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I'mapounneie monumsl (Cnidaria, Hydrozoa) xapakrepusyrorcst mpe-
oOna-marormeil paguanpHOW cuMMeTrpuei. Ha ocHoBe momenu Bepkuna
(Berking, 2003, 2006), ocHOBaHHO¥ Ha THNIOTE3aX MMO3UIIMOHHON MH)OP-
Malll¥ ¥ «CaMO-aKTHUBAIMH U JIATePATbHOTO MHTHONPOBAHUS», TpOaHa-
JU3UPOBAH MEPEXOJ OT PAINAIBEHON CHMMETPHH TIEPBUYHOTO MOTYJISI KO-
JIOHUH TEKaTHBIX THApon 0B (moakiace Leptomedusae) k OnitarepanbHON
CUMMETPHH MM CHMMETPUHU CKOJIB3SIIIETO OTPAKCHHS B CIOXKHBIX MO-
Oerax. [lokazaHo, 4TO ymopsijOYeHHE MPOCTPAHCTBEHHOW OpraHU3aIluN
1 U3MEHEHHE CUMMETPHITHON (pOPMBI SBIISETCS «TOOOYHBIMY» d3PPEKTOM
MEXaHU3MOB perynsannn GpopMooOpa3oBaHusT MOTYJIBHBIX OPTaHHU3MOB,
OCHOBAHHOT'O HA ITUKJIMYECKOM MOp(OreHese.

Knrouesvle cnosa: KOIOHUATBHBIC Tuapounl, HI/IKJ’II/I‘IGCKI/Iﬁ MOp(bOI‘eHGS,
paanajibHass CUMMETPUS, IIO3UITUOHHA I/IH(i)OpMaHI/ISI, MOICIIb.

BBEJIEHUE

Onucanue 11000T0 OpraHn3Ma, a TAakKe MIaHa OpraHu3alii, XapaKTepHOTo
Tl TAKCOHOMUYECKUX TPYIIT OpraHU3MOB JIFOOOTO paHra, 00s3aTeIbHO BKIIIO-
Jal0T XapaKTePUCTUKY CUMMETpHH 00bekTa(oB). be3 MoHMMaHHUS CHMMETPUHU
OpraHn3Ma HEBO3MOKHO IIOJIHOLIEHHOE €r0 ONMCAHUE U IOHUMaHUe 3aKOHOMEP-
HocTell ero pa3BuTHus u crpoeHus (3apenkos, 2009). IlepBoHayanbHO cunTa-
JIOCh, YTO CUMMETPHsI KOHKPETHOTO OpraHU3Ma MJIM TAKCOHOMUYECKON TPYTIITBI
HEBBICOKOT'O paHTa ONpPE/IETIsAeTCs, B IEPBYIO OYEPEh, 00pa30M €ro )KU3HU (IpH-
KpEIJICHHBIA — TOABM)KHBIN) B cuMMeTpueit cpeasl ooutanus (Hyman, 1940;
bexnemumes, 1964; [orens, 1981; XanopH, Benep, 1989). B nacrosmee BpeMs
npeobianaroneil MoXXHO CUMTATh TOUKY 3PEHHUs], YTO HAa PAHHHUX CTaJAMsIX 3BO-

105



JIIOITMH KUBOTHBIX CHMMETPHS B3POCIIOTO OPTaHU3Ma 3BOJIONHOHUPOBAJa OT
ACCUMETPHUYHOM K paJuaibHON, U Jaee K OmiaTepasbHO, U 3TO MPOUCXOIUIIO
MapaJuIeIbHO C TIOBBIIICHUEM CIIOKHOCTH OpraHu3anuu xuBoTHBIX (Finnerty,
1998; Finnerty, Martindale, 1999; Martindale et al., 2002; Brusca, Brusca, 2003,
2008). OmxHako MOJICKYJISIPHO-(DMIIOTCHETHYECKUH aHaJIU3 M JIAHHBIC BOJIIO-
IIMOHHOW OMOJIOTHH Pa3BUTHUS CBUACTEIHCTBYIOT O TOM, YTO BOJIONHS TIIaHa
CTPOCHHUSI OPTaHU3MOB MPEICTABIISIIOT COOON TOpa3o OoJee CIOKHBIHN MpoIiecce
(Finnerty et al., 2004; Halanych, 2004; Matus et al., 2006; 3oomorus 6ecrno3-
BOHOYHBIX, 2008), 1 HET MPSIMOM 3aBUCUMOCTH MEXAY CIOXKHOCTHIO T'€HETH-
yeckoil u Mopdonoruueckoi opranuzanuu (Ball et al., 2004; Kusserow et al.,
2005; Technau, 2005). I3MeHEHHU s TUIIOB CAMMETPHH B TCUCHUE IBOJIIOLIMH K H-
BOTHBIX B OCHOBHOM OTPEACIISUINCH (PU3HUECKIMHU (HaKTOPAMHU, CTPYKTY PHBIMH
OrpaHUYCHHSIMU (CaMble paHHHUE COOBITUS B Pa3BUTHHU, KOTOPBIE YCTaHABIINBA-
I0T OCHOBHOU IJIaH CTPOCHUS, OINpPENeNstoT Habop Ooiiee MO3AHUX COOBITHIA,
OTPAKAIOLIUXCS HA OPraHU3aI[UU KUBOTHOI'0), 1 €CTECTBEHHBIM OTOOPOM, JKC-
MJIyaTUPYIOIIMM IMUPOKUH KPYT aJalTUBHBIX BO3MOXHOCTEH, Ipe/iaraeMbIxX
pPa3HBIMU THIIAMH CHMMETPHHU B YCJOBUSIX Pa3HBIX YCJIOBHH CYIIECTBOBAaHMS
nnn obpaza >xuszau (Manuel, 2009).

