y Drosophila melanogaster m3y4eHo B JeTasaX
(Ruiz-Losada et al., 2018) (puc. 1,6, ), HO OYCHL MaJi0 CBEACHHUI O Pa3BUTHH
KOHEYHOCTEH pakooOpa3HbBIX U MayKOOOpa3HbIX, a TeM 0oJiee APyTHX 0ecrio3Bo-
HOYHBIX (OHIXO(OP, THXOXOOK).

TOMEO3HCHBIC TEHBI OMPEACISIIOT CTPYKTYPbI, XapaKTEePHbIE I KasKJO0TO
cermenTa Tena D. melanogaster. 3a crienuUKaIMIO CETMEHTOB TPYAH U CO-
OTBCTCTBYIOLIUX KOHEYHOCTEH OTBETCTBEHHBLI T'OMEO3HCHBIE T'€HBI SCX Combs
reduced (Scr), Antennapedia (Antp) u Ultrabithorax (Ubx). benok Scr oTBeyaeT
3a criennUKAIKIO Pa3BUTHS HOT Ha IEPEIHETPY/IU, @ Ha CPEAHETPYIH, TIe pa3-
BUBAIOTCS HOTU M KPBLUIbs, 3TY (YHKIIMIO BBITONHACT Antp, u, HakoHer, Ubx
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[Ppiwimianiaay Rn, Barx, Dachl
AL TE

Dix (AER)

DI, R, Ap,
BT, AL T

Puc. 1. Perynsius pa3BUTHS KOHEUHOCTEH y TO3BOHOYHBIX M OECIIO3BOHOUHBIX: @ — PETYJIs-
LUl Pa3BUTHSI KOHEYHOCTH Y TIO3BOHOYHBIX, BUJ] CBEPXY: 6 — PEryJIsliisl Pa3BUTHsI KOHEUHOCTH
y Drosophila melanogaster, Bun cOOKy; 6 — peryJisiiiis pa3BUTHS KOHCYHOCTH Y MO3BOHOYHBIX;
BUJI C3a]IM; 2 — PETYJISAINUS Pa3BUTH KOHEUHOCTH y D. melanogaster, Buj c3agu. I'oMogornansle
reHbl 0003HaueHbl onnHaKoBbIMU 1BeTamu. Jis rena Cll D. melanogaster ne obHapyKeH To-
MOJIOT Yy ITO3BOHOUHBIX (0003HaueH uepHbIM). «IlepeBepHyTOoe» monoxenue DV noBepxHocTeit
B KOHEYHOCTSX 00BsICHSIETCSI 001Iel mHBepcHueil Tea XxopnoBeix (Manaxos, 1977).

AKCIPECCUPYETCs Ha 3aTHETPY/IHU, TJIe PAa3BUBAIOTCS HOTH U XY XKKallblia. Takxke
Ha paHHUX CTaJUAX Pa3BUTHS KOHEYHOCTEH B MX 3a4aTKaX 3KCIPECCHPYETCS
reH Distal-less, DII (Grubb, 2006).

I'en Engrailed (En) skcnipeccupyercst B 3aJiHEi 4acTH 3a4aTka KOHCYHOCTH,
rJie aKkTUBUPYET dKcnpeccrto reHa Hh, Takke sBIsironerocs: Mapkepom 3aaHei
gactu koHedHocTH (Ruiz-Losada et al., 2018). Hh na cimaHO# cTOpOHE 3a4aTka
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KOHEYHOCTH 3amycKaeT dKkcrpeccuio rena Dpp (decapentaplegic), a Ha OprourHoit
CTOpOHE — FKcnpeccuio reHa Wg (wingless, roMoJior reHa mo3BOHOUHbIX Wntl).
benox Dpp monasmsieT skcnpeccuto reHa Wg Ha CIHHHOM CTOpoHE, a 6e1ok Wg
MoJIaBIIsieT AKcIpeccuio Dpp Ha OpromrHoit cropore (puc. 1,0). UHTEpecHo, uTo y
ITO3BOHOYHBIX B OIPE/IEIIEHUH JOPCOBEHTPAIBHBIX MMATTEPHOB Pa3BUTHUS KOHEU-
HOCTH UT'PAET posib He IpsiMoii romosior Wg — Wntl, a npyroii 6emok, npuHaie-
skaiuil cemeiictBy Wnt — Wnt7a, u skcripeccupyeTrcst OH Ha JOp3aibHON CTOPOHE
KOHEYHOCTH COIJIaCHO 00IIel nHBepcuu Tena xopaoBbix (Manaxos, 1977).

I'panuentsl koHLIEHTpauuii Dpp n Wg cXoasTCsl B LIEHTPAJIBHON 4acTH UMa-
THHAJIBHOTO TNCKa HOTH, TJIe BMECTE 3aIrycKaroT dkcrpeccuto rera DIl (puc. 1,6);
BIIOCJIEZICTBUU 3Ta LIEHTPAJIbHAS YaCTh CTAHOBUTCS JUCTAIBHBIM y4aCTKOM KO-
HeuHoctu (Gramats et al., 2022). Ha nepudepuu 3Toro 3agarka 3KCIpeccHpy-
ercst reH Hth (homothorax), nponykt koToporo Bmecte ¢ npoaykrom rena Exd
(extradenticle) dopmupyer rerepogumep, ONPEACISIONUNA Pa3BUTHE MPOKCH-
MaJIbHOM 4aCTH KOHEYHOCTH.

Ha 6onee nozgaux cragusix Ha nepudepun obiactu sxcnpeccun DIl aktu-
BupyeTtcs dkcnpeccus reHa Dac (dachshund) (Gramats et al., 2022). ITpu sTom
B KJIETKax, rae skcnpeccupyercs Dac, momasisiercs skcripeccust DIl; oOmacts
skcnpeccun Dac orpannuuBaetcs ¢ nomouisio 0enkoB Wg u Dpp Ha nepude-
pHH UMarvHaJbHOrO AMCKa HOTU. BooO1ie roBopsi, uem OJmxKe KISTKH K IEHTPY
MMaruHaJbHOTO IMCKA KOHEYHOCTH, TeM 00Jiee TUCTAIbHBIMU CTAHYT OHU M UX
MOTOMKH, 4eM OJrke K nepudepun — TeM Ooliee MPOKCUMAIBHBIMH OyIIyT WX
IIOTOMKH B 3P€EJIOIl KOHEUHOCTH.

[MozaHee BKIIOYArOTCS OOJIee AUCTATbHBIC I'CHBI, YYaCTBYIOIINE B pa3METKE
nmanku (tarsus): Rn u Ss (spineless), Al (aristaless) u Cl (clawless, romomorn —
Tlx/Hox11), Bar (romonor Barx (Higashijima, 1992)) u Ap (apterous, LIM-nomen
copeprkammii 6enok). Perientop Notch, perynupyomuii pa3BuTHe HEPBHOW CH-
cTeMbl, 1 ero nuransl Delta u Serrate pasmeuator y D. melanogaster TpaHuIbl
Mexay cermentamu Horu (Ruiz-Losada et al., 2018).

Pa3BuTre KOHEYHOCTEH Yy IO3BOHOYHBIX PETYJIUPYETCS B3aUMOJECHCTBY-
IONIMMH MEXJTy COOOH Me307epMalIbHBIMH U JKTOACPMAJIbHBIMH OPraHH3aTo-
pamu (puc. 1,a, ). MHOTHE dKCIIpeccCUpyeMbIe 37eCh OETKHU-MOP(POTEeHBI TOMO-
JIOTUYHBI OenkaM Oecro3BOHOYHBIX. llepenHe-3ajHee pa3BUTHE KOHEYHOCTH
MO3BOHOYHBIX 3a/1a€TCsl TPYNION ME3EHXMMaJbHBIX KJIETOK B 3aJHEH 4YacTH
KOHEYHOCTH (30Ha TOJISIPU3allMOHHON aKkTHBHOCTH, ZPA). OTH KileTku cekpe-
TUPYIOT MynbTH(YHKIHOHATBHBIN (pakTop Sonic hedgehog (Shh, romonor Hh
y D. melanogaster) (Jin et al., 2019). IlepeaHsst yacTh KOHEYHOCTH ONPEACIIs-
etcs 6enkoM Alx4 (aristaless-like homeobox 4, romomnor Al y D. melanogaster)
(Takahashi et al., 1998).

I'pynia anuKadbHBIX SKTOEpMaNbHBIX Ki1eTOK AER cexpetupyet dpakTops
pocta ¢ubpodracros (FGFs) u onpenensier pa3BuTHe KOHEYHOCTH B IPOKCUMO-
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muctansHoM (PD) HampaBienuu, popMy U JUIMHY 3pelibIX KOHe4YHocTel. PaH-
HUI Mapkep 3TOH 30HBI — 6emok Wnt3a, KOTOPBIN MOAIEP)KUBAET IKCIIPECCUIO
FGFs B knetkax AER (Kengaku et al., 1998).

DKcIpeccust TpaHCKPUTIIIHOHHOTO (akTopa Meis (romosnor Hth y D. mela-
nogaster) nonasisiercs ¢paxkropoM Fgf8 B mucTabHON 4acTH KOHEYHOCTH, TI03TO-
My Meis dKcripeccupyeTcst B MpOKCUMaNbHBIX KieTkax (Mercader et al., 2005).
Meis oOpasyet rereponumep ¢ 6enkom Pbx (romonor Exd y D. melanogaster),
BMecTe 3TH OCNIKH y4YacTBYIOT, MOMHUMO PETyJSLUU Pa3BUTHS KOHEYHOCTEH,
B pa3BuTHH rojosHoro mosra (Rieckhof et al., 1997; Toresson et al., 2000). B me-
36HXUMHBIX KJIETKAX MEIUAJIBHON U IUCTAIBHON YacTel KoHeuHOCTH 110 PD-ocu
akcrpeccupyetcs 6enok Dachl (dachshund, romomor Dac y D. melanogaster), xo-
TOpBII TaKxke penpeccupyet padoty Meis (Pueyo, Couso, 2005).

B AER oakcmpeccupyrorcs TroMeo0OKC-COAepiKallne TeHBl CeMelcTBa
DIx (distalless-like homeobox, romonor DIl y D. melanogaster) (Panganiban,
Rubenstein, 2002).

B nucranpHOM 4acTH KOHEYHOCTH paboTaeT elle HECKOJIBKO KOHCEPBAaTHB-
HBIX T€HOB, KOTOPBIE HMEIOT CXOHbIE (PYHKIINU Y OECIIO3BOHOYHBIX )KHBOTHBIX.
Cpenu HuX — renbl Barx u Rn (rotund).

ZPA u AER cBs3ansl B xoze pa3Butus (puc. 1,a): onuna u3 FGFs, Beinense-
MbIx AER, nmenno Fgf8, maaymmpyer skcripeccuto Shh B xiretkax ZPA, Takum
00pa3oM, pocT KOHEUHOCTH B [UIMHY CTUMYJIUPYET MPOHNOPLUOHAIBHBIN POCT
B «IIMPUHY» (B MEpeAHE-3aJHEM HAIPABICHUHM) 3a cueT cTUMYIsinuu ZPA mox
BnusinueM AER. B cBoro ouepens, ZPA Bausier Ha BeipaboTky FGFs, B wacT-
HoctH B AER. Takoii cBsi3u Mex 1y opraHu3aTopaMy B pa3BUBAIOIIEHCS KOHEY-
HOCTH HE BCTpevaeTcsi y 0eCrio3BOHOUHBIX )KMBOTHBIX (Jin et al., 2019).

B nonnepxannn Qpynkuuonupoanus AER Takxke orocpenoBaHHO depe3
Shh npuauMaroT ygactue Hox-rensl. B rene Shh ecTb 3HXaHCEp, C KOTOPHIM
CBSI3BIBAIOTCS TPAHCKPUIIMOHHBIC (aKTOphl, BKIo4ass Hox-reHel. Y 3meil B
9TOM PHXaHCEpE eCTh Jeielus, u3-3a KoTopoi Oenku Hox He MOTyT ¢ HUM CBS-
3bIBaTHCS M AKTUBUPOBATH TpaHCKpumuuio Shh; moatomy neitcreue Shh na AER
HenocTaTouHo, 1 AER He monyyaeT 1ocTaTrodHoro pa3BuTus. B pesymnsrare ko-
HEYHOCTH Y 3Meii He pasBuBatorcs (Grubb, 2006).

B ¢opmupoBanny cnimHHON M OPIOMIHONW CTOPOH KOHEYHOCTH TaKXkKe yda-
CTBYIOT OCJTKH, MMEIONIHE TOMOJIOTH y OCECIO3BOHOYHBIX JKHMBOTHEIX. Cpemu
HUX — IPOAYKTHI dKcripeccnu reHoB Wnt7a, Lmx1b, En u Rfng (radical fringe),
BMP (romomnor Dpp y D. melanogaster). Kak u gpyrue reHbl CBOET0 CEMEWCTBA,
red Wnt7a skcpeccupyeTcsi Ha JOpCajbHON CTOPOHE KOHEYHOCTH, HO IPUTOM
MHOTO(QYHKIIMOHAJICH U, K IPUMEPY, YIaCTBYET B Pa3BUTHH JKEHCKOU ITOJIOBOI
cucremsbl (Miller et al., 1998). F'omeobokc-conepxamnuii ren Lmx1b onpenensier
nmop3ansHyto cTopoHy koHewHOCTH (Chen et al., 1998). I'erm Rfng sxcmpeccupy-
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Taﬁ.lmua 2. HpI/ICYTCTBI/Ie HJIX OTCYTCTBUE I'OMOJIOT'OB I'€HOB, CBA3aHHBIX
C pa3BUTHUEM TJi1a3 U KOHe‘lHOCTeﬁ, B pasHLBIX Irpynmnax XUBOTHBIX, 4 TaAKKE U3~
BCCTHBIC (bYHKHI/II/I HCKOTOPLIX I'OMOJIOTOB Y HEMATOM.

Verte- | Droso-| Nemato-
I'en brata | phila | morpha Nematoda ®ynknnu y Nematoda
PasButue rnasa
Pax6 Y4acTByIOT B crieiiupuka-
LUU KJIETOK SIHUTEIHS 1
roHax (Cinar et al., 2004)
Six3 Perynupytor pa3Burue

HEWPOHOB CCHCOPHBIX Ma-
nnsuia (Cros et al., 2022)

PasBuTne xoHEUHOCTEN

W

Alx4/Al

Perynsanus pa3BUTHS
CEHCOPHBIX HEHPOHOB
(Topalidou, 2011)

DIx/DIl

Meis/Hth

BMP/Dpp Dbl-1 Peryunsiumst pazmeposB Tena
(Suzuki et al., 2017)

PasBuTHE KYTHKYJIBI, I'e-
Hutanuid y camios (Huang
et al., 2009)

KoHTposupyet pocT TakcOHOB
B MIEPE/IHE-3a/IHEM HATIpaBIie-
Huu (Pujol et al., 2000)

s

Shh/Hh

En Cretn¢ukanys BaIuKoB Ii-
nonepmsl (Cassata et al., 2005)

Barx/Barh Pa3BuTHE HEHPOHOB U rO-
Hax (Peden et al., 2007)

Lmx/Ap

Hox11/Cl1 [Tapamnor
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eTCsl B IOpCaJIbHOW YacTH KOHEUYHOCTH, YYacTBYeT B nmo3umonnpoBanuu AER
(Rodriguez-Esteban et al., 1997). I'enbl cemetictBa BMP B kOHEYHOCTSIX TIO3BO-
HOYHBIX, KaK U B OCTAJILHOM TeJIe, IKCIIPECCUPYIOTCS Ha OpromrHoi cTopoHe (Jin
et al., 2019). Hakonen, rer En (romosor En 'y D. melanogaster) sxcnipeccupyercs
Ha BEHTPaJIbHON CTOPOHE KOHEYHOCTH W TIOAABIISICT HAa HEH 3KCIIPECCHI0 BCEX
T'CHOB, OIPECIIONUX A0P3aIbHbIe TAaTTEPHBI.

T'OMOJIOTY TEHOB «PAa3BUTHS TJ1a3» U «PA3BUTHUS KOHEYHOCTEH» APO30(DHUITHI
Y TI03BOHOYHBIX OOHapyxeHbl y Caenorhabditis elegans, X0Ts y HemMaToJ TJia-
3a ¥ KOHEYHOCTH OTCYTCTBYIOT. B Tabmuiie 2 mpuBeIeHbBI HEKOTOPBIE (DYHKITHH
8-MU U3 ITUX T'CHOB.

WntepecHo, Haipumep, uto TeH DI, skcripeccupytomuiics y 1po30duist u
[I03BOHOYHBIX [IOMMMO KOHEYHOCTEH TOJIBKO B HEKOTOPBIX y4acTKaxX MO3ra, CBs-
3aHHBIX ¢ onTryeckoi ¢yHknmer (Panganiban et al., 1997), ectb y Hemaron u
y4acTBYET B ONpeesICHNH NepeHe-3aiHei ocu. 13 15 paccMOTpeHHBIX TE€HOB,
y4acTBYIOIIMX B Pa3BUTHH KOHEUHOCTEH, y HeMaToa oOHapyxeHo 11, a s eme
4 reHoB HaW€HBI TOMOJIOTH.

IIpumeuanue.

I'enomuas u x/IHK 6ubnuorexu Bonocaruka Gordionus alpestris OblIn CeKBEHUPOBAHHBIX Ha
matdopme Illumina, cbopka renoma 6pu1a caenana npu nomouu Newbler (http:/www.my454.
com/), a Tpanckpunroma — Trinity (https:/github.com/trinityrnaseq/trinityrnaseq/wiki). Takske
Oobutn Mcronb3oBaHbl gocTymHble B NCBI (https:/www.ncbi.nlm.nih.gov/bioproject/) Tpanc-
kpuntomsl Gordius sp. (PRINAS533925), Paragordius varius (PRJEB19315) u Nectonema
munidae (PRINA523701), koTopsle Ol cOOpaHbl HAMH C TIOMOLIBIO ITporpamMmbl Trinity. Jlst
renoma G. alpestris TeHBI OBLITN TpeNCcKa3aHbl ¢ moMomnsio mporpamm GeneMark (http://exon.
gatech.edu/GeneMark/) n Augustus (https:/bioinf.uni-greifswald.de/augustus/), a Taxxe mpo-
rpammbl Maker2 (Holt, Yandell, 2011) muas uaTerpamyn Mozesel reHoB AByX ab initio nmpencka3sa-
Teneil u cBuAeTeNnsCTB U3 romonorun ¢ 6enkamu UniProtKB/Swiss-Prot. AMuHOKHCIOTHEIE TTO-
CJIEJIOBATEILHOCTH 110 TPAHCKPHUIITOMHBIM JaHHBIM ObLIN NPEACKA3aHbI C TOMOLIBIO IPOrPaMMBI
TransDecoder (https:/github.com/TransDecoder/TransDecoder). Bruto paccmorpeno 15 reHos,
KJIFOUEBBIX JUIS pa3BUTHs KoHeuHocTel D. melanogaster (Ruiz-Losada et al., 2018) u 2 rena,
KJIIOYEBBIX ISl Pa3BUTHS IJ1a3 [MO3BOHOYHBIX M Oecro3BoHOYHBIX. B 6aze manubix nr (https:/
www.ncbi.nlm.nih.gov/refseq/about/nonredundantproteins/) 6buIn HaliZEHBI TOCIIEIOBATEIBHO-
cTH OEJKOB, KOAUPYEMbIX 3TUMH TeHamu y D. melanogaster, 0 TUM OCIEA0BATEIBHOCTIM
OBLJI IIPOBE/ICH JIOKAJIbHBIN MOUCK blastp MPOTHB ITpeACKa3aHHBIX 10 TEHOMY M TPAHCKPHIITOMAM
[IPOTEOMOB YETHIPEX BH/IOB BOJOCATHKOB. J{JIsl HAWACHHBIX MOCIEI0BATEIBHOCTEH ObLI IPOBE-
IeH oOparHbI mouck blastp mpoTuB 0a3bl maHHEIX nr. Jlanee GenKOBBIE MOCIEAOBATEIEHOCTH
BOJIOCATHKOB D. melanogaster N 1moCIeI0BaTENbHOCTH, HaliJIeHHbIE B NI, ObLIN BHIPOBHEHBI C
nomokio nporpammel Mafft (https:/mafft.cbre.jp/alignment/software/), BeIpaBHUBaHUS OBIIN
oOpaboTansl BpydHyI0 C¢ momomipio nporpammbl BioEdit (https:/bioedit.software.informer.
com/7.2/) ¢ uenblo yAajaeHUsl HEBBIPABHUBACMBIX YYaCTKOB Ul (DMIIOT€HETHYECKOrO aHAIU3a.
ITo BbIpaBHUBAHHSM OBLIH MOCTPOCHBI (UIOTCHETHYCCKUE JACPEBbsI C MOMOLIBIO HPOrPaMMbI
iqtree (http:/www.iqtree.org/), nepeBbs OBIITH HCIIOIB30BAHBI ISl BBISIBICHUS OPTOJOTHIHOCTH
T'eHOB Yy BOJIOCATHKOB M HEMAaTO/. 3HAKOM ‘-° 0003HAa4YEHBI I'eHbI, He 0OHAPYKEHHbIE Y COOTBET-
CTBYIOLICH I'PYIIIBI, CBETIO-CEPHIM — TOMOJIOTH (I1apajiori) y COOTBETCTBYIOLICH I'PYIIIBI, Ce-
PBIM — TEHBI (OPTOJIOTH), KOTOPBIE OOHAPYKEHHI y MpencTaBuTeneil rpynnel. benok dac cpexn
BOJIOCATHKOB OOHApYKEH TONIbKO y Nectonema munidae.
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T'EHBI «PA3BUTUSA I'JIA3» U «PA3BBUTU I KOHEUHOCTE»
Y NEMATOMORPHA

Hcxonst U3 runoressl CIOKHOIO IIPeiKa, OpraHUu3aluio BOJIOCATUKOB TaKXKe
clefyeT MPU3HATh YIPOIIEHHOH! (BEPOATHO, B CBA3H C MEPEXOJOM K Mapa3uTH3-
MYy) — K IpUMEPY, Y HUX OTCYTCTBYIOT Tj1a3a, KOHEYHOCTH. MBI pelIuin mpo-
BEPUTH, KaK IIPEACTABIICHB] Y BOJIOCATUKOB I'€HbI, CBA3aHHBIC C PA3BUTUEM DTUX
CTPYKTYD.

B xoze uccnenoBanus reHOMa M TPAHCKPUIITOMOB BOJIOCATUKOB MBI OOHApy-
YKUJIM TOMOJIOTH MHOTMX T€HOB, y4aCTBYIOIIMX B Pa3BUTHH I'J1a3 U KOHEUHOCTEN
IPYTHX )KMUBOTHBIX. Pe3ynbraThl mpeacTaBieHbl B TAOIUIE 2.

W3 tabnuiel 2 BUAHO, YTO y BCEX PACCMOTPEHHBIX OPTaHHW3MOB €CTh JBa
reHa, KIJIIUEBBIX JUJIsl pa3BUTHsI IM1a3a — Pax6 u Six3, HecMoTps Ha TO, YTO y BO-
JIOCATHKOB IJ1a3a OTCYTCTBYIOT.

VY BonocatukoB ObLIO 00HAPYKEHO 9 U3 15 reHOB, KOTOPBIE SBISIOTCS KITO-
YEBBIMU JUIS pa3BUTHS KOHEUHOCTEH Y HacekoMBIX; 11 n3 15 reHoB ecTh y HeMa-
Tol. BeposTHO, Takoii pe3yibTaT MOXKET OBITH CBS3aH C MYJIBTH(YHKIIHOHATh-
HOCTBIO T€HOB Pa3BUTHS JKUBOTHBIX.

Jiist emie 4eThIpex reHOB Y BOJIOCATUKOB MPEJICKa3aHbl BEPOSATHBIC TOMOJIO-
I'dl ¥ mapaJioru. AHanu3 cemeiictBa Wnt 3aTpyHeH BBUIY OOJBILIOTO CXOACTBA
noMeHOB Wnt y pa3HBIX TEHOB 3TOTO CeMelcTBa. Y TEHOB ceMelcTBa SS ecTh
TOMOJIOTH Y MTO3BOHOYHBIX KUBOTHBIX — PEIEIITOPBI ApOMATHUECKUX YIIIEBOIO-
pomoB (Aryl hydrocarbon receptor, Ahr), KoTopble 3aITycKaroT B KJIETKE OTBET Ha
CTpecc, BBI3BaHHBIN UykepoaHbIMu BemecTBamu (Duncan et al., 1998). imeHnHO
C TIOCJICIOBATEIBHOCTAMHM 3TUX PELEIITOPOB MO3BOHOYHBIX M HEMATOJ I'PyIIIH-
PYIOTCS Ha JIepeBe MOCIEIOBATEILHOCTH BOJIOCATHKOB. TaKkke y BOJIOCATHKOB
obHapy»xenbl romonord Hth 1 Exd, koTopble y H3y4YeHHBIX OpraHu3MoB (QyHK-
LIUOHUPYET BMECTE.

VY BonocaTukoB He oOHapyskeH TeH Al/Alx4, KOTOpPbI yuacTByeT B pa3Bu-
THH TJ1a3 U JUCTAJIBHBIX YacTe KoHedHocTel y D. melanogaster.

TaxuMm 00pa3om, ma)ke eciau KOHKPETHBIH MPU3HAK Y )KUBOTHOTO yTpadeH,
KJTFOUEBBIE ISl €T0 Pa3BUTHSA T€HBI MOTYT COXPAHSATHCA W BBHIMIONHATH APYTHE
(hyHKIMH, TPUHAMATH y9acTHE B PA3BUTHH APYTUX CTPYKTYP. YacTo maTTepHs
9KCIPECCUH TOMOJIOTMUHBIX I'€HOB KOHCEPBATHBHBI U COXPAHAIOTCA Yy KUBOT-
HBIX, UMEIOIINX OTAAJIEHHOE POACTBO (II03BOHOYHBIE U MyXH). B npyrux ciyua-
SIX T€H Kap/INHAJIBHO MEHSIET MECTO IKCIIPECCHU B SMOPHOHE Ha TOPa3i0 MEHb-
ITUX 9BOJIFOIIMOHHBIX PACCTOSHUSX, U TOT/IA IOCTYITHBIE METObI OMOMH(pOpMa-
THUKHU HE TO3BOJISIOT HaM 0e3 TabopaTopHBIX IKCIEPUMEHTOB MPEICKa3aTh €ro
HOBOE Ha3HAYCHHUE.

158



BJIIATOAAPHOCTHU

ABTOpBI BBIpAXKalOT OJIaroapHOCTh yYaCTHHKAaM KOJUIOKBHyMa «Mop-
¢dorenes B MHIMBUIYaJbHOM M HCTOPHYECKOM Pa3BUTHH» 3a IJIOIOTBOPHOE
00CYIKJICHHE TIpeIMeTa HACTOSIIero 0030pa, a Takxke PoccuiickoMy HayqYHOMY
(doHy, moAepKaBIIeMy pabOThI MO0 TEHOMHUKE MapasUTHYCCKUX YKUBOTHBIX
(rpanT Ne 19-74-20147).

CIIUCOK JIUTEPATYPBI
JKypasnés A.1O. 1995. Mup, kotoporo He MoxeT ObIThb // [Ipupona. T. 12. C. 21-28.

Manaxoe B.B. 1977. IIpobiemMa OCHOBHOI'O IJIJaHA CTPOSHUSI B PA3JIMYHBIX TPYIIIIAX BTO-
PUYHOPOTHIX )KUBOTHBIX // XKypH. 061, ononoruu. T. 38. Ne 4. C. 485-499.

Manaxos B.B. 1980. Cephalorhyncha — HOBBIi THII 5KHBOTHOT'O IAPCTBA, 00bEIMHFONTU I
Priapulida, Kinorhyncha, Gordiacea, n cucrema mepBHYHONOIOCTHBIX 4epBel //
300:1. xKypH. T. 59. Ne. 4. C. 485-499.

Manaxos B.B. 2004. IlpomcxoxkaeHue OMiIaTepasbHO-CUMMETPHYHBIX KUBOTHBIX
(Bilateria) // )KypH. o6m1. 6uonorun. T. 65. Ne. 5. C. 371-388.

Manaxose B.B. 2009. PeBomromust B 300J10TUH: HOBasi cuctema Ommarepwuii / Ilpupona.
Ne. 3. C. 40-54.

Manaxoe B.B., Aopuanos A.B. 1995. TonosoxoboTHsie (Cephalorhyncha) — HOBBI# THIT
JKUBOTHOTO IapctBa / M.: KMK.

Abouheif E., Akam M., Dickinson W.J. et al. 1997. Homology and developmental genes //
Trends Genet. V.13. Ne 11. P. 432433,

Akam M. Hox and HOM: homologous gene clusters in insects and vertebrates // Cell.
1989. V. 57. Ne. 3. P. 347-349.

Anderson S A., Eisenstat D.D., Shi L., Rubenstein J.L.R. 1997. Interneuron migration
from basal forebrain to neocortex: dependence on DIx genes // Science. V. 278.
Ne 5337. P. 474—-476.

Avila MLE., Sepulveda F.J., Burgos C.F. et al. 2010. Canonical Wnt3a modulates
intracellular calcium and enhances excitatory neurotransmission in hippocampal
neurons // J. Biol. Chem. V. 285. Ne. 24. P. 18939-18947.

Barlow A.J.,, Bogardi J.P., Ladher R., Francis-West P.H. 1999. Expression of chick
Barx-1 and its differential regulation by FGF-8 and BMP signaling in the maxillary
primordia / Dev. dyn. V. 214. Ne. 4. P. 291-302.

Blair D. 1983. Larval horsehair worms (Nematomorpha) from the tissues of native
freshwater fish in New Zealand // N. Z. J. Zool. V. 10. Ne. 4. P. 341-344.

Bleidorn C., Schmidt-Rhaesa A., Garey J. R. Systematic relationships of Nematomorpha
based on molecular and morphological data // Invertebr. Biolo. 2002. V. 121. Ne. 4.
P. 357-364.

Campbell G. 2005. Regulation of gene expression in the distal region of the Drosophila
leg by the Hox11 homolog, C15 // Dev. biol. V. 278. Ne 2. P. 607—618.

159



Cassata G., Shemer G., Morandi P. et al. 2005. ceh-16/engrailed patterns the embryonic
epidermis of Caenorhabditis elegans / Development. V. 132. Ne 4. P. 739-749.

Chen H., Lun Y., Ovchinnikov D. et al. 1998. Limb and kidney defects in Lmx1b mutant
mice suggest an involvement of LMXIB in human nail patella syndrome // Nat.
Genet. V. 19. Ne 1. P. 51-55.

Cinar H.N., Chisholm A.D. 2004. Genetic analysis of the Caenorhabditis elegans pax-6
locus: roles of paired domain-containing and nonpaired domain-containing isoforms //
Genetics. V. 168. Ne 3. P. 1307-1322.

Cobos 1., Broccoli V., Rubenstein J.L.R. 2005. The vertebrate ortholog of Aristaless
is regulated by DIx genes in the developing forebrain // J. Comp. Neurol. V. 483.
Ne 3. P. 292-303.

Cros C., Hobert O. 2022. Caenorhabditis elegans sine oculis/SIX-type homeobox genes
act as homeotic switches to define neuronal subtype identities // Proc. Nat. Acad.
Sci. USA. V. 119. Ne. 37. P. €2206817119.

Duan B., DONG X.I.P., Donoghue P.C.J. 2012. New palacoscolecid worms from
the Furongian (upper Cambrian) of Hunan, South China: Is Markuelia an embryonic
palacoscolecid? // Palacontology. V. 55. Ne 3. P. 613—622.

Duncan D.M., Burgess E.A., Duncan I. 1998. Control of distal antennal identity and tarsal
development in Drosophila by spineless—aristapedia, a homolog of the mammalian
dioxin receptor / Genes Dev. V. 12. Ne 9. P. 1290-1303.

Feany M.B., Bender W.W. 2000. A Drosophila model of Parkinson’s disease // Nature.
V. 404. Ne 6776. P. 394-398.

Gramates L.S., Agapite J., Attrill H. et al. 2022. FlyBase: a guided tour of highlighted
features / Genetics. V. 220. Ne 4. P. iyac035.

Grubb B.J. 2006. Developmental Biology, Scott F. Gilbert, editor // Integr. Comp. Biol.
V. 46. Ne. 5. P. 652—653.

Halder G., Callaerts P., Gehring W.J. 1995. Induction of ectopic eyes by targeted
expression of the eyeless gene in Drosophila // Science. V. 267. Ne 5205. P. 1788—
1792.

Hanelt B., Thomas F., Schmidt-Rhaesa A. Biology of the phylum Nematomorpha // Adv.
Parasitol. 2005. V. 59. P. 243-305.

Harvey TH.P., Dong X., Donoghue P.C.J. Are palaecoscolecids ancestral ecdysozoans? //
Evol. Dev. 2010. V. 12. Ne 2. P. 177-200.

Higashijima S.I., Kojima T., Michiue T. et al. 1992. Dual Bar homeo box genes of
Drosophila required in two photoreceptor cells, R1 and R6, and primary pigment
cells for normal eye development // Genes Dev. V. 6. Ne 1. P. 50—60.

Holt C., Yandell M. 2011. MAKER2: an annotation pipeline and genome-database
management tool for second-generation genome projects / BMC Bioinform. V. 12.
Ne 1. P. 1-14.

Howard R.J., Hou X., Edgecombe G.D. et al. 2020. A tube-dwelling early Cambrian
lobopodian // Curr. Biol. V. 30. Ne 8. P. 1529-1536. e2.

160



Huang X, Tian E., Xu Y., Zhang H. 2009. The C. elegans engrailed homolog ceh-16
regulates the self-renewal expansion division of stem cell-like seam cells / Dev.
Biol. V. 333. Ne 2. P. 337-347.

Jin L., Wu J., Bellusci S., Zhang J.S. 2019. Fibroblast growth factor 10 and vertebrate
limb development // Front. Genet. V. 9. P. 705.

Kavitha B., Priyadharshini V., Sivapathasundharam B., Saraswathi T.R. 2010. Role
of genes in oro-dental diseases // Indian J. Dent. Res. V. 21. Ne 2. P. 270.

Kengaku M., Capdevia J., Rodriguez-Esteban C. et al. 1998. Distinct WNT pathways
regulating AER formation and dorsoventral polarity in the chick limb bud // Science.
V. 280. Ne 5367. P. 1274-1277.

Kopp A., Blackman R.K., Duncan I. 1999. Wingless, decapentaplegic and EGF receptor
signaling pathways interact to specify dorso-ventral pattern in the adult abdomen
of Drosophila // Development. V. 126. Ne. 16. P. 3495-3507.

Liu J., Han J., Simonettaa M. et al. 2006. New observations of the lobopod-like worm
Facivermis from the early cambrian Chengjiang Lagerstétte // Sci. Bull. V. 51. Ne 3.
P. 358-363.

Marigo V., Roberts D.J., Lee S.M. et al. 1995. Cloning, expression, and chromosomal
location of SHH and IHH: two human homologues of the Drosophila segment
polarity gene hedgehog / Genomics. V. 28. Ne. 1. P. 44-51.

Matsunaga E., Katahira T, Nakamura H.2002. Role of Lmx1band Wntl in mesencephalon
and metencephalon development // Development. V. 129. Ne 22. P. 5269-5277.

Meijlink F., Bewerdam A., Brower A. et al. 2004. Vertebrate aristaless-related genes //
Int. J. Dev. Biol. V. 43. Ne 7. P. 651-663.

Mercader N., Tanaka E.M., Torres M. 2005. Proximodistal identity during vertebrate
limb regeneration is regulated by Meis homeodomain proteins / Development.
V. 132. Ne 18. P. 4131-4142.

Miller C., Degenhardt K., Sassoon D.A. 1998. Fetal exposure to DES results in de-
regulation of Wnt7a during uterine morphogenesis / Nat. Genet. V. 20. Ne. 3.
P. 228-230.

Noll M. 1993. Evolution and role of Pax genes // Curr. Opin. Genet. V. 3. Ne 4. P. 595-605.

Panganiban G., Irvine S.M., Lowe C. et al. 1997. The origin and evolution of animal
appendages // Proc. Nat. Acad. Sci. USA. V. 94. Ne. 10. P. 5162-5166.

Panganiban G., Rubenstein J.L.R. 2002. Developmental functions of the Distal-less/DIx
homeobox genes // Development. V. 129. Ne 19. P. 4371-4386.

Patel N.H., Martin-Blanco E., Coleman K.G. et al. 1989. Expression of engrailed proteins
in arthropods, annelids, and chordates // Cell. V. 58. Ne 5. P. 955-968.

Peden E., Kimberly E., Gengyo-Ando K. et al. 2007. Control of sex-specific apoptosis
in C. elegans by the BarH homeodomain protein CEH-30 and the transcriptional
repressor UNC-37/Groucho / Genes Dev. V. 21. Ne 23. P. 3195-3207.

Pignoni F., Zipursky S.L. 1997. Induction of Drosophila eye development by deca-
pentaplegic / Development. V. 124. Ne 2. P. 271-278.

161



Poinar Jr.G. 2008. Global diversity of hairworms (Nematomorpha: Gordiaceac)
in freshwater / Hydrobiologia. V. 595. Ne 1. P. 79-83.

Poinar Jr.G. 1999. Paleochordodes protus ng, n. sp. (Nematomorpha, Chordodidae),
parasites of a fossil cockroach, with a critical examination of other fossil hairworms
and helminths of extant cockroaches (Insecta: Blattaria) // Invertebr. Biol. V. 118.
Ne 2. P. 109-115.

Poinar Jr.G., Buckley R. 2006. Nematode (Nematoda: Mermithidae) and hairworm
(Nematomorpha: Chordodidae) parasites in early Cretaceous amber // J. Invertebr.
Pathol. V. 93. Ne 1. P. 36—41.

Pueyo JI, Couso J.P. 2005. Parallels between the proximal-distal development
of vertebrate and arthropod appendages: homology without an ancestor? / Curr.
Opin. Genet. V. 15. Ne 4. P. 439—-446.

Pujol N., Torregrossa P., Ewbank J J., Brunet J.F. 2000. The homeodomain protein
CePHOX2/CEH-17 controls antero-posterior axonal growth in C. elegans //
Development. V. 127. Ne 15. P. 3361-3371.

Rieckhof G.E., Casares F., Ryoo H.D. et al. 1997. Nuclear translocation of extradenticle
requires homothorax, which encodes an extradenticle-related homeodomain pro-
tein // Cell. V. 91. Ne 2. P. 171-183.

Rodriguez-Esteban C., Schwabe J., Peiia J. et al. 1997. Radical fringe positions the apical
ectodermal ridge at the dorsoventral boundary of the vertebrate limb // Nature.
V. 386. Ne 6623. P. 360-366.

Ruiz-Losada M., Blom-Dahl D., Cordoba S., Estella C. 2018. Specification and patterning
of Drosophila appendages // J. Dev. Biol. V. 6. Ne. 3. P. 17.

Sharpee T.O., Destexhe A., Kawato M. etal. 2016. 25th annual computational neuroscience
meeting: CNS-2016 // BMC Neurosci. V. 17. P. 1-112.

Shubin N., Tabin C., Carroll S. 2009. Deep homology and the origins of evolutionary
novelty // Nature. V. 457. Ne 7231. P. 818—823.

Shubin N., Tabin C., Carroll S. 1997. Fossils, genes and the evolution of animal limbs /
Nature. V. 388. Ne 6643. P. 639-648.

Suzuki Y., Yandell M.D., Roy P.J. et al. 1999. A BMP homolog acts as a dose-dependent
regulator of body size and male tail patterning in Caenorhabditis elegans //
Development. V. 126. Ne 2. P. 241-250.

Swinehart I.T,, Schlientz A.J., Quintanilla C.A. et al. 2013. Hox1l genes are required
for regional patterning and integration of muscle, tendon and bone // Development.
V. 140. Ne 22. P. 4574—4582.

Takahashi M., Tamura K., Buscher D. et al. 1998. The role of Alx-4 in the establishment
of anteroposterior polarity during vertebrate limb development // Development.
V. 125. Ne. 22. P. 4417—-4425.

Tarazona O.A., Slota L.A., Lopez D.H. et al. 2016. The genetic program for cartilage
development has deep homology within Bilateria / Nature. V. 533. Ne 7601. P. 86—89.

162



Topalidou 1., van Oudenaarden A., Chalfie M. 2011. Caenorhabditis elegans aristaless/
Arx gene alr-1 restricts variable gene expression / Proc. Nat. Acad. Sci. USA.
V. 108. Ne 10. P. 4063—4068.

Toresson H., Parmar M., Campbell K. 2000. Expression of Meis and Pbx genes and
their protein products in the developing telencephalon: implications for regional
differentiation / Mech. Dev. V. 94. Ne 1-2. P. 183-187.

Wawersik S., Maas R.L. 2000. Vertebrate eye development as modeled in Drosophila //
Hum. Mol. Genet. V. 9. Ne 6. P. 917-925.

Xianguang H., Bergstrom J.A.N. 1994. Palaeoscolecid worms may be nematomorphs
rather than annelids // Lethaia. V. 27. Ne 1. P. 11-17.

Zhang X.G., Pratt B.R. 1996. Early Cambrian palaecoscolecid cuticles from Shaanxi,
China // J. Paleontol. V. 70. Ne 2. P. 275-279.

Zhu J., Palliyil S., Ran C., Kumar J.P. 2017. Drosophila Pax6 promotes development of
the entire eye-antennal disc, thereby ensuring proper adult head formation // Proc.
Nat. Acad. Sci. USA. V. 114. Ne 23. P. 5846—5853.

Zhuravlev A.Y., Gamez Vintaned J.A., Lifian E. 2011. The Palacoscolecida and the
evolution of the Ecdysozoa // Palacontogr. Can. V. 31. P. 177-204.

Homologs of genes for eye and limb development
in hairworms and nematode

A.M. Beregova, M.A. Nikitin, K.V. Mikhailov, B.D. Efeykin

In this review, we briefly describe genes involved in eye and limb development
in Drosophila melanogaster and vertebrates. The presence of homologous genes
and similar ways of their interaction in ontogenesis of vertebrates and invertebrates
is consistent with the concept of “deep homology” and the hypothesis of a complex
common ancestor of Bilateria, which had eyes and limbs. The genomes of nematodes
contain most of the genes that control the development of eyes and limbs in other
animals. We show that this is also true for hairworms (Nematomorpha), although the sets
of conserved genes in Nematoda and Nematomorpha differ: we predict, that dpp/BMP
has an ortholog in hairworms and paralogs in nematodes. Nematodes and hairworms
both lack the orthologues of Ss, fng/Rfng, Cll among the limb development genes.

Key words: Nematomorpha, deep homology, developmental genes
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I'OMEO3UC, TETEPOXPOHUU U UBMEHEHMU S ITVIAHA CTPOEHU A
B 2BOJIIOLIUU APTPOIIO/J

J.E. lllep6axoB

THaneonmonocuueckuti uncmumym PAH, Mockea

Hoceawaemcs A1 [llaposy

PaccmoTpeHbl y3710Bble MOMEHTHI MarucTpajibHOW 3BOJIIOLMOHHOW JIH-
HUM apTpoIoJl, BeAyLIeH OT IOJUXET K HaceKoMbIM. [nyOokoe Bce-
CTOPOHHEE CXOJCTBO CaMbIX IPHUMHTHBHBIX HACEKOMBIX, IPBITal0-
IIUX IIETHHOXBOCTOK, C BBICHIUMHU pakaMH, OCOOCHHO CHHKapHIaMH,
HE OCTaBJISIET COMHEHHH B MMPOUCXOKACHUU MEPBBIX HEMOCPEACTBCHHO
oT BTOpPBIX. CXOICTBO HUM() MOJEHOK CO IETHHOXBOCTKAMH ITOJTBEPXK-
AT, YTO IBOJIONHUS KPBUIATHIX HACEKOMBIX Hadajach ¢ aMpuOnormue-
CKHUX APEBHCKPLIJIbIX. MHOIOHOXKU — BTOPHUYHO YHPOIIEHHBLIE ITOTOM-
KM PaHHUX T'€KCalojl, YTPaTUBIINE MOpa3/IesICHIe TYJIOBHINA Ha TPY/Ib
1 OpIOIIKO W APYTHE aHIECTPalbHbIC MPU3HAKU B CBS3H C IEPEXOIOM
K CKpBITOMY 00pa3y >KM3HU. DHTOIHATHbIE HACEKOMBIE ITOKA3bIBAIOT Ha-
YaJIbHbIE CTAaJUU MUPHAIOAM3AIMH IIETHHOXBOCTOK. PonociioBHyI0 Ha-
CEKOMBIX MOKHO Bciien 3a [llapoBeIM TIpociiequTs B TITyOb BPEMEH depes
apXanyHbIX PAaKOOOPa3HBIX J0 TPUIOOUTOMOP], OONBIIEPYKHX apTPOIIOL
1 Jjasiee 10 APEBHEHIINX WICHUCTOHOTUX — TMHOKAPHU/I C XBaTaTeIbHBIMHU
aHTEeHHaMU (HO 0e3 XOmMIbHBIX HOT!). MHOTHE 0COOEHHOCTH CTPOCHUS
aptpomnox chopmupoBaucsk emie y Polychaeta — Hanbosee mpuMUTHBHBIX
Articulata. HanbGosiee cXoqHBl ¢ 4JICHHCTOHOTMMHM YEIIyH4aThle YepBU
(Aphroditacea). ITo aHamoruu ¢ MHOTOHOKKAMHU W SHTOTHATaMH, JIOOOTION
u He-wieHNcToHOrMX Ecdysozoa cinenyer TpakToBaTh Kak OOKOBbIE BET-
BU OT JUHOKapuIHOro KopHs Arthropoda, momeammue o my T ynporie-
HUS TJIaHa CTpoeHus. [lepecTpoiiku MIIaHOB CTPOCHUS OCYIIECTBISLIINCH
3a CYET reTepOXPOHUIN U FeTEPOTONHH (B TOM YHCIIE TaMOT'€TEPOTONHIHA).

Kurouesvie ciosa: Malacostraca, Syncarida, Archaeognatha, Ephemeroptera,
Entognatha, Myriapoda, Remipedia, Megacheira, Dinocarida, Lobopoda,
Ecdysozoa, Nemathelminthes, Aphroditacea, HeoTeHuUs1, rOMe0O3HC, TaMOTE€TEPO-
TOMMSI, TATMO3HKC, TPY/Ib, OPIONIKO, TPoxodhopa
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UJIeHUCTOHOTHE — CaMblil OOTaThlii BUAAMH THUII )KMBOTHOT'O 11apcTBa. Pa3-
HOOOpa3ue IJIaHOB MX CTPOCHHUS HACTOJIBKO BEJIIMKO, YTO HEKOTOPHIC aBTOPBI
JIeJTalid BBIBOJ] O HECBOAMMOCTH JTUX TUIAHOB K OOIMIEMY HpPEIKyY, TO €CTh I0-
nmupunun aptpomnof (Fryer, 1998). JIpyrue yueHsie B criope ¢ HUIMH HaXOIUIH
HOBBIE MPU3HAKH CXOJICTBA W HEOUEBUHBIC 3BOJIOIMOHHBIE MEXaHHU3MBI, I10-
3BOJISIBIIME OOBEAMHUTH JIPEBECA OTIEIBHBIX IPYII WICHUCTOHOTUX B CIUHOC
Moryuee aepeBo. K uucny yOekJeHHBIX CTOPOHHUKOB MOHOQMIIMK apTPOIIO]
NpUHaAJICKaI TaJaHTIMBBINA OT€YECTBEHHBIN YHTOMOJIOT W MMaJICOHTOJIOT AJIeK-
caunp I'puropreBuu llapos (1922—-1973). Ilepetins ot u3ydeHUsI MOPQPOIOTUH
1 SMOPHONIOTHH TIPUMHUTHUBHBIX COBPEMEHHBIX HACEKOMBIX K PEKOHCTPYKIIHH
XO0J1a SBOJTFOIIMH WIEHUCTHIX B IIEJIOM C TIPUBJICYCHUEM JJAHHBIX 110 UCKOTIAEMBIM,
OH COBEpIIHJI CTPEMUTEIILHBIN HAYYHBIN B3JIET, U HAM OCTACTCSI TOPHKO COXKa-
JIETh, YTO €r0 XHU3Hb TaK paHO oOopBajack. B copok ueTwipe roga oH 3alIUTHI
JIOKTOPCKYIO JTUCCEPTALINIO, TOCBSINEHHYO MTPOUCXOXKICHUIO U OCHOBHBIM 3Ta-
T1aM 3BOJTIOIMH apTPOIION, U OITyOJIMKOBaJ ee MOHOT padueii “Basic Arthropodan
Stock, with Special Reference to Insects” (Sharov, 1966).

B meproit momoBuHe XX Beka OBLIO MPUHATO CYUTATH, YTO OT KOJIb-
YeloB BO3HHUKJIU OHUXOQOpPHI, a OT T€X — YJICHUCTOHOI'HE, IPU 3TOM pako-
00pa3HbIX OOBEAWHSANN C HEMOJHOYCHIMU (MHOTOHOXKKAMHU M HAaCEKOMBI-
Mu) B rpynny Mandibulata (Snodgrass, 1938). Kuury IllapoBa moasepr-
U KPUTHKE CTOPOHHUKH TOTUPIIMH apTpomoa W KoHuenuuu Uniramia
(= Onychophora + Atelocerata; Manton, 1973; Bergstrom, 1986). Oxnaxo
BCcKope ObLTo moka3aHo, yTo Uniramia — oObeJMHEHNE UCKYCCTBEHHOE M YTO
BEpHa KJIaCCHMYECKasi TECOpPUS O POJACTBE HEIMOJHOYCHIX C PaKoOOpa3HBIMH
(Kukalova-Peck, 1992).

B Ttpynax IllapoBa monmy4uia pa3BUTHE TEOPHS O MPOUCXOXKJICHHUH Hace-
KOMBIX H JIDYTUX HEMOJIHOYChIX OT BBICIIMX pakooOpa3HbIX. J[aBHO M3BECTHOE
Mopdonoruueckoe cxoAcTBO BhicHinx pakoB (Malacostraca) ¢ HaCEKOMBIMU
B HAIllM JHU JIOTOJIHEHO MOPA3UTEIbHBIMH CXOJCTBAMU B TOHKOM CTPOCHHH
HEepPBHOH CHCTEMBI, MEeTaIsAX TeHETUKN pa3BuThus u T. 1. (Patel, 1994; Nilsson,
Osorio, 1998; Whitington, Bacon, 1998; Strausfeld, 2009). bauxe Bcero k pa-
KaM MepBUYHOOECKPBLTBIC HACCKOMBIE, & HMEHHO IPBITAIOIINE IETHHOXBOCT-
ku (Archaeognatha) (Hansen, 1893), a 6minxe Bcero kK HacekoMbIM — Syncarida,
TaKue Kak JO0XUBIIKE 10 HAlIUX JHEH Ha TacMaHUM «TOPHBIE KPEBETKUY
(Anaspidacea; Tillyard, 1930). BcecTroponHee cX0ACTBO ABYX 3THX TPyIII, Be-
IYIINX COBEPIIEHHO Pa3JIMYHBIA 00pa3 >KM3HU, HE MOXKET OBITh OOBSICHEHO
KOHBEPI'eHIIUEeH U HEOMPOBEPIKUMO CBHICTEIBCTBYET 00 UX OJIM3KOM POJICTBE
(Crampton, 1922). CnenoBarenbHO, HACEKOMbBIE — TOTOMKH BBICIITUX PAKOB.

UroObl MONYYHUTH apXeorHaT M3 CHHKApU[, AOCTaTOYHO OBLIO Mepenpo-
IPaMMHPOBATh Pa3BUTHE MATH 3aJHUX CETMEHTOB IPYAH MaJIAKOCTPaK C UX KO-
HeuHocTsiMU 110 00pa3ny Opromnbix (Tillyard, 1930), npu 3TOM Tpu TiepenHux
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Puc. 1. CpaBHEeHUE TJIAaHOB CTPOCHHUS MAJCOKAPUAMI U MaXUIUJ. 3aIlITPUXOBAHA 3aHSSA
4acTh IPY/H BBICHIIMX PaKoOB, BoLIeANIas B cocTaB Opronrka HacekoMbix (Shcherbakov, 2017).

(HOTOYEIIOCTHBIX) CETMEeHTa 00pa30BaM TPYAHON OTHEN HAaceKOMBIX (puc. 1).
[MomoOHbIe MOP(OreHETHYECKHE TIEPECTPONKH HA3BIBAIOT TOMCOTHYCCKUMHU,
W reTeporonusiMu. KpoMe Toro, y HACEKOMBIX MOJIOBBIC MPUAATKH CaMIIa CTa-
JIX Pa3BUBATHCS HE MPU OCHOBAHUU OPIOIIKA, KAK Y CHHKAPH/I, @ Ha €ro BEPIlH-
HC, ITPU 3TOM aHAJIOTUYHBIC NPUAATKH NOABUJIINCH U HA BEPIINHE 6p}01111<a caM-
ku (Shcherbakov, 1996, 2017). [lepeHoC NpU3HAKOB C OJHOIO I0Jia HA JPYTroM
TTOJTYYHJT Ha3BaHUe ramoreTeporonun (Meyen, 1988). Takue 4epThl HACEKOMBIX,
KaK CHJISIYHE I1a3a, OTHOBETBUCTHIC 1-¢ aHTCHHBI U yPOTIO/IbI, BOSHUKIIU 32 CUST
HEOTECHUHU — COXPAHEHHS BO B3POCIOM COCTOSHUU SMOPHOHANBLHBIX MTPU3HAKOB
CUHKAPUIHBIX MPENKOB. DTHU MpeoOpa30BaHusl CBSI3aHBI C BBIXOJIOM Ha CYyIY,
TaK e KaK M yTpara IJIaBarouieil TUIMHKY (HayTinyca) U ero niaBaTesIbHBIX
KOHEYHOCTEH — 2-X aHTeHH (0Tcroia HazBaHue Atelocerata) U 9HIOOJUTOB MaH-
nuoyn (Boudreaux, 1979).

[Ipenmomaraercs, 9To pakooOpa3HbIe MPEIKH apXEOTHAT BBIILIA Ha CYITy
B 30HE IMpuOOs, MphIras OT BOJH Kak aM(pUIOIB-TaauTpuabl (YepHEIIEB,
1997). B cmyuae omacHOCTH apXeorHaThl CIIOCOOHBI MPHITaTh B JIOOOM Ha-
MPaBIICHUY 3a CYET MOIIHOTO yaapa OpromrkoM 1o cyoctpary (Evans, 1975). Ux
MpenKy, KPeBETKH, TOKE UMEIOT CIIEIHaNbHBIN CI0co0 JTOKOMOIIMY Ha Kpai-
HUM ciyyail — MOIIHBIN rpeOoK BIepe OPIOIIKOM M XBOCTOBBIM BEEpPOM, YHO-
CAIUNA padka Ha3an (kapunowmaHas peakmus Oercta; Wagele, 1989). I[Ipsnkok
apXeorHaT MpeACTaBIISIET COO0H BHION3MEHEHHBIN IpeOOK pauybuM OPIOIIKOM,
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U B 000MX CiIyyasx 3Ta OKCTPEHHAas JOKOMOLHMs obecreunBaeTcs OTHUMH
Y TEMH K€ BUTBIMU MTPOJIOIBHBIMU TSXKaMHU OPIONITHBIX MBI, OUeBUIHO, TTIPHU-
YIHOW YBEIMUYCHHs OpIOIIKA 3a CUET IPyaHu IPH MPEBPAIICHIH PAaKOB B Hace-
KOMBIX CTaJla TIOTPEOHOCTh B YCHJICHHH OPIOIIHBIX MBIIII JJII TPEOJOICHUS
CHUJIBI TSKECTH MTPH MPbIKKaxX B Bo3ayLHOH cpene (Shcherbakov, 2017). bprom-
KO YBEJIIMYUIIOCh MMEHHO Ha ISITh CETMEHTOB, MOCKOJIbKY TPH Mapbl HOT ONTH-
MaJIBHBI JJ15 IEPEIBUKEHUS TI0 CYIIIe M Ha3eMHBIM pacTenusiMm (Mamaes, 1975).

B nckomaeMoM COCTOSIHMM CHHKAapHUJIbl M3BECTHBI ¢ KapOoOHa (BO3MOXKHO,
¢ JeBoHA) M mpezcTaBieHbl Palacocaridacea, oOMTaBIIMMHU Ha MEITKOBOMBSIX
1 B JIaryHaX. Y OIHOTO U3 POMIOB 3TOH rpynsl (Acanthotelson) momacTu XBOCTO-
BOTO Beepa nainbieBuaHbIe (Schram, 1984), aTo cCBUAETENBCTBYET B TOJIB3Y O0H-
TaHUs1 B OeperoBoil 30He MM Ha cyie. K apxeorHaraM OTHOCSITCS BbIMEPIIUE
onHoxBocTKU (Monura), u3BecTHbIE ¢ KapOoHa (BO3MOXKHO, C JIEBOHA) JI0 TpHaca
1 UMCBIINE TOJIBKO OAHY XBOCTOBYIO HUTD, HOZ[O6HO OBECHHUJIbHBIM OCO6HM CO-
BPEMCHHBIX apX€orHar (BO B3POCJIOM COCTOSAHHHU Y MOCICAHUX TPU XBOCTOBBIX
auTH; Sharov, 1966). Onrcansl MHOTOYHUCIICHHBIC CIICIBI TIEPEABHUKCHUS MOHYD,
B TOM YHCJIE CJIE/IbI MPBIXKKOB, TOBOPSIIUE 00 OOUTAHUH HA MOKPBITHIX OUCHb
TOHKHM CJIOEM BOZBI LITUCTHIX MecTax (Minter, Braddy, 2006).

OTKPBITOKUBYIIHE APXEOTHATHI COXPAHSIOT OCHOBHBIE YEPTHI CBOUX IPE.-
KOB, MaJlakOCTpaK: TarMo3UC C JIOBOJIBHO IUIaBHBIM IEPEXOJOM OT TarMbl
K Tarme; peakiiui OercrBa (MPHDKOK C MOMOIIBI0 MYCKYJIHCTOrO OpIOIIKA);
XBOCTOBOH Beep (IpeoOpa3oBaH B IEPKU + Maparepk); SK30N0AUThI (rpudein-
KM Ha Ta3WKaX I'PYJIHBIX HOT M OPIONIHBIX CETMEHTaX); SHIOTOINTHI OPIOITHBIX
KOHEYHOCTEH (peIyIHpOBaHBI IO BTSIKHBIX ITY3BIPHKOB); IMOJIOXKEHUE HOT (CO-
YJICHEHHS Ta3WKOB C BEPTIIYT'aMHU PACIIOJIOKEHBI OJIN3 CarMTTaJIbHOM IIOCKO-
CTH); CTPOEHHE I'OJIOBBI — HAYTIIMAIBHBIN I11a3 mpeoOpa3oBan B ocelli; 1-e anTeH-
HBI C KOJIBYATBIM I'Y THKOM; MaHJUOYJIBI CO clieaMH CErMEHTAlUU, HHIIU30POM
U MOCTEPOAOP3aTLHBIM aJITyKTOPOM; 1-€ U 2-¢ MaKCHILIBI CXOHOTO CTPOCHHUS
C XOpOUIO Pa3BHTHIMH IIyHmUKaMu. MaHAHOYJIbl apXeorHaT BpallarolIuecs,
(YHKIMOHAIBHO IBYXMBIIIEIKOBBIE, TEPEIHUN MBIIIETIOK HE ITOCTOSHHBIM,
a 3aJHUH TNPHKPBHIT NMApAaHOTAJIBHOM CKIAIKOH MaHIUOYISPHOTO CerMEHTa
(Blanke et al., 2015). OT Takux ManguOyJ1 BOBHUKIIN M KyCalOIUe SKTOTHATHBIE
MaHAUOYIIBI, U CTHIIETOOOpa3Hbie MaH MOy bl SHTOTHAT (Bitsch, 1994).

CaMble apxan4Hble M3 KPBUIATBIX HACEKOMBIX — TOAEHKH, OTHOCSIIHMECS
K aM(pUOMOTHYECKUM TaJIeONTEPaM: TOJIBKO y HUX JIBa KPBLIATHIX BO3pacTa,
MaHIUOYITBI CXOIHBI C apXEOTHATHBIMH, €CTh KOJICHHBIM CETMEHT, @ HUM(BI I1J1a-
BAaIOT I0-PavbH, IBUIas OPIOLIKOM C XBOCTOBBIM BEEPOM B BEPTHUKAJIbHOMU ILJIO-
ckocTu. PazBuTue ainrenbHOE, IPOXOAUT B BOJIE, YHUCIIO BO3PACTOB OUYEHB 00JIb-
moe U HeomnpeaeaeHHoe (1o 60), mpu 3TOM pa3MHOXKaromascst Kpeuiatas ¢asa
HEJIOJTOBEYHA (ATEPUTOTHl U PAKU TOXKE JIMHIIOT MHOTOKPAaTHO, HO, B OTJIHU-
YHe OT [ITEPUTOT, M B ITOJIOBO3PETIOM COCTOSIHUN). JINCTOBUTHBIE OPIOLIHEIE Tpa-
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xeliHbIe xa0pbl HUM(D mojeHok romosoruunbl KpeuibsiM (Kukalova-Peck, 1983).
T'oMostoraMu KpbUILEB SBIISIIOTCS U KaOepHbIC MPUAATKU (SIMUIOAUTHI) PAKOB —
oty maBHioro uaero (Oken, 1811) moaTBepamiau qanHbie 00 3Kcpeccuu Hox re-
HOB (Averof, Cohen, 1997).

Ecnu monenkn OMM3KYM K IpeAKaM MTEPUTOT, TO MPEAKU ITH OBLIH CBSI3aHBI
C BOJZIOH elrie TecHee, 4eM MOHYpbl. OHU MOTJIH OOMTATh Ha TeIOPHUTAX WIIH TIja-
BaWIUX MaTaX M 3aXOIUTh Ha MOTPYKEHHbIC YacTH pacreHui. Takue Hecra-
OMJIbHBIC U Pa300ICHHBIE OMOTOIBI, KAK BOJIOEMbI HA HE 3aKPEILICHHOMH elle pa-
CTCHHUSIMHU CYIIIe PAHHETO TaJie030sl, BBIHYKJAJIN CBOMX OOUTATeNel pa3BUBATh
CrocoOHOCTH K pacceneHnto. OHo TeM > dekTuBHEee, ueM Onmxe K (ase pas-
MHOXEHWUSI, 1 Y BOAHBIX HACEKOMBIX BOZHUKHOBEHHS TIOJIETA CIETYET OXKHUIAThH
Ha B3pOCIOi cTafuy. «...KpblUIbs HACEKOMBIX M3HAYAIBHO CITYXKHJIH IS JIbIXa-
HUs B BOJIE. ...FICX0IHO Ha KaXKIOM cerMeHTe Obuia napa xaodep. ... )KaOpsl 3a1HuX
I'PYIHBIX CETMEHTOB CTAJM CIY>KUTh JJISl TIEPEABIKEHHUSI, )KaOpbl OPIOIIHBIX —
JUTSL TBIXaHusL. ... I3Ha4aIbHO T1aBHBIM Ha3HAYCHUEM KPBLILEB OBIJIO JIaTh M0JI0-
BO3PEIIBIM 0CO0SM BO3MOXKHOCTH TTEPECENUTHCS U3 OAHOTO MPY/Ia B IPYTOM, TEM
CaMBbIM 00€CIIeYHTh HOBBIE MECTOOOUTAHUS, ¥, MOXKET OBITh, N30ETHYTH HHOPH-
nuHTa. ...Pa3BUTHE KPBITBEB CTANO CBSA3aHO C IMOJOBO3PEIOCTHI0 HACEKOMBIX)
(Lubbock, 1873). Kpbutatas ¢aza Bo3HHKIA y aM()UONOTHYECKUX IPEAKOB NTE-
PHUTOT KaK KOPOTKOKMBYILASI CTaAUS JIJISl PACCEUTENLHOTO TI0JIeTa B HE 3apoc-
IIEM PACTEHUSIMU U JIUIMICHHOM XUIITHUKOB BO3AYIIHOM mpocTpaHcTBe (Omodeo
et al., 1980). 1151 BOMHBIX HACEKOMBIX KPATYAUIIIHMH ITYTH K TIOJIETY JICKHUT depe3
CKOJIRKEHHE TI0 TIOBEPXHOCTH BOABI C TOMOIIHIO B3MaXO0B ITpenkpbuiheB (Marden,
Kramer, 1994). Ecau nTepuroTsl BOZHUKIH B TapOHOMUYECKH HEOIATOMPHSIT-
HBIX YCJIOBUSAX HECTAOMIIBHBIX BOJOEMOB, MOHSTHO, [I0YEMY B MAJICOHTOJIOTHYC-
CKOU JISTOIIMCH OHU TMOSIBMIIKCH C 3ano3faanueM (Shcherbakov, 1999).

A OT KOO0 kK¢ MNpOU30LIIN MHOT'OHOKKH? Y HHUX BCEro JABE€ TarMbl — I'0OJIOBa
¥ TOMOHOMHOE TYJIOBHUIIIE, CETMEHTHI KOTOPOTO HECYT HOT'H (TTOJJ0OHBI TPYIHBIM;
puc. 2). CucremMa TOMEOTHYECKHUX TEHOB, OMPEENSIONINX Cyap0y cerMeHTa
Y KOHTPOJIMPYIOIIMX TarMO3HUC, cxonHa y Beex apTpomo (Carroll, 1995). B cBs-
31 CO CJIOKHOCTBIO DTOH CHCTEMBI T'€TEPOHOMHUIO TYJIOBHINA YJIEHUCTOHOTHX
Jierdye U3MEHHUTD (CIBUHYB TPAaHUIy MEXIY TarMaMu) WJIM OTMEHUTH (OTKJIIIO-
YUB MEXaHU3M, HOI[aBJ'IﬂIOHlI/Iﬁ pa3BUTUC HOI' HA 6pIOHIHI)IX CCI‘MGHTaX), qyeM
npuobpectu 3aHoBO. [loaToMy OoJsiee BEepOSITHO He MapaliielibHOe puodpeTe-
HHC paKOO6pa3HBIMI/I 1 HETIOJTHOYCBIMH OJII/IHaKOBOﬁ TCTCPOHOMHUHM TYJIOBUIIA,
a He3aBHCUMasl yTpaTa 3TOH reTepOHOMHHU C BOSHUKHOBEHHEM MHOTOHOXKKOIIO-
no0HBIX opM (Akam et al., 1994).

VYTpara reTepoHOMHH TYJIOBHIIIA IPOUCXOAUT Y TeX (OpM, KOTOPBIM HE Hy>KHA
padbs/MaxuiIugHas peakius OercTa (IpeOOK/MPBIKOK) M CITy’Kallasi 3TOH Len
MBILIEYHASl CHCTeMa OpIOIIKa — HalpuMep, MpU Mepexone K CKPBHITOMY 00pasy
xu3HU. Cpeay HETIOTHOYCHIX BTOPUYHO TOMOHOMHBIMH CTalld MHOTOHOXKH, Cpe-
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Anomalocarida Malacostraca

Xiphosura Myriapoda

Puc. 2. IlnaHbl CTPOEHUS PA3INYHBIX T'PYNI WICHHCTOHOTHX. CTperkaMu IOoKa3aHo
HampasieHue TpaHcnopra mumu (Shcherbakov, 2017).

11 pakoB — Remipedia, oOurarorye B MOPCKHX TIeHIepax CIIEMbIe pauyKu CO 3Mee-
BUJHBIM TYJIOBUIIIEM, CCTMEHTBI KOTOPOI'O CcHA0KEHBI IJ1aBaTEIbHBIMHU HOKKAM.

CrnenoBaTenbHO, MHOTOHOXKKH — Ha3eMHBIC, B OCHOBHOM CKPBITOXXUBYIIHE
(hopMBI — TPOU3OIILIIN OT IIECTHHOTHUX MPEAKOB, a He HaoOopoT (Haeckel, 1866;
Borner, 1903). Ilpu nepexone kK CKppITOMY 00pa3y KHW3HH B O€PEroBBIX BEIOPO-
cax W IPYTUX CKOTUICHUSIX pa3iIaraloniuxcs 9acTeil pacTeHUH U oTepe Crocoo-
HOCTHU K MPBIKKY MHOTOHOXKKH YTPATUIU HE TOJBKO T€TEPOHOMUIO TYJIOBHILA
(Osorio et al., 1995), HO 1 TPOCTHIE TJI1a3KH, @ UX CIOXKHBIC IJ1a3a B TOW UITH HHOU
crerieHu moasepriinck penykuuu (Hennig, 1981). Cxomgable mpeobOpa3oBaHus
WMEIIM MECTO Y DHTOTHATHBIX rekcamoa. B mpemenax Entognatha m Myriapoda
MIPOUCXOINUT BUIAOM3MEHEHHE WIIH yTpaTa MPU3HAKOB MAJIaKOCTpPaK M TH3AHYP:
TOJIOBHAS TarMa pe3ko 000co0JIeHa OT TOMOHOMHOI'O TYJIOBHINA; MApPaHOTAhb-
HBIE JIONACTU PEAYLHUPOBAHBI; OCHOBAHMS HOI' IIMPOKO PACCTABJICHBI; LIEPKU
yTpadeHbl; CIOKHBIC TJ1a3a peaylupoBanbl; ocelli He pa3BUTHI; MAKCHILIBI 2-¢€
ynono0ieHbl HOTaM WJIM YTpauyeHbl, NIYNHUKU penyiupoanbl. Y Entognatha,
Chilopoda u Pauropoda manauOymnel sHTOTHaTHBEIE, Y Symphyla u Diplopoda
CTpOeHHEe MaHAHOYN TOXE CHIBHO OTIUYAETCS OT TAKOBOTO DKTOTHATHBIX Ha-
CEKOMBIX, TMOCKOJIbKY CIEPEeId OHHU IIOJBEIICHBl Ha TOABMKHBIX phlYarax.
VY Myocerata (Entognatha + Myriapoda) »kryTuk 1-x aHTGHH HE KOJbYaTbIH,
a pas/ielieH Ha UCTHHHBIE CErMEHTHI, CHaOeHHbIe COOCTBEHHON BHYTpEHHEH
MYCKYJIaTypOi — BO3MOXKHO, 3@ CUET TOMEOTHYECKOTO YITOMOOJCHUS IIyIHU-
kaMm wiu "HoraMm. Diplopoda m Pauropoda, mumieHHBIC 2-X MaKCHIIJI, SIBISIOT-
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csl HE TOJIBKO HEMoJHOYChIMU (Atelocerata), HO W «HEMOJIHOYEIIOCTHBIMI
(“Atelognatha’) — 370 Ha3BaHUE MOAXOAUT K HUM OoJibIie, ueM Dignatha.

Remipedia u Myriapoda BoBce He OJIM3KHE K MCXOXHBIM I'PYIITBI B TIpeaeIax
cootBeTcTBeHHO Crustacea m Atelocerata, Kak IPUHATO CYUTATh — HAIPOTHUB,
OHU BBICOKO CIICI[HAIM3UPOBAHEL. 3/IeCh yMECTHA aHAJIOTHSI C OE3HOTMMU TeTpa-
nogaMu — 3MesiMu 1 Amphisbaenia cpenn pentunuii, Gymnophiona u naieo-
3orckumu Aistopoda cpenu ampuowmii (Carroll, 1988). [TogoOHO MHOTOHOXKKaM,
3Mee00pa3Hble Ha3eMHbIE TETPANobl B CBS3U C MOJI3aHUEM B MOJCTHIIKE WIIH
pOIOIIM 00pa30M KU3HU BTOPHUYHO MPUOOPENIN BHEITHE TOMOHOMHOE TYJIOBH-
11e, cofeprkaiiee 0ojree MHOTOYNCICHHBIE METaMephI (ITO3BOHKH), H UMEIOT T'0-
JIOBHOM OTJIeJ OoJiee CriennaaIn3npOBAHHbBIN, YeM Y HX TeTEPOHOMHBIX ITPEIKOB.
[TomoOHO 3MesiM, MHOTOHOKKH TIEPBUYHO HA3EMHBI, ¥ HET MPHUYHUH MPEATOa-
rathb JJisl JPeBHEHINX U3 HUX OOUTaHHE B BOJE.

W naHueTHUK, W 3Mesl JMIIEHBI MapHBIX KOHEYHOCTEH, HO IJIaH CTpoe-
HUsI 3MEH CICIHMAIU3UPOBAH — TOJIOBHOM OT/EI BKJKOYACT B CE0s MMO-pa3sHOMY
W3MEHEeHHbIe MeTaMepbl (kabepHbIe AYTH), Pe3KO OTHENEH OT TYJIOBUIIA IIeeit
1 WHOTJA CHAOKEH SMOBUTHIMH 3yOamMu. CXOZHBIM 00pa3oM M y TPHJIOOWTA,
Uy MHOTOHOKKM MHO)KECTBO HOI, HO MHOTOHOXKHM HM B KOEH Mepe He Ipu-
MUTUBHBL. KOHEUHOCTH WX TOJIOBHOrO OTAENa Pa3IuYHBIM 00pa3oM MOIU-
¢unupoBansl (BIJIOTH 10 SAOBUTHIX Horouentocter Chilopoda) u, xak u Xo-
JOUIIbHBIE HOTH, OY€Hb JalleKh OT COXPAaHUBLICIOCS Y TPHJIOOMTOB HCXOAHOTO
JBYBETBHCTOTO CTPOCHUSI, a TOJIOBA Pe3Ko 000co0seHa OT TYJIOBHINA (BILUIOTH
0 PEAYKIMH KOHEYHOCTEH meiiHoro cermeHTa y Diplopoda u Pauropoda).
Tak 4TO 10 CyTH CBOEH MHOTOHOKKH — 3TO 3MEH CPEAH YICHUCTOHOTHX.

[TapHbIe KOHEYHOCTH OTCYTCTBYIOT B HCXOHOM IIJTAHE CTPOCHUS ITO3BOHOY-
HBIX, HO Pa3BUTHI B TOCTPOCHHOM I10 UCXOJHOMY IJIaHY (T. €. TPYIHOM) CerMeH-
T€ YWICHUCTOHOTHX. [10/100HO MHOTOHOXKaM, y 3Mei BECh OCEBOM CKEIET BUI0-
M3MEHEH Ha MaHep T'PyAH — yTPayCHbI MAPHBIC KOHEYHOCTH, OTCYTCTBYIOIIUEC
B MCXOJIHOM IIJIaHE CTPOCHHUS METaMepa MO3BOHOYHBIX, U JIOCTUTHYTO 3TO ITy-
TeM TOMEOTHYCCKUX M3MEHEHUU (00acTH SKCIPECCUH I'€HOB, 3aJaI0NIUX pa3-
BHUTHE I10 TUITY TPY/IH, PACIPOCTPAHUINCH HA IIIEHHBIN ¥ MOSICHUYHBIN OTICIIbI;
Cohn, Tickle, 1999). 1 6e3H0TOCTB 3M€H, H «BCEHOTOCTH» MHOTOHOXEK ITPEe/-
CTaBIISIOT YACTUYHBIN BO3BPAT K HUCXOAHOMY cOCTOsiHUIO. BeiBoguTh Thysanura
oT Myriapoda He OoJiee JIOTHYHO, YeM 3MEH CUUTATh MPEAKAMU SIICPUIL.

Hacexomble OIM3KHM M K BBICIIMM pakaM, U K MHOTOHOXKKaMm, HO MPHUPOJa
(fTydmie ckasaTh, HOJISIPHOCTB) 3TOTO POJACTBA pa3nnyHa. Hacekomble mpouso-
IUIA OT BIOJIHE ONPEACTICHHOW TPYIIBI B MpeesiaX BhICHIMX PAaKOB (CHHKA-
pun). B cBoro ouepenp, apxeorHartsl, camasi IpUMHUTHBHAS T'PpyTIIIa HACEKOMBIX
(HO mpu 3TOM YyXxe oOjajgaBmIasi BCEMH NpU3HAKaMHM Kiacca M, KCTaTH,
JOKMBILAS 10 HAIIUX JHEH) aja Hadyajo BOJIOLMOHHON JTUHUH (MK, CKOpee,
My4Ky OJNM3KOPOJACTBEHHBIX JIMHMMN), Beayleil k MHoroHokkaMm (Shcherbakov,
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1999). JlanHble CpaBHUTENBHOW MOP(OIOTUU U TEHETHKH Pa3BUTHS JENAIOT
BO3MOXKHOW TOJBKO TaKYFO MMOCIEIOBATEILHOCTD SBOJIIOIMOHHBIX COOBITHIA.

VY CTOPOHHUKOB KJjIaJ{u3Ma T0JJ00Hasi KapTHHA TPOHCTBEHHOTO POJICTBA TIOITY-
YUT BIOJIHE ONPECICHHYI0 HHTEPIPETALNIO: HAINIO Hepa3peleHHas OIUTO-
MU, ¥ KOT/1a OHa OyJIeT pa3pelieHa 10 MOoCIeI0BaTeIbHOCTH JUXOTOMUHN, CTaHET
SICHO, KaKHe U3 ITUX TAKCOHOB T'OJIO(PHICTUYHBI (MOHO(DMIICTUYHBI B Y3KOM CMBIC-
Jie — TOJIBKO OHHM €CTECTBEHHBI B IOHUMAaHMU KJIaJICTOB), @ KaKKe napaduieTy-
HBI ¥ IOTOMY JOJI’KHBI OBITH Pa30UTHI HA FONO(PUIICTUYHBIE CyOTaKCOHBI.

MHoruM cucTeMaTukaM M MaJIeOHTONIOTaM, Jia U He TOJBKO UM, SICHO, YTO
B paMKax WJCOJOTHMH KIIaAu3Ma aJeKBaTHO OTOOpPa3HTh (DUIOTEHE3 HEeIb3s
(Rasnitsyn, 1996; Brummitt, 2003; Horandl, Stuessy, 2010). CymectByeTt pa-
3yMHasl ajJbT€pPHATUBA KJIAAMCTUKE, BHIPOCILAS W3 JTUHHEEBCKOW TaKCOHOMUU.
Ona u3BecTHa MOA Pa3HbBIMM HA3BAaHUSIMU — SBOJIIOLMOHHAS CHCTEMaTHKa,
rpaguctuka win ¢unetuka (Pacanupin, 2020). B sToii cucteme B3rIsA0B Ipa-
HULBI MEXAY TAaKCOHAMH — MEPEPBIBbI B MOCTENIEHHOCTH Pa3HOoOOpasust (rua-
TYCHI), T100asi CUMILIE3UOMOPQHUsS KOTJIa-TO BO3ZHHUKJA Kak aromopgusi, mapa-
(buTyMBI HUYEM He Xy’Ke TOJIO(QHIYMOB, a POJOCIOBHAS JIFOOOTO roo(rIyMa
[IpEeICTaBIICHA YXOIAILIEH B I1yOb BPEMEH LIETIOUYKOM HbIHE MapaduiIeTHUYECKuX
(HO BO3HMKABIIMX KaK rojoguieTndeckue) TakcoHoB. C 3TOH TOYKU 3peHus
MIPOHUCXO’K/IEHUE MHOTOHO)KEK OT HACEKOMBIX, a HACEKOMBIX OT pakoB — HOp-
MaJbHbBIA XOJI MAKpPOIBOIIOLIUH.

[Hapos (Sharov, 1966) mpocieans1 poJOCIOBHYIO HACEKOMBIX B IIyOb Bpe-
MEH 4epe3 apXaumydHbIX PaKooOpas3HbIX, TPHIOOHUTOMOPD U (OpMBI, MOJOOHbIE
Leanchoilia n Opabinia (MOCIeTHUX OH CYUTAJ MPEAKAMH OCTaJIBHBIX apTPO-
TI0T) ¥ J1ajiee JI0 MOIUXeT. PaccMOTpHM OUeHB KPaTKO B CBETE CKa3aHHOTO BBIIIIE
KJIIOUEBBIE TPaHC(HOpPMALIMY TJIaHA CTPOCHUS HAa MarkuCTPaJbHOH IBOJIIOIUOH-
HOU JINHUU YJICHUCTHIX, BEAYIIEH K HACEKOMBIM.

Merapa3HoobOpasHasi rpyIna pakooOpa3HbIX MPOCISKUBAETCS B HCKOMae-
MOM COCTOSTHMM BIUIOTH 10 kKemOpus. Haubonee apxanuHble paHHENaneo30u-
CKHE TPEACTABUTENH HMHTEPIPETUPYIOTCS OJHUMH aBTOPAMH KaK HACTOSIIHE
Crustacea, npyruMu kak 6osee mpumutuBHble Crustaceomorpha. Ux rpynHoit
OT/IEJ TIOKPBIT OOJIBIINM JBYCTBOPYATHIM KapamakcoM, a MYCKYJIHCTOe Oprorm-
KO OOBIYHO YBEHYAHO XBOCTOBBIM BeepoM. OIHU M3 HHUX MMOPA3UTEIBHO HAIO-
MUHaIOT coBpeMeHHBIX Phyllocarida, y qpyrux aHTeHHBI UMEIOT BHJ OOJIBIINX
XBaTaTeIbHBIX TpUIATKOB (Aria, Caron, 2017).

JIBycTBOpUaThIil Kaparakc, TOMUMO 3alIUTHON (YHKIIMH, CO37acT BOKPYT
I'PYIHBIX KOHEYHOCTEH Kamepy, lenas QUIbTPAIUIO MUIIEBBIX YaCTHI] U3 TOJI-
1M BOJBI ropasao Oosee 3dhdexkTuBHON. UneHucToHOrHe (QUIABTPATOPHI yIia-
KOBBIBAIOT KCKPEMEHTHI B MEepHUTpodHUeckyio MeMOpaHy, W UX (DeKkaTbHbBIE
MeJIeThl omyckarTes Ha AHO. C mosBIeHHEM (QUIBTPYIONINX BOAY MIAHKTOH-
HBIX PayKOB W BEAYIIHUX TAaKOH ke 00pa3 JKU3HH JIMYMHOK JIPYTUX apTPOIOA
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NPUIOHHBIN CJIOW BOIBI CTaJl 0OJICe HACKIIIEH KHUCIOPOAOM, MOCKOJBKY CBS-
3aHHAs B IEJUIETaX OpPraHHMKa pa3jaraeTcs MEJICHHO, a BHIMOIICHHOE TeJIje-
TaMH MOpPCKOe IHO cTayio Oosiee mpuromxHo mist xu3au ([lomomapenko, 1993;
Butterfield, 1994; Logan et al., 1995), B ToM uncnie nis Xoas0blI 110 HEMY C TIO-
Motbto wieHncThix Hor (IllepOakos, 1996).

[Muratomuecs ¢ moMomIpl0 (QUIBTPAIUU paKOOOpa3HBIE HUCIONB3YIOT IS
JIBUKCHUS, JIBIXaHHUsI, @ TAK)KE OTOOPA M 3aXBaTa IMUIICBBIX YACTHIL OHY U TY Ke
CEpHIO Map JBYBETBUCTHIX KOHCYHOCTEH, KOTOPhIC MO0 OOKaM TeJia CO3Jat0T TOKH
BOJIBI, HATTPABJICHHBIC HA3a/I, a B )KEJIOOKE MEX Ty OCHOBAHHUSIMH SHJOTIOUTOB —
MIPOTHUBOTOK, HECYIINY 3aXBaYEHHBIE YACTHUI[BI K POTOBOMY OTBEPCTHIO (BO3BpAT-
HBIH MUIIEeBoH TpaHcnopT). [ITaHKTOHHBIE padyKu ¥ TUYHHKA (QUIBTPYIOT B TOJI-
111 BOJIBI, YACTO C TIOMOIIIBIO Kaparakca. TpuIoOUTHI U pOJACTBEHHBIE UM I'PYIITIBI
C JIOP30BEHTPAIBHO YIUIOIICHHBIM TEJIOM U ILICBPAJIbHBIMH JIOMACTAMU ObLIH
CIIOCOOHBI «ITBUIECOCUTEY» MOPCKOE JIHO, COOMpAasi C HETrO MUIIECBBIC YaCTHIIbI.

Hauunnas ¢ keMOpusi U3BECTHBI M IPyTUe YWICHUCTOHOTHE C OOJIBIIUMH XBa-
TaTeNbHBIMU NIEPEHUMHU NpUIATKaMH, HO 0e3 Kapamakca. Y IpeacTaBUTelNei
rpymmsl Oonbmepykux (Megacheira), cpenn KoTopeIx Hanbosee N3BECTEH POX
Leanchoilia, pa3BUTbI YICHUCTbIE YHIONOAUTHI 1151 XOKACHUS 110 IHY, a Iepe-
HUE NPUAATKH BApbUPYIOT OT NUHIETOOOPA3HOr0 ¢ TPeMs yCUKaMH Ha KOHLIAX
70 KJICIIHEBUAHOTO. JINYMHKHM 3TUX apTpomnoy HanmoMuHaloT paukos (Liu et al.,
2016). PakooOpazHbie MOTIIM BOBHUKHYTB OT 3TOH I'PYTIIBI IyTEM HEOTCHUU.

Xemunepsl Chelicerata romoniornynsl 1-m antenHam Crustacea (Edgecombe,
Legg, 2014) 1 6onbIIUM MpHAaTKaM MEraxelpoB, U XeIHIepOBbIe, KAK U TPH-
n00uTOMOP(BI, TOXKE BRIBOTUMBI OT Oonbinepykux (Aria, 2022). Hannune Bo3-
BPAaTHOI'O TPAHCIOPTA UM Y MEYEXBOCTOB TOBOPHUT O TOM, UTO OH IIOSBHJICS
y Megacheira nnu emie pansbiie (puc. 2).

Eme oxna rpymnma ¢ XUIIHBIMHU NIEPEAHUMH MPHIATKAMHA — THTAHTBI KEM-
OpHiiCKIX MOpel aHOMaJIOKapHChl U UX pa3HooOpasHbie copoanuu (Dinocarida).
Jlo HaXOOKH MOJHBIX K3EMIUISIPOB HEBO3MOXKHO OBLIO JIOTafaThCsl, YTO Kperl-
KUH, YWICHNUCTHIH, MHUNACTBINA MepeAHni NpUAaToK (Anomalocaris, onucan Kak
OpIOIIKO PakooOpa3HOT0) M POTOBOM KOHYC ¢ 3yOmamu (Peytoia, onrcaHa Kak
Me/y3a) MPUHALISKAT TAKOMY K€ JKHBOTHOMY, KaK M C1abo CKJICPOTH30BaH-
Hoe Teno (Laggania, onucana kak rojorypust; Collins, 1996). K aroit rpynme
OTHOCATCSl COBEPILEHHO HEMBICIUMBIE CylecTBa. HauaTh ¢ TOro, 4To y 3THX
YJIGHUCTOHOTHX €lIe HeT WICHUCTHIX Hor! ENWHCTBEHHas mapa CKJIEpPOTH30-
BaHHBIX CYCTaBUaThIX KOHEYHOCTEH Y HHX — 3TO MEpeJHHe MPUIATKH, HHOTIA
MpeBpalIaloNIrecs B KICIHIO HITK Ma4Ky QUIBTPYIOMUX MiacTuH. [asza dace-
TOYHBIC. POTOBOM KOHYC ¢ 3- nin 4-Ty4eBON pagualbHON CHMMETpHEH (0TCroma
Ha3Banue Radiodonta) HanmoMuHaeT ryOHOE KOJBIIO0 OHUXO(POP U TPEXITYUEBYIO
IJIOTKY TUXOXOJOK. MIHOT1a HECKOIBKO yMEHBIIEHHBIX CErMEHTOB 32 TOJIOBHBIM
LIUTOM CHaOKeHBI YenrocTenogooubMu cTpykrypamu (Cong et al., 2018). Ko-
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HEYHOCTH TYJIOBUIIA B BUJC IJABHUKOB, JIMIIEHBl YJICHUCTBIX SHIOMOANTOB
(Van Roy et al., 2015). Ha xBocTe ObIBalOT pa3BUTHI XBOCTOBbIE HUTH HJIM Beep
(Potin, Daley, 2023). ¥ pomCTBEHHBIX paalOMOHTAM KAOPOHOCHBIX JIOOOTION
(Opabinia, Kerygmachela v np.) nepeanune NpuaaTky ciado CKIEPOTH3OBAHBI
Y pa3BUTHI BeHTpalibHbIe Jo0omoauu (Budd, Daley, 2012).

JwHokapuel cunTaroTcst Hanbonee mpuMuTHBHBIME Euarthropoda. OrtcyT-
CTBUE Y HUX WICHUCTHIX HOT IIPH HAJIMYUU TIJIABHUKOB TOBOPUT O BOZHUKHOBE-
HUH B T€ JaJICKUEe BPEMEHA, KOr/ia MOPCKOE JIHO OBbLIO OTPABJICHO MYTBIO pa3-
Jlararoreics: opranuku. Mix cBoeoOpas3Hbie POTOBBIC OPraHbl — HACIEAHE MPEJI-
KOB. Mopdosorudeckuii ps1 pUHITO YUTaTh OT Xenusia gepes gilled lobopods
k Radiodonta (Dzik, 2011), ogHaxo, kak u B cimydae Myriapoda u Entognatha, 6o-
Jiee BEPOATHO BOZHUKHOBEHHE MHOTOHOXKKOMOA00HBIX Xenusia 1 Onychophora
u onuromepHbix Tardigrada 3a cueT BTOPHUYHOrO yIPOIICHHUS TJIaHa CTPOCHUSI
AWHOKAPpUAHBIX NIPESAKOB, aKTHUBHO IIJIaBaABIIWX B TOJIIIC BOABI.

UJIEHUCTOHOTUX BMECTE C JIOOOIMOJaMHU TPAJIUIIMOHHO BBIBOAMIIA OT KOJIb-
yeroB (runote3a Articulata; Snodgrass, 1938). B nociennue aecsTuieTus crajia
romyJsipHo# runote3a Ecdysozoa: 4ieHUCTOHOTHE O0BEIUHSIOTCS C KPYTIBIMHU
YEepBSIMH H MPOTUBOIOCTABIISIIOTCS HE JIMHSIONIMM KOJIBYCI]AM U OCTaJbHBIM
Lophotrochozoa (MBanoBa-Kazac, 2013). Nielsen (2003) mpemsioxkun perieHue
npotuBopeuns Articulata—Ecdysozoa: cautare KpyribIx 4epBeii BTOpUYHO yIIpo-
LICHHBIMH, YTPaTUBIIMMH CEIMCHTAIMIO MOTOMKamMHu paHHux Panarthropoda,
a MOCJICIHMX BBIBOAMTH OT aHHeNHJ. BeposiTHO, kak u B ciiyyae Mandibulata—
Uniramia, 3T0 MPOTUBOpEUUE KaXKYIeecs, U OT CAMbIX paHHUX apTPOTNOl, BU-
numo, ot gilled lobopods, Bosaukm He Tostbko Radiodonta u mpoune Lobopoda,
HO 1 Nemathelminthes 3a cyet rimy6okoro Mopdonoruueckoro perpecca. B Ta-
KOM CJlydae ITaHapTPOIOJI CIISAYET BRIBOJUThH HETIOCPEICTBEHHO OT MOJTUXET.

CXOICTBO UJICHUCTOHOTHX C TOJIMXETaMU Topasfo TIIyOxe, YyeM NpUHS-
TO IyMaTb. APTPONOAXS YJICHHUCTOHOTMX TOMOJIOTHYHA MAapanoAnd MOIHXET
(Prpic, 2008). 1 ta, u npyrast B TIOJHOM BapHaHTE COCTOSAT W3 YETHIPEX KOM-
MOHEHTOB: Y MaparoJfy 3TO CIIMHHOW YCHK WJIM 4elryiika (3IuTpa), HOTOIO-
IIWsI, HEBPOTIOAUSI M OPIOITHOW YCHK, a Y apTPOIIOIUH — DIUTIOAUTEI (IK3UTHI),
9K30IOIUT, PHIOTIOANT U SHIUTHL. KPBIIO HACEKOMBIX TOMOJIOTHYHO JTUCTAIh-
HOMY 3nunoauTy pakooOpasubix (Kukalova-Peck, 1983; Averof, Cohen, 1997),
pasBHBaeTCs U3 TOro ke 3a4arka, yto u Hora (Williams, Carroll, 1993), u Bxo-
JIUT B TJIaH CTpoeHus TynouinHOro cermenTa (Carroll et al., 1995). [lpunumas
BO BHUMaHHWE TUTIOTE3bI O TOM, UYTO KPbLIbsi TOMOJIOTHYHBI TAPAHOTAIBHBIM JIO-
mactsM (Kukalova-Peck, 1987), a ¢ apyroii ctopors — anutpam noiauxeT (Dohrn,
1881), NOTUYHO TPEATIONIOKHUTH, YTO TMapaHOTAIbHBIE JIOMACTH apTPOINOA —
9TO TMPHUPOCHIUE K TEIy SIUTPHI MOJUXETHBIX MPEIKOB, a MPOKCUMAIIBHEIC
9K3UTHI PAKOB, KPbUIbS HACEKOMBIX M TpaXehHbIe ®aOpbl UX JTUYUHOK — CTaB-
[IMe BHOBH IOJBM)KHBIMU TAPaHOTHL. TYJIOBHIIHBIE 3K3UTHI PaKOOOpasHBIX
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4acTO TEPSIOT MOABUKHOCTD IIPU PEAYKLMHU Kapanakca. Y 4emyHuaTbIX uep-
Beil (Polychaeta Aphroditacea) mnepekpbiBaromuecss >IUTPBI  (CTIOCOOHBIE
K METaXpOHAJIBHBIM ABIXaTeIbHBIM ABHKCHUSAM, KaK M TpaxeiHbIe ska0pbl Ha-
CEKOMBIX) M IIETUHKN HOTOIIOANH OrPaHNYMBAIOT BIXAaTEIbHBIN KaHa (HHOT 1A
coziepKauii kaOpbl ¥ HEPEAKO BBIMOJTHSIONIUI POJIb BBIBOJKOBOW KaMephbl),
a LIETMHKHU HEBPOMOAUH City)ar A XoabOwl mo cyOctpary (Ymakos, 1972,
1982) — 3ameuarenbHOE CXOACTBO C pakooOpa3HbIMu!

l'osioBa 4NEHUCTOHOIMX TAKXE COMOCTaBMMa C T'OJIOBOM monuxer. JlenTto-
uepeOpanbHbIi (1-i1 aHTEHHAIBHBIN) U JIeXKAIllUe BIIEped OT HEro MeTaMepsl
TOJIOBBI apPTPOTIO/ — MIEPBUYHO MPEopaibHbIE TOIPA3IeICHNs aKpOoHa (IIPOCTO-
MHuyMa), chOpMUPOBABIIHECS IO 00pa3y U MOAOOHIO MMOCTOPAIBHBIX (TPHUTOIE-
pebpasibHoro 1 nocienymoomux) cermentos (Holmgren, 1916; Snodgrass, 1938).
l-e aHTEHHBI apTPOIIO, FOMOJOTMYHBIC NaIblIaM TOJIHUXET, B OTIIMYUE OT I10-
CTOPaJIbHBIX MPHUIATKOB MCXOAHO OJHOBETBHCTHI M JIUIIEHBI rHaTo0a3. Obmna-
CTH IKCIIPECCUU TOMEOTHUYECKUX T€HOB, YIPABISIONIUX PAa3BUTHEM CETMEHTOB
TYJIOBHUINIAa HACEKOMBIX, HE 3aXO/AST B 00JAaCTh TOJOBBI 32 MPEENBl CErMEHTa
2-X aHTEHH, a MPeopabHbIE METaMepbl KOHTPOIUPYIOTCS APYTHMH TeHAMH
(McGinnis, Krumlauf, 1992). V nuunHOK (M WHOTAA Yy B3pOCIBIX OCOOEH —
Glycera) HEKOTOPBIX 3PPAHTHBIX MOJMXET Pa3BUTHI IPEOPATIbHBIC PECHUYHBIC
nosica, KOTOpbIe, T000HO TOCTOPAJIBHBIM MApaTpoOXaM, CBA3aHbI C HEPBHBIMH
LEHTPaMU U TIO3]{Hee 3aMelaroTcs npuaatkamu. Y Harmothoe (Polynoidae) Tpu
TaKUX T0sICa — IEPBBIN CBSI3aH CO CPEIMHHBIM MY TIAIBIEM, BTOPOI C OOKOBBIMH
nrynanbiiamMu, TpeTuit ¢ manenamu (Korn, 1959, figs 1-11).

[TockonbKy HEKOTOpBIE I'€Hbl CerMEHTAlUH (B T.4. TOMEOTHYECKHE) UCXO-
HO oOmanmanu HeliporenHo (ynkmwuei (Patel et al., 1989), MmoxxHO Tpenmona-
ratb, YTO METaMepus y aHHEJIN/]] BIIEPBbIC MOSIBUJIACH B HEPBHOM CHCTEME, KaK
u y ockux uepseit (Jacobs, 1990). Ecnu noBTopsroniuecs cepuiiHble HEPBHbBIE
LEHTPBI ¥ M0sICA CEHCOPHBIX/JIOKOMOTOPHBIX PECHUYEK TOSBUIIMCH PaHbIIIe, YeM
JIOKOMOTOPHBIC MPHUIATKHA U AUCCEIMMMEHTBI, TO METaMepU3alisl MOTJia JIETKO
pacIpoCTPaHUTHCS M HA TEPMHUHAIBHBIC 00J1aCTH (ITPOCTOMUYM W TTHTHIHH).

bazoBoe umcno rma3z — 6 win (Ipu CIUSHAA MEAUATBHBIX TJ1a3) 5, OT KeM-
Opuiickux onaOMHUI 10 HACEKOMBIX (Y MOJIOABIX HUM() MOIEHOK 5 IPUMEPHO
onnHakoBbIX rnas; Ide, 1935) — takoe ke, Kak U MPOCTOMUAJTIBHBIX MPHUIATKOB
(matb). CXOACTBO IJ1a3 ¢ APYTUMH MIPOCTOMHUAIIBHBIMU MPHUAATKaMU TOATBEPK-
JlaeTcsl MIUPOKUM PaCIPOCTPaHEHHEM CTeOeNbYaThIX T1a3 Cpequ KeMOPUHCKUX
aprponoa. Cuasiane ria3a BTOpHUHbI y pakooOpasubix (Hessler, Newman, 1975)
U, BEPOSITHO, Y TPUIIOOUTOB U MEPOCTOMOBBIX, OHH HOSIBIISIOTCS Y OCHTHUECKUX
TPYIII, KOPPEIupys ¢ HAllpaBJICHHBIMH JIaTepaibHO Horamu (Bergstrom, 1992)
1 TIpEBpaLICHNEM TPOKCUMAJIBHBIX AK3UTOB B HETIOJIBUKHBIE TAPAHOTHI.

Yemyiiuareie yepBu (Aphroditacea) crosT Onmke BCEro K apTporoaam
0 LEJIOMY sy MPU3HAKOB. [lanbnbl OTAMYAIOTCS OT MPOYMX MPUIATKOB TPO-
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Puc. 3. [lnan cTpoeHus yenryiuaTeix yepsed (Aphroditacea).

ctoMuyMa (yCHUKOB). Y JTHYMHOK Pa3BUTHI HECKOJIBKO IPEOPATIbHBIX METaMep.
[Napanonuu 4-setBucThie. TynoBHILE NOAPA3AETIEHO HA TPU 3a4aTOYHBIE TarMBbI
C pa3HbIM PacCIOJIOKEHHUEM CITMHHBIX YCHKOB M JIUTP: CETMEHTHI 1—4 (cooTBeT-
CTBYIOT MeTanedallony apTpoIoj) — JIUTPHI HA YSTHBIX CErMEHTAaX; CErMEHTBI
5-23 (unu 29, = rpyb) — SAUTPHI HA HEUCTHBIX CETMEHTAX; HAUMHAs C CETMEHTA
24 (mnm 30, = OPIOIITKO) — AIMHUTPHI PACTIONOKEHBI TTO-PA3HOMY HIIH OTCYTCTBYIOT
(Vmaxos, 1982; puc. 3).

Takoe moapasesieHne Tena He YHHKaJIbHO — MHOTUE TOMOHOMHBIE TIOJIUXe-
THI (M OJTUTOXETHI) MPOSIBISIIOT CKPBITHIM Tarmo3uc (Dick, 1998), kotopsiii Mo-
XKeT OBITh MTpeaJlanTaluei K SBHOMY: PETHOHBI Tella, He Tu(PepeHIIIpOBaHHbIC
CTPYKTYPHO, OTIMYAIOTCS MO CIOCOOHOCTSM K pereHepaluu, CTOJIOHU3AIHNH
1 (pparMeHTaIuy (COOTBETCTBYIOMAS TO3UITHOHHAS WHPOPMAIIHS TTepeaacTCs
HelipoHaMn). BriosHe BeposTHO, 4TO HE TOIBKO METaMepHs aHHEIH/T M UX MTPea-
KOB BIIEPBBIC TOSIBUJIACH B HEPBHOM CHCTEME, HO U CUCTEMa I'€HOB, OTBEYAIOIIAs
3a JleieHUe TYJIOBHILA Ha TarMbl, CHaya1a MCIONb30Balach AJsl UBEpcuprKa-
WU 3TUX METaMEPHBIX HEHPOHAJIBHBIX CTPYKTYD (Averov, Akam, 1993).

Tarmosuc y aprtporo crain 0Oonee BbIpaKEHHBIM. DIUTPBI Naparnonu,
y 4eNIyH4aThiX yepBeil 00BIYHO YepeyOIIHECs CO CTUHHBIMU YCUKAMH, BOIILITH
B IUTaH CTPOEHUS TYJIOBHIIHOTO CETMEHTA YWICHUCTOHOTHX (ITyTeM TOMeoTHYe-
CKOTO TIPEBpAILCHNs BCEX CIHMHHBIX YCHKOB B JJIUTPBI, KaK B 3aJHEM OTIeEIe
tena y Sigalionidae). Tem He MeHee, YJICHUCTOHOTHE yHACIEIOBAIN MAPHOCTD
CerMEHTOB B CKPBITOH (hopme (pair-rule reHbl) U BIIOCIEACTBUHM MOTJIH BOCCTa-
HaBJIMBATh €€ B ABHOW (hopMe (IUTIIIOCETMEHTANHs Y MHOTOHOXEK).

ApTpONoabsl UCXOTHO MMeNU 4 JapBajbHBIX CErMEHTA, KaK y XeIHLEPOBhIX
(2-e aHTEHHBI — 2-€ MaKCHILIBI), TaKoe ke uncio, kak y Nereididae (CBenrHuKoB,
1978) un mexoropeix Sigalionidae (Ymakos, 1982). V Crustacea 06a MakCHILIAp-
HBIX CETMEHTa OTCTAIOT B Pa3BUTHH, 3aKJIABIBASICh OTHOBPEMEHHO C MIEPETHIMHU
MOCTIIAPBAIBHBIMH, HO B OTIWYHE OT TIOCIEIHUX, 00pa3yrTCcs HE U3 IKTOTEINO-
onactoB (Dohle, Scholtz, 1988), Tak uTo pakooOpa3HbIe COXPaHSIOT TAKOE XKE YUC-
JIO JTapBaJIHBIX CETMEHTOB, KaK OCTalbHbIC WwieHHcToHOrHe (MenbHuKoB, 1974).
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UJIeHUCTOHOTHE MOTYT OBITh HEOTEHUUYSCKUMH MOTOMKAMHU TIOJTUXET, OI13-
KUX K YCIHIYWYaThIM 4YEpPBSIM, YTPATHBIIMMH BBIBOPAYUBAIONIYIOCS TJIOTKY
Y TapanofnaIbHBIE XETHl B3POCIBIX MOJUXET M COXPAHHUBIINMH JIMYUHOYHOE
(aHTEpOBEHTpATBHOE) TIOJNIOKEHUE PTa. XUTHH, Y TOJHUXET MPUCYTCTBYIOIIUN
TOJIBKO B IIETHHKAX, YETIOCTHOM aIllapare U BBICTUIIKE CTOMOJIEYMa, y apTPOTION
CTajJl OCHOBHBIM KOMIIOHEHTOM MOKPOBOB BCEr'O Teyia. AHAJIOTHYHBIM 00pa3oM
MPOUCXOJIMIIA TOMEOTHYECKasi JKCHAHCHS MOP(OreHETUUYECKUX MEXaHU3MOB
OT TOJIOBHOT'O KOHIIA Ha BCE TEJIO U B JPYTUX CIIydasx. ApTpoau3aius 4jicHH-
CTOHOTHX HadaJlach ¢ 1-X aHTEHH y AMHOKAPHUJ, a Y UX MIOTOMKOB PacipocTpa-
HUJIACh Ha TOCTOpaIbHbIe KoHeuHOCTH U Tynoswuine (Illepbakos, 1996). JlenTu-
HOBBIE 3yObI JIalIM HAYaJI0 TUTAKOUHON YelTye PbIO, a BHOPHUCCHI — BOIIOCSTHOMY
nokpoBy mutekonutaroimux (TarapuHos, 1987).

Heckonbko o0mux BeIBOmOB. KiamucTuueckass KOHLEMIHUS CECTPHUHCKHUX
TCPYII HE NPUIOKUMA K Makpossononuu. HoBasi, 1odepHss rpyImna BbICOKO-
T'O paHTa BOSHHUKACT OT IMPOABUHYTHIX, CHICIUAJIM3NPOBAHHBIX HpeHCTaBHTeHeﬁ
MIPENKOBOM, MATEPUHCKOW TPYTINEL, B CBSA3H C OCBOCHHUEM HOBOT'O 3KOJIOTHYECKO-
ro MPOCTPAHCTBA U NMEPEXOJOM Ha CIEAYIONIYI0 CTYIEHb 3BOIIOIMOHHON JIECT-
Huwpl. Tpanchopmanus nana CTPOCHUS OCYIIECTBIISIETCS Iy TEM FeTepOTONHH
U FETEPOXPOHHUIA, 3a CUET TOMEOTHUECKUX MYTAaLUN U MOsIBIEHUS [ onbaAmmMu -
TOBBIX HG6€3H3ILC)KHI>IX YPOIOB. HpI)I)KOK-CaJ'II)TaHI/I}O B HOBYIO aJallTUBHYIO
30HY COBEpIIAIOT OAMHOYKH. OCHOBATENHU AOUEpHEH IpyNIIbl MPU JaTbHENIIeH
aJanTUBHON paJualuy MOTYT 3BOJTIOLUOHHPOBATh B JUAMETPAIBHO MPOTHBO-
MTOJIOKHBIX HAIPABIEHUAX — KaK IyTEM IIPOrPECCUBHOIO COBEPIICHCTBOBAHUS
HOBOTI'O IIJIaHA CTPOEHHU S, TAK U Er0 PErPECCUBHOTO YIPOILEHUSI.

Agrop npusznatenexn B.B. Anémuny, A.1O. XKypasnésy, A.I. IlonomapeHko,
P.A. PakutoBy, A.Il. Pacuuneiny, A.b. LleTnuny u 1pyrum Kosieram 3a oocyx-
nenue pykonucu. Mccenenoanus noaaepskansl PHO, mpoekt Ne 21-14-00284.
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Homeosis, heterochronies and transformations of the body plan
in the evolution of Arthropoda

D.E. Shcherbakov

The key points of the main evolutionary line of arthropods, leading from polychaetes
to insects, are considered. The deep comprehensive similarity of the most primitive
insects, jumping bristletails, with malacostracans, especially syncarids, leaves no doubt
about the origin of the former directly from the latter. The similarity of mayfly nymphs to
bristletails confirms that the evolution of Pterygota began with amphibiotic Palacoptera.
Myriapods are secondarily simplified descendants of early hexapods, having lost the
division of the body into the thorax and abdomen and other ancestral characters due
to transition to a cryptic lifestyle. Enthognatous insects model the initial stages of
myriapodization of bristletails. Following Sharov, the insect ancestry can be traced back
into deep time via archaic crustaceans to trilobitomorphs, Megacheira and further to
the most ancient arthropods — dinocarids with grasping antennae (but without walking
legs!). Many structural features of arthropods were formed in Polychaeta — the most
primitive Articulata. The most similar to arthropods are scale worms (Aphroditacea).
By analogy with myriapods and entognaths, lobopods and non-arthropodan Ecdysozoa
should be interpreted as lateral branches from the dinocarid root of Arthropoda, which
followed the path of simplifying the body plan. Transformations of body plans occurred
through heterochronies and heterotopies (including gamoheterotopies).

Keywords: Malacostraca, Syncarida, Archaeognatha, Ephemeroptera, Entognatha,
Myriapoda, Remipedia, Megacheira, Dinocarida, Lobopoda, Ecdysozoa, Nemathelmin-
thes, Aphroditacea, neoteny, homeosis, gamoheterotopy, tagmosis, thorax, abdomen,
trochophore
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Ha marepuane u3 cpeanero-BepxHero kapoona (nescuiabBanus) [Toqmo-
CKOBBSI OITMICAHBI CIIy4al U3MEHYMBOCTHU U abeppalyii B BETBICHUSIX PYK
y Mopckux nunuid. IlpuBenen KpaTknii 0030p HEKOTOPBIX TPYIII Maje-
030MCKMX MOPCKHUX JIWJIMH ¢ a0eppaHTHBIMHM BETBICHHUSIMH PYK W pac-
CMOTpEHBI BO3MOXHBIE MEXAHU3MBI UX BO3HUKHOBeHUs. [loka3aHo, 4TO
abeppamuy B BETBJICHHUIX PyK MOT'YT BO3HHKATh KaK B pe3yJIbTaTe MeXa-
HUYECKHMX MOBPEXACHUH IPH HENMPABUIILHOM (AyTMEHTaTHBHOMN) pereHe-
palyy, Tak ¥ MPpH UCXOAHBIX HAPYIICHHUSIX MPOTeKaHHs OHTOreHesa. [lo-
CIIeIHUE CIy4aM MOKa3bIBAIOT BO3MOKHBIN IBOIIOI[MOHHBIN MOTEHIUA
rpynnsl. 3akperuieHue MoJo0HbIX abeppanuil B GHIIOTeHe3e OTISIBHBIX
TPy MOPCKHX JMJIMH MPUBOAMIIO K BUA000pa30BaHUIO U (POPMHUPOBA-
HUIO HOBBIX TAKCOHOB 00Jiee BEICOKOT'O PaHTa.

Kniouegvie cnosa: KpUHOUIEHU, UTTIOKOXKHME, MOPCKUE JIUINU, abepparui,
pereneparus, 3BOIOIMS, BETBICHHUS PyK

BBE/IEHNE

Pyku MOpCKUX JIMIUH SBJISIFOTCS OCHOBHBIMU MUILECOOPHBIMU CTPYKTYpa-
MH. B onTorenese PYKH MOPCKHX TN 3aKJIaAbIBAIOTCA HA ITO3JHUX CTAAUAX
rocie popmupoBaHus Tabaudek yaredku. [locne dhopMupOBaHUS OTHON WU
HECKOJIBKUX Opaxuaieidl MOryT HEOJHOKPATHO BETBUTHLCS MO OJHON U3 YCThI-
peX OCHOBHBIX MojieNiel (M30TOMUYECKH, T€TEPOTOMHYECKH, SHIOTOMUYECKH,
9K30TOMUYECKH) UIIU OCTABATHCS HEPA3BETBICHHBIMU. Pa3IMUHBIi THIT BETBIIC-
HUW PyK MOPCKHUX JIMJIUHM TO3BOJISAET N30€KaTh KOHKYPEHIIMN B MHOT'OBHJOBBIX
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KPUHOUAHBIX COO6HICCTB3X 6J1arozlap;1 MUTAHUIO pasHOPa3sMEPHBIMU YacTUlA-
mu niuim (Ausich, 1980). CoBpeMeHHbIE MOPCKHUE JTUITHH, OTHOCSIIIUECS K TIO]I-
Kjaccy Articulata, MOTYT UMeTh KaK TOJHOCTBHIO HEBETBSIIUECS PYKH, TaK U
PYKHA ¢ MHOTOKPAaTHBIMU BETBIIEHHAMH. KolHMuecTBO M XapakTep BETBJICHHS
PYK — BaXHBIH TUArHOCTUYECKUU MPU3HAK KPUHOUJIEH Pa3HOTO0 TAKCOHOMMYE-
CKOTO YPOBHsI, OT BHJIOBOTO JI0 ceMeicTBeHHOro. CTpoeHue pyK (KOJIMYECTBO
BETBEH, XapaKTep BETBJICHH) 0CTAETCs, 0OBIYHO, HEM3MEHHBIM JIJIsI KaXKJIOT0 U3
BUJI0B MOPCKHX JTAITAN. HCKJIIO‘-IGHI/ICM, Kak IpaBuJIo, ABJIAIOTCS TOBCHUJIbHBIC
(hopMBI MOPCKHUX JMIIMH, OTIMYAIONIAECs MEHBIIMM YHCIOM BETBJICHUH, I'pa-
IIBHOCTBIO Opaxwmaei u mpounmu npusHakamu (Peters, Lane, 1990 u np.). B
XOJIe OHTOTeHe3a HOBbIe Opaxualii 3aKJaJbIBAIOTCS B AUCTAIBHON YaCcTH PYKH.
TkaHu, OKpyKarolue pajualibHbI aMOylaKpallbHbIH KaHa, SBISIOTCS Opra-
HU3aTOPOM YJIEHUCTOrO CTPOEHHUS U BETBJICHUS PYK Y KPUHOUACH.

Ha maneo30ii mpuxoauTcst Mepuo paciiBeTa 1 MHOIooOpasus Kjiacca Kpu-
HOMJEH. B pasHbIX rpymnax najpeo30MCKUX MOPCKUX JIUIUN HEPEAKO BCTpeUa-
I0TCs pa3inuHble abeppaHTHbIE (OPMBI, OTKJIOHSAIOLIUECS OT XapaKTEePHON IS
WTJIOKOXKUX MSATHIYYeBOH CUMMETPUU M MMEIOIINE MEHbIIee KOIUYEeCTBO pa-
OUYyCOB (KaK MPaBHJIO TPH). YMEHBIICHHE PAJUYCOB y MAJICO30MCKUX KPUHOU-
Jieil MOTJI0 IPOUCXOAUTD BILJIOTH JI0 TIOJIHOM X PEAYKIUH y O€3pyKHUX MOPCKUX
munui (Apenar, 1970). Apyrum npuMepaMu aOeppaHTHBIX BETBICHUMN, TaKKe
CBSA3aHHBIEC 110 CBOEMY IIPOUCXOXKACHHUIO C T€TEPOXPOHUSIMHU, SIBIISIIOTCS MHOIO-
pyKHe MOPCKHE JINIINN.

Bonbiioli MHTEpEC MPEACTABISIIOT TAKIKE SK3EMILISIPhI C OTKJIOHSHOIUMCS
OT HOPMBI KOJTMYECTBOM (OOBIYHO OOJIBIITUM YHCIIOM) BETBIICHHUH, KOTOpPBIC pa-
HEee aBTOPBI CBSI3BIBATIU TOJBKO C HEMPABUIIBHON MOCTTPABMATHYECKON pereHe-
pamueii, xapaktepHoi ans kpuHouzen (Gahn, Baumiller, 2010). ¥V mogo0HBIX
a0epPaHTHBIX SK3EMILISIPOB HAOIFOJAIOTCS HAPYIICHUS BETBJICHUS PYK B BHJIC
JIOTIOJTHUTEIJIBHOM OU(YPKAILIMU UITH €€ OTCYTCTBHU S, BO3HUKAFOIIKE [TPH ITepepas-
BUTHHU UJTH 33JICP)KKE Pa3BUTHUS PYK, a TAKIKE MPU PEreHEPALIMH [TOCIIC TPAaBMBIL.

TPEXPYKME U JIPYTUE ABEPPAHTHBIE ®OPMBI
ITAJIEO30MCKUX KPUHOUJJEN

Y HEKOTOPBIX MAJICO30MCKUX MOPCKUX JIMJINH TPEXITydeBasi CAHMMETPHSI BbI-
pakeHa 0COOCHHO SIPKO. Y TpexpyKux (OpM MOPCKUX JIMIHHA PyKH, KaK IPaBH-
70, pa3BuBaroTcs B Tpex paguycax: A, C u D. B panuycax B u E orBeTBrieHue
paauanibHOro aMOyJakpajbHOTO KaHaja OTCYTCTBYeT. Tpexpykum dopmam
KpuHOUIeH mocBsmieHa moapoonast monorpadus FO.A. Apennara (1981). B Te-
Kyliel paboTe OHU JeTalbHO HE paccMarpuBatoTcs. K Hanbonee sspkuM npen-
CTaBUTEISM TPEXPYKUX MOPCKHX JIMJIUI OTHOCSTCS, HATPUMEP, THOOKPUHUIBI,
BBIJICJICHHBIE B caMOCTOsTeNbHBINA oTpsia (PoxHoB, 1985). V apyroii rpymnisl
MaJIC030MCKUX MOPCKUX JIMJIMM — TUIIOKPUHUJ — MPOLECC PEAYyKIHH PYK MOT
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MIPOUCXOIUTH €IIe MAJbIIe BIUIOTH A0 MOJHOW uX yTpathl (Apenar, 1970). Uz-
YUYCHHUE IBOJIONNHN W OHTOTEHE3a dTUX T'PYII KPUHOUICH TOKA3BIBAET, YTO IO
MIPOUCXOXKICHUIO OHU SBIISIIOTCS TIEIOMOP(HBIMH, y KOTOPBIX B XOJI€ Pa3BUTHS
He ObuTH cpOpMHPOBAHBI OTAETBHBIC PaJHalIbHBIE KaHAIBl aMOYyJIaKpaIbHOM
CUCTEMBbI, HHUITUUPYIOIIHE PA3BUTHE PYK.

VY HEKOTOpBIX MHOTOPYKHX HaJICO30MCKUX KPHUHOHMJAEH aucmapup (cemeii-
CTBAa aJUIATEKPUHMbI U KaTUJUIOKPUHMJIBI) OT OAHOM pajuaibHON TaOIWYKH
MOTJIO OTXOAHUTH cpasy OO0JbIIOEe KOJIUYECTBO PYK, 0€3 KaKUX-THOO BETBJICHUH.
O06pa3zoBaHue MOJOOHBIX MHOTOPYKHX (POPM MOPCKHX JIUIJIHA, BEPOSTHO, CBS3a-
HO C OTXOKJEHHEM MHO)KECTBEHHBIX PaJUaJIbHBIX KaHAJOB aMOyJaKpajbHOM
CHCTEMBbl HENOCPEICTBEHHO OT caMoro amoOyiakpaiabHOro koisua (PoxHOB,
2013; Rozhnov, 2014). V coBpeMEHHBIX MOPCKHX JHJIMHA B XO/I€ OHTOI€HE3a B
KaKJOM M3 PaJuyCOB UMEETCS 1O MAThH IIyHajiel, OTXOASMIMUX OT pajnuaibHO-
ro KOJIBbLIA, YEeThIPE M3 KOTOPBIX (MO JIBa C KaKJIOW CTOPOHBI) B JaibHEHIIEM
peNyIUPYIOTCS, a IEHTPaJIbHbIC Pa3BUBAIOTCS B pajnalibHble KaHaibsl (MBaHO-
Ba-Kasac, 1978). BeTBienus pyk OOJBITHHCTBA OCTABHBIX MOPCKHX JIMTHH 00-
YCIIOBJIEHBI OM(ypKAIIUSIMH PaIHalIbHOTO aMOyIIaKkpaIbHOTO KaHana. MHOropy-
KM€ MaJIc030iCKIe MOPCKHE JIMJIMHM UMEIOT 110 BCEH BUIMMOCTH NeIoMOopgHOe
MIPOUCXOXKICHHUE: TIEPBUYHBIC LIYTIAJIbIla, HE apTPOPUPOBAIUCH, @ PA3BUBAJIUCDH
B paJauaibHbIe KaHaJbl y B3pocibix GopM (Poxknos, 2013; Rozhnov, 2014).

[NOCTTPABMATHUYECKUE ABEPPAIINN

KpuHouieu, Kak U OOJBIIMHCTBO APYTHX UTJTIOKOKUX, 00J1a1aF0T BBICOKUMHU
pereHepPaTUBHBIMH CTIOCOOHOCTSIMH M MOTYT BHOBb BOCCTaHABIIMBATh YTPAUCH-
HbIe yacTu Tena. Hanbonee mokazareasHBI B ’TOM OTHOIICHUH pEreHepaIiui pyK
MOPCKHX JTUJIHH, IPUMEPBI KOTOPBIX XOPOIIO U3BECTHBI U Yy UCKOMAaeMbIX (popM
(Gahn, Baumiller, 2005, 2010; Oji, 2001, 2015; Mirantsev, 2015a u ap.). Cuura-
€TCsl, UTO JIAaHHBIH ()EHOMEH pereHepaluu pykK ObLI YHACIEIOBaH KPUHOUICS-
MH OT IIPEJIKOB U BCTPEYAJICS HA BCEM MPOTSHKEHUU dBoJtonnu rpymmbl (Gahn,
Baumiller, 2010). Perenepariuu pyk y majie030iMCKUX KPUHOUIEH OOBITHO CBSI-
3BIBAIOT C aTaKaMW MOPCKHUX XHITHUKOB, TIpesx e Bcero peid (Gahn, Baumiller,
2005). OmHaKo, MPEATIOIAraeTCs TAKKE, YTO OCHOBHOM MHUIIEH XUITHUKOB MOTH
CIIY’KUTh ¥ OOMTABIIINE HA KPOHAX CHMOMOHTBHI, ITPEIKJIE BCErO raCcTPOIIO IbI-TIIa-
turepatuasl (puc. 1,a; Brett et al., 2004; Syverson et al., 2018), a HaHeCeHHbBIE
TpaBMbI Ha KPOHAX KPUHOUJICH TaKUM 00pa30oM ObITh CIy4alHBIMH, a HE IeJie-
HaITpaBJICHHBIMH.

PaznenstoT HeCKOIBKO THIIOB pereHepau pyk Mopckux jguauit (Minckert,
1905; Candia Carnevali, Bonasoro, 2001):

1) mHanbomnee pacrpocTpaHeHHas, PEIPOYKTHBHAS PETeHEepaIns, IIPUBOIS-
masi K BOCCTAHOBJICHHUIO YTPAYEHHOW YaCTH PYKH;
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Puc. 1. Cromyocrinus simplex Trautschold, 1867: @ — THITHYHBIN YK3EMILISIP KPOHBI, C IISTHIO
HEepa3BETBICHHBIMHU pyKaMH (pyKa paanyca B ¢ mpoTnBomnoaoxHON CTOPOHEI) C IPUKPEILICHHOH
ractpornojoi-kommeHcanom Platyceras parasiticum (Trautschold 1867); 6 — nucranpHas 4actb
pyxu (ITMH, xomn. Ne 5450), c abeppaHTHBIM BETBIICHHEM, BEI3BAHHBIM ITPOIECCOM ayTMEHTa-
THUBHOH pereHepanueii; ¢ — npopucoska. Jlaruackumu nudpamu (I-111) 0603HaueHBI BeTBICHUSI.
KacumoBckuii sspyc, KpeBIKMHCKHHI TOPU30HT, CyBOpOBCKas CBUTHL; KacumoBckuii kapwep. lin-
Ha MacmTabHoro orpeska — 10 mum (a), 5 MM (6-6).

2) ayrMeHTaTHBHAS UJIHU JIOMOJHUTENbHAS pereHepanus, Ipu KOTOpoil mpo-
HCXOJUT 3aMEHa OJHON BETBH PYKH JABYMS MJIM HECKOJBKHUMH BETBIIEHUSIMH,
YTO IPUBOJUT K YBEITHUCHHUIO OOIIET0 YHCIIA PYK;

3) peayKTUBHAsI pereHepaIus, MIPUBOASIIAS K 3aMEHE TBOHHOTO BETBJICHUS
OJTHUM C TIOCJICIYIOIIMM yMEHBIIEHUEM OOIIIero ynciia pyk.

B Teuenue pocrta umeercss YETKUW M PE3KUM MEepexo]l MEXKy HElOBPExK-
JICHHOM 4acThIO U PEreHEpUPOBAHHON YacThiO pyKU. PerenepupoBaHHas 4acTh
0OBIYHO CYLIECTBEHHO YK€ U MEHbIIE 10 pa3Mepy. OfHAKO [TOJTHOCTHIO BOCCTA-
HOBJICHHAsl pereHeprupoBaHHasl pyKa OOBIYHO Majo YeM OTIHYaeTcs o (opme
U pa3Mepy oT yTpadeHHoH. [loaToMy npakTH4YeCKH HEBO3MOXHO BBISIBIATH CITy-
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Yau PernpoOnyKTUBHON pereHepaluu, mpyu MOJTHOM BOCCTAHOBIEHUH PYKH, OCO-
OCHHO Ha NCKOTIAaEMOM MaTepuale.

Bosnbiioe 3HaueHue aiisi pereHepanuii pyk ¥ ayTOTOMHHU y COBPEMEHHBIX
MOPCKHX JIMJINNA MUMEIOT CH3UTHH W KPUITOCHU3UTHUU — OCOOBIE Maphl Opaxua-
Jiel, HeMOJABUKHO COEIMHEHHBIE MEXIy COOOH JIMTaMeHTaMU — MyTaOelbHOH
coeanHUTENbHON TKaHbIO (MCT), a He MyCKYJIbHBIMH BOJIOKHAaMU. JKCIECPH-
MEHTBI 110 pereHepanuy Mocjae TPaBMaTHYECKOW aMIyTalllH, 3aTparuBaromei
MOABHMIKHBIC WJIH MOJTYTOABUKHBIE COETUHEHUsI Opaxualieil BEISIBUIIM Ooliee ya-
cThie cTpykTypHble aHoManuu (Carnevali et al., 1993) B atux mecrtax. Takum
obpazom nmenno Hanmarne MCT memaroT MecTa TaKOTO COSIUHEHHS Hamboee
MIPUCIIOCOOIEHHBIMU TSI ayTOTOMHH U TIocieayromeil pereneparuu (Holland,
Grimmer, 1981).

Jns mpaBUSIBHOM pereHepalud KPUHOUACH, MPU KOTOPOM MPOUCXOAUT
WMEHHO BOCCTaHOBJICHHE YTPAaueHHBIX YacTel Tela, pelaroliee 3HaueHUue nMe-
eT HaJIM4YKe aopajbHOr0 HEPBHOTO LIEHTPA, PACIIOIOKEHHOTO B Oa3ajbHOM ya-
ctu teku (Gahn, Baumiller, 2010; Oji, 2015). OnHako, iaxe MpH COXPaHEHUH
aJI0palIbHOTO HEPBHOTO IIEHTPA TIPU PEreHepalfy pyK KOJTUYEeCTBO pUMUOpa-
XHaJlell y COBPEMEHHBIX CTE€0ebYaThIX MOPCKUX JIMIMH — M30KPUHHUI HMEET
TEHJICHIINIO0 U3MEHSAThCA M0 cpaBHEHUIO ¢ ucxogHbiM yucioM (Oji, 1986), uto
MPUBOANT K HEMIPABHJILHON pereHepanuu.

Hapymenuss HOpManpHOTO pocTa (MOSIBJICHHE JUITHUX OHQypKanuii) y
WTJIOKOKUX TaK)Ke BO3HUKAET MPH PEreHepanuy UIJ MOPCKUX €XKeH, MIMIOB
Mopckux nuiuit (Arendt, 2012, pl. 11, fig. 36, 37) u aHanbHBIX TPYOOK KamepaT
(Gahn, Baumiller, 2010) xor/1a o0CHOBHBIE BHYTPEHHHUE OPTaHBI HUKAK HE 3aJ1eThI.
Cryyan ayrMEHTaTHBHOW pereHepanuy pyk ¢ GopMUpOBAHHEM aOEPpPaHTHOTO
BETBJICHUSI OTMEUYEHBI Y HEKOTOPHIX TMajieo3oiickux kpunonaei (Ubaghs, 1978;
Gahn, Baumiller, 2010). Huxe npuBeaém omrcanue MoJMOCKOBHOTO DK3EMILISI-
pa Cromyocrinus simplex ¢ abeppaHTHBIM BETBJICHHEM PYKH.

AlGeppaHTHOe BeTBJICHHE PYK
Yy HOAMOCKOBHOT0 Cromyocrinus simplex

Cromyocrinus — SIBISIETCS OAHUM W3 HEMHOTHX POJIOB MAaJICO30MCKUX Kila-
JIAJTHBIX MOPCKUX JIUJIUH, COXPAHUBIINX MSATh HEPA3BETBIICHBIX PYK, 10 OAHOH B
KaxaoM panuyce (puc. 1,a). JlanHbIN MpU3HAK OBLI, BEPOSTHO, YHACTIEIOBAH OT
MIPEIKOBBIX KPOMUOKPUHUL poaa Ureocrinus Uiy CXOAHOTO C HUM IPEIKOBOTO
poxa. MHorouncienHsle nu3ydeHusle Haxonku Cromyocrinus (6omnee 250 3x3eM-
IJISIPOB) U3 CPEAHE-BEPXHEKAMEHHOYTOJBHBIX OTIOKeHHH MOCKOBCKOW CHHe-
KJIU3bI IOATBEPKAAIOT BBICOKY O CTaGI/IHBHOCTI) JaHHOI'O ITprU3HaKa, yKa3biBas Ha
YHUKAJIbHOCTH OIMUCBIBAEMOI'0 HUKC SK3CMILJIsIpa. ,Z[OHOJIHI/ITCHBHLIC BCTBJICHUA
y abeppanrTHoro sx3emrusipa C. simplex (ITMH, ko, Ne 5450) pacrionararorcs B
TUCTABHOW YacTh pyku paguyca D (puc. 1,0-6). lucransHoe monoxenue adep-
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PAHTHBIX BETBJICHUH CBHIETEILCTBYET B MOJIb3Y MOCTPABMAaTHUECKON pereHepa-
WU, TIOCKOJIBKY UMEHHO JIUCTABHBIC YaCTH PYK ObUIM HauOolee TOIBEPIKCHBI
HOBPEXKACHUSAM U yKycaM. [IpumeuarenbHo, 4TO JOMOIHUTENbHAS BETBb CIIpaBa
JaeT emle onHy ondypkanuio cpasy ke Ha epBoM OpaxuanbHOM uieHnke [1Brl
(mepBoii cekyHauOpaxuain, OpaxuaJlbHOM YJICHUKE, HAXOISIIEMCs Cpasy BhILIE
BeTBJeHUs). Takum oOpa3oM B paguyce D pacronokeHo Tpu BeTBH. AHAJIOTHY-
HBIN city4aii TpudypKauu pyKH B XOJe ayrMEHTaTHBHON pereHepaliy onucaH
y HUKHEKapOoHOBOM kamepatbl Aorocrinus immaturus (Gahn, Baumiller, 2010).

Panee B muteparype OBIITM OTMEYEHBI MOJOOHBIE CIIy4Yan, 00YCIOBICHHBIC
MTOBTOPHO# pereHepamueit mocie HoBoro moBpexaenus. (Thomka, Eddy, 2018;
Thomka et al., 2022). /lanHBIe TPUMEPHI XapaKTEPU3YIOTCS TOCIIEAOBATENb-
HBIMHU CTyNEHYATHIMU U3MEHEHHSIMHU B pa3Mepax OTIEIbHBIX CKEICTHBIX 3Je-
MEHTOB (PYK, IIIUIIOB), CBUJICTEIHCTBYIOIIMX O MOBTOPHBIX aTaKaX CO CTOPOHBI
XUIIHUKOB. OI[HaKO TMOABJICHHUEC BTOPOI'0 BETBJICHHU A Y U3YUYCHHOT'O 3K3CMILIIApa
C. simplex BpsIl 1 CBSI3aHO C MOBTOPHOW pereHepaieil, MocKoJIbKy OHO pac-
TToJIaraeTcsi J0CTaTOYHO HU3KO0, Ha [IBrl. BeposiTHO, Bce Tpu BETBH CHOPMUPO-
BaJIMCH B XOJI€ €IMHOT'O HEMPABIIIBHOTO PETEHEPATHBHOTO TIPOIIeCca.

OmHa 13 TUIIOTE3, 00BICHSIOMAs GopMUpOBaHHUE TTIOAOOHBIX a0epPPAHTHBIX
BETBJICHUM, SIBISICTCS PE3yJIbTaT MEXaHMUYECKOrO paspylLIeHus Opaxuajen c
MOCJEAYIOIUM HHULUHPOBAHUEM MHOMKECTBEHHBIX YYAaCTKOB pEreHepanui
(Gahn, Baumiller, 2010). [lanHble mpuMepbl ayrMEHTAaTHBHOW pereHepanuu
TaK)ke MOT'YT OBITh OTYACTH CBSI3aHBI C OTCYTCTBUEM CU3UTHHHOTO U KPUIITOCH-
3UTHIHOTO COYJICHEHUS y OOJBITMHCTBA MAJIC030HCKUX KPUHOUIEH, Onaromnpu-
SITHOT'O AJ15 ay TOTOMHH, M HAJIMYUEM MYCKYJIBHOI'O COUIEHEHHU 1, OoJiee moaBep-
KEHHOT'O CTPYKTYPHBIM aHOMAJIHSIM.

ABEPPAIINN, CBA3AHHBIE C UCXO/JHbIM HAPYIHEHUEM
XOIA OHTOI'EHE3A

Jpyrum mporeccom, MOpoKIAIIUM a0eppaHTHBIC BETBJICHHS, SIBIISCTCS
HEA0PA3BUTHUEC WK NIEPEPA3BUTUEC BCECX PYK WUJIM TOJIBKO B OTACIIBHBIX paanycax.
Wzydenune moqo0HBIX abeppannii, BBI3BAHHBIX Pa3HBIMU TE€TEPOXPOHUSIMHU, HA
MacCOBOM MaTepualic Hanbosee MiI0M0TBOPHO ISl BBISIBIICHHS YBOJFOIIMOHHBIX
TEHJICHIIMHA B OTJCIBHBIX PYMNIaxX MOPCKUX JIWIHMA. MaccoBbIii MaTepuan mo-
3BOJISICT TaKXKe M30€kKaTh HEBEPHBIX OINPENEIICHUH CUCTEMATHUECKOTO TTOJIOKE-
HUA U BI)II[C.HCHI/Iﬁ HOZ[OGHI)IX aGeppaHTHHx SK3CMILJISIPOB B CAMOCTOSATCIIbHBIC
TaKCOHBI. B KauecTBe MpUMEpPOB TaKUX adeppaluii MOKHO yKa3aTh TPEXPYKHUE
9K3eMIUISIpbl THOOKpUHU Hoplocrinus, panee paccMaTpuBaeMble KaK caMOCTOSI-
TenbHBIN pox Baerocrinus (Sprinkle, Moore, 1978). [lono6HbIe abeppamiu uMe-
JIU SIBHO DBOJIFOIMOHHYIO TEHACHIIMIO JUTSI TPYTIIbI M 3aKPETUISIUCh B (uore-
He3e TMOOKPUHUJ TPUBOJIS K POPMHUPOBAHHUIO TPEXPYKOCTH Y 3THX KPUHOUJICH
(Semenov et al., 2021).
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Aﬁeppal—lTHLle IKIEMILJIISAPbI KAMEHHOYT 0JIbHBIX KpI/IHOI/I)Ieﬁ
C HAPYIICHUAMHA B BETBJICHUSAX PYK, BLI3BBAHHBIMHA I'€TEPOXPOHUAMMU

V IByX M3YUYEHHBIX 3K3eMIUIAPOB KpuHouaeh Pegocrinus cf. bijugus pyku
He 00pa3yloT BeTBICHHH (pHC. 2,a, 2-0ic), B OTIUYHE OT THITMYHBIX MPECTABHU-
Tenel pona, 006JIaAarOIINX JECITHIO BETBSIMH PYK (IO IB€ BETBHU B KAXJOM U3 pa-

Puc. 2. Pegocrinus bijugus (Trautschold, 1867), sx3eMmusipsl ¢ abeppaHTHBIM BETBICHHEM
(e — o) ux pasBepTkH (a, 6); a — pa3BepTKa MATHPYKOTO IK3EMIUISIPA, O — MIECTUPYKHUN IK3EM-
mwisip (ronmotun “Poteriocrinus” originarinus Trautschold, 1867, ¢ BerBienuem B paamyce C,
6 — pa3BepTKa THIIMYHOTO JECATUPYKOTO IK3eMILIspa; 2, 0 — [IMH, xomr. Ne 137, nsatupykuii ok-
3eMILISAP, BUA CO CTOpOHEBI paanyca E n uateppanuyca BC, ?MOCKOBCKUI SpYC, MAYKOBCKHIM I'0-
pu3oHT; 1. TutoBo; e, e — ITUH, xon. Ne 5362, nsatupyKkuii 3K3eMILIsp, BUJ CO CTOPOHBI pajinyca
A n naTeppannyca CD, MOCKOBCKHI pYC, BEPXH MOIOIBCKOT0 — HU3BI MSTUKOBCKOTO TOPHU30HTA,
Iyposo. diuna macmtadbHoro orpeska — 10 mm. TyT u nanee, Ha puc. 3: paguaibHble TAOTUYKH
3aKpalleHbl YePHBIM [[BETOM, paJHaHaIbHas TaOIMyKa 3aKpalleHa [ITPUXOBKOH, X-aHaIbHbIE U
BBIIIIEJIKAIINE TAOIHYKHU 3aKpalleHbl KparoM. J{ucTaabHbIe 4acTh PyK He H300paKeHbI.
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Puc. 3. Mooreocrinus geminatus (Trautschold, 1867), sx3eMIIsIps! ¢ abeppaHTHEIM BETBIIE-
HUEeM (a, ) 1 UX pa3BepTKH (6, 2); a, 6 — [INH, sk3. Ne 5450/796, nononHuTENbHOE BETBICHHE
NPUCYTCTBYET B pannyce B ciesa; 6, 2 — [IMH, sk3. Ne 5450/795, nononHuTeNbHOE BETBICHUE
npucyTcTBYeT B paanyce C cripaBa. KacuMoBckHii sipyc, KpeBSIKHHCKHH TOPH30HT, CyBOPOBCKAsI
cButa; KacumoBckuii kapbep. Jnnna macmrabHoro orpeska — 10 mm.

IycoB). JlaHHBIEC AK3EMILISIPBI BPST JIM TIPEICTABISIOT COO0H TPUMEPHI PETyK-
TUBHOHN pereHepaniy, IMOCKOIbKY BETBJICHHUS OTCYTCTBYIOT BO BCEX pajMycax.
B nutepatype onucan abeppaHTHBIN IECTUPYKUN dK3eMIULIp P. bijugus kak
CaMOCTOSITEIIBbHBIN BUJ U poil — “‘Poteriocrinus” (=Ophiurocrinus) originarinus
(Trautschold, 1867, 1879). Y enMHCTBEHHOTO M3BECTHOI'O THUIIOBOI'O DK3EMILIS-
pa BETBJICHHUS OTCYTCTBYIOT BO BCEX panmycax, 3a uckimwouenueM C (puc. 2,0).
Oo6mast MOp¢ONIOTHs YalIeuKH, KPOHHI (32 NCKIIFOUEHUEM XapaKTepa BETBICHUS
PYK) HICHTHYHA IPYTUM dK3eMIuLsipam P. bijugus.

JIBa sK3eMIIIsipa MOPCKUX JIMJIMM KPOMUOKPUHUA Mooreocrinus geminatus
(Trautschold, 1867) 3 oTIOXEHHUI CyBOPOBCKON CBHTHI KPEBSIKMHCKOTO TOpPH-
30HTa KACUMOBCKOTO Sipyca JEMOHCTPUPYIOT Pa3BUTHE JOMOJHUTEIBHBIX BET-
BICHUH PyK. Y THUIWUYHBIX MPEICTABUTENCH BUJA PYKH BETBSITCS B KaIOM
paauyce OoWH pa3 Ha MEPBBIX NMPUMHUOpaxXUaAX, 00pa3ys MPH 3TOM IECITh
BETBJICHHH. Y 000MX M3YUYEHHBIX 3K3EMIUIIpOB uMeeTcs 1o 11 BeTBelt pyk. Y
ak3. [IMH, Ne 5450/795 nonoiHUTENEHOE BETBICHHUE IPUCYTCTBYET B paauyce C
crpaBa, a'y 3k3. [IMH Ne 5450/796 B paguyce B cnesa (puc. 3). [Ipu 3Tom, B 060-
WX CIIy4asiX, pyKd BETBSTCS Ha OJJHOM yPOBHE Cpa3y Ha MEPBBIX CEKyauOpaxua-
JISIX YTO BPSJ] JIM CBSI3aHO C ayTMEHTATUBHON pereHepaiuel mpu MexaHun4ecKuX
MTOBPESXKACHUAX. Y MHOTOPYKHUX TpeAcTaBuTeneil cemeiictBa Cromyocrinidae,
MMEIoITUX 00JIee YeM JIECSITh PYK, JOMOTHUTEIbHBIC BETBICHHS BTOPOTO ITOPS/I-
Ka BO3HUKAIOT KaK pa3 Ha CaMbIX HIJKHUX MEPBBIX CeKyHAuOpaxuansax. llpu
9TOM JIOTIOJIHUTENIbHBIE BETBJICHUSI MOTYT IPUCYTCTBOBAThH B PA3HBIX pajinycax
y pa3Hbix TakcoHOB (A, C u D y Aglaocrinus, Ethelocrinus, Parethelocrinus
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u Parulocrinus; B u E 'y Probletocrinus). Takum o0pa3om, abeppaHTHBIC 3K3EM-
wisspsel Mooreocrinus MOKa3bIBAKOT SBOJIOLMOHHBIA MOTEHIIMAI 1 MOpP(OreHe-
THYECKHE BO3MOKHOCTH BCETO CEMEHNCTBA.

K cxomHBIM 110 CBOEMY ITPOUCXOKACHHUIO a0epparisiM MOXKET ObITh OTHECEHA
U U3MEHYUBOCTh B XapaKTepe BETBJICHUS PYK, & HMCHHO B KOJIMYECTBE MPUMU-
Opaxwuaseii. JlaHHBIN TPU3HAK JOCTATOYHO CTAOMIIBHBIN 71T MHOTHX TaKCOHOB
KJIaauHbIX Mopckux nunuil. K npumepy, ans Pegocrinus u Moscovicrinus Xa-
PaKTEPHBI SK3EMIUISIPBI C ABYMSI-TPEMsI IPUMHUOpaxuaisiMi. DK3EMIUISIPBI C Of1-
HOM puMuOpaxuaneto kpaitne peakn (Rozhnov, Mirantsev, 2014). Mexy tewm,
3aKperyicHue MOM0OHBIX abepparuii B (uitoreHe3e y JaHHBIX TaKCOHOB ITPH-
BOJIMJIO, TIO-BHINMOMY, K JaJIbHEHIIEMY BHI000pa30BaHUI0 U (HOPMHUPOBAHUIO
BITOCIIE/ICTBUY HOBBIX TAKCOHOB C OJTHOW TpuMuOpaxuanbio (Mupasnies, 2015).

[OITYJISILIUOHHA 1 UBMEHUUBOCTbD
BETBJIEHUM PYK MOPCKUX JINJIUA

Panee ObIIM BBISIBIICHBI 3aKOHOMEPHOCTH B PACIONIOKEHUU BETBEH M 0CO-
OCHHOCTSX BETBJICHHS PYK Yy OFHOTO M3 HamOoliee pacHpOCTPaHEHHBIX BH-
JIOB KPWHOUJIEH W3 cpeaHero-BepxHero kapoona IlogmockoBHOTO OacceitHa —
Moscovicrinus multiplex (Rozhnov, Mirantsev, 2014). ¥ OonbIIMHCTBA DK3EM-
IJISPOB HAUMEHBLIEE YMCIIO0 BETBICHUI HAXOAMIJIOCh B paguyce A (0qHO BeTBIIe-
Hue). B pannycax B u E ygaie Bcero pacnonaranocs o Tpu BETBH, IPH 3TOM UX
MOJIOKEHUE OBLIO aCCHMETPHUYHOE: B paguyce E BTopoe BeTBIIeHHE TPOUCXOTUT
TOJIbKO Ha MpaBOil BETBH, a B pajuyce B — Toyibko Ha JieBoi. B IByX npyrux pa-
nuycax C u D Haxonmuitoch 1o 4eTeIpe BeTBH. Takum 00pa3oM, B pacloIOKEeHUH
BETBEH BBIABISAETCSA JBYCTOPOHHSSI CAMMETPUSI OTHOCUTEIBHO IJIOCKOCTH CUM-
METpHUH, Npoxosel uepe3 paauyc A u nareppaanyc CD. HoBblif MaccoBBlit
MaTepHual, COOpaHHBIM MPEUMYIIECTBEHHO U3 OTIOKEHUH CYBOPOBCKOH CBUTEHI
KPEBSKIMHCKOTO TOPH30HTA, MMOKAa3bIBACT 0OJIee MUPOKHE ANarna30Hbl HN3MEHYH-
BOCTH B BETBJICHHUSX PYK y 3TOro Buja. CTOMUT OTMETUTD, YTO IK3EMILISAPHI OT-
OMpanuch U3 OIHOTO CIIOS M HEPENKO B MpeAeNiaX OJHOW KOJOHHH (MacCOBOTO
3aXOpPOHEHUS KPUHOHJIEH), TIOATOMY MX MOYKHO PaCCMaTpPUBATh KaK OHY TIOITY-
JISIUIO, @ OTKJIOHEHU S B PAMKAaX BHYTPUIONYISLIMOHHON U3MEHYHUBOCTH.

Habmronenuss Ha HOBOM MarepHuajie B LIE€JIOM MOATBEPAMIINA BBISBICHHYIO
paHee 3aKOHOMEPHOCTh PacCIOIOKEHUs BETBICHUN PYK M BBISBUIN IIMPOKUI
JnuanasoH Bapuanui. TpeTbe BeTBIEHHE, HEXapaKTEpPHOE /IS BUJIA, Y MHOTHX
9K3EMIUISIPOB PACIIONOKEHO HE Ha HWKHUX TePTUOpaxuajisfx, 4TO XapaKTepHO
IUIsl BeTBICHUN Moscovicrinus B 11I€J0M, a JOCTATOYHO BBICOKO, 0€3 KaKMX-JIU-
00 3aKOHOMEPHOCTEH. DTO CBUJETEIBCTBYET, UTO JaHHBIC BETBJICHUS SABJISIOTCS
pe3yabpraTaMu ayrMEHTAaTUBHOM pereHepauuid. B monb3y 3Toro taxkxe cBuae-
TEIBCTBYIOT COXPAHMBILIHECS CIEAbl PETEHEPALINH PYK HA TPETHUX BETBICHUSIX
y psiJia 9K3eMIUISPOB.
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Aberrant arm branching in Paleozoic crinoids

G.V. Mirantsev

Cases of variability and aberrations in the arm branching of crinoids from the
Middle-Upper Carboniferous (Pennsylvanian) of the Moscow region are described.
A brief overview of some groups of Paleozoic crinoids with aberrant arm branching
with potential mechanisms of their occurrence are considered. It has been shown that
aberrations in the arm branches can be both the result of mechanical damage during
incorrect (augmentative) regeneration, as previously assumed, and the result of initial
disorders of ontogenesis. The latter cases show the evolutionary potential of the group.
The consolidation of such aberrations in the phylogenesis of certain groups of crinoids
led to speciation and the formation of new taxa.

Keywords: crinoids, echinoderms, aberrations, regeneration, evolution, arm
branches
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Toanucano B nevats 13 HOsAOpst 2023 1.

Dopmar 60x90/16. 'apuurypa «Taiimer. I[Teuats odeernas. bymara odceTHast.
Vu.-uza. 1. 12. Ve . 1. 14. Tupax 300 sk3.
IManeonTonoruyeckuit uHCTUTYT M. A.A. bopucska PAH (ITMH PAH)
Mockaa, [Tpodcoroznast, 123

Orneuatano B «Tunorpadus odceTHOl neyaTu»
Mockaa, yi. [lepbeneBckas, 1. 20, cTp. 8

3aka3 Ne 586