OmnpeneneHre CHMMETPUH YHUTAPHBIX OPTaHU3MOB OKa3bIBACTCS 3a4aCTYIO
3aTPyHUTEIBHBIM — TUTAH OpPTaHHW3aIlii 4acTO OCHOBAaH HAa KOMOWHAIIMHU He-
CKOJIBKMX BAPHAHTOB CUMMETPHH, B 3aBUCUMOCTH OT TOT'0, KAKOI YPOBEHb pac-
cMoTpeHus BeIOpaH. Erle ciioxkHee 00CTOUT €0 ¢ MOAYIbHBIMU OPTaHU3MaMHU.
Ecnu onpenenenre CUMMETPUHU OTCIBHBIX MOAYJICH 3THX OpPraHW3MOB 3aya-
CTYIO HE BBI3BIBACT 3aTPYIHEHHUH, TO BECh MOAYJIBHBIA OpPTaHU3M 3a9acTyIO BHI-
TIISIAUT JUCCUMETPUYHBIM, JTHOO I OMUCAaHUS TaKUX BapUAHTOB CUMMETPHHU
HE00XOIUMO IMPUMEHEHHE ITOHATUH CUMMETPHH MTO00U S, CIUPATBHON CHMMe-
TPHUH, TEOPHH (PpakTaioB, Wik X komOuMHauui (3apenkos, 2009). [Ipu aTom
CXOJIHbIC BapUaHTHI CIIOKHOH CUMMETPHH HAOJIOAAOTCS Y MOAYJIBHBIX Opra-
HU3MOB, OTHOCSIIIMXCS K OYCHb JAJIEKHM B (PHIIOT€HETHYSCKOM OTHOIICHUH TaK-
COHaM: KOJIOHWAJThbHBIC THAPONIBI, MIIAHKH, BEICITHE pacTtenus (Kitore, 1962;
Mamsirus, 2001; SryroBa, 2005; ITstaeBa, Kocenu, 2008). DT MHOTOYHCIIEH-
HbIC KOHBEPI'€HTHBIC CXO/ICTBA B CHMMETPHUH U TUIAHE OPTraHU3aIH MOYJIbHBIX
(1 yHUTAPHBIX) OPTaHU3MOB CBUJICTEIILCTBYIOT O TOM, YTO Ba)XKHbIC U3MECHEHUS
CUMMETPHH TeJla OPraHW3MOB HE TPEOYIOT MOSBJICHUS HOBBIX I'EHETHYECKHX
WJIU PEryJATOPHBIX MeXxaHu3MoB pa3Butus (Manuel, 2009).

Ionumonnnas ctagus runpounssix (Cnidaria, Hydrozoa) mpenmyiectBeH-
HO TpE/ICTaBJICHa MOAYJIbHBIMU (hopMamu |. B KOJIOHUH THIPOUIOB BBIACISAIOT
JIBe OCHOBHBIE YacTH. [ mapopusa, mpeacTaBiIeHHAs] TPEUMYIIIECTBEHHO CEThIO
TpYyOKOBUIHBIX BETBSIIUXCS CTOJIOHOB, CIIYXKHUT JIJIsl MPUKPEIIIICHUS KOJIOHUU

! B maunoii pabore Mbl OyJIeM HCIIOJIb30BaTh HCTOPHUYECKH «IIPUBBIYHBIC» TEPMUHBI «KOJIOHH-
aJIbHBIC THIPOUABD U «KOJIOHUS» THIPOUIIOB, TaK KaK 10 CHX IO HET OOIIENPUHSATOrO U y100-
HOT'0 B YIIOTPEOJICHUU TePMIHA JUIsl 0003HAUCHIS MOJIYJIBHOT'O OPTaHHU3Ma B IICJIOM.
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Puc. 1. Cxemsbl OpraHusanu OCHOBHBIX THIIOB KOJIOHMH TEKaTHBIX T'MAPOUZIOB U TIPpU-
MepBl CHMMETPHH UX MOAYJEH M 1Mo0GeroB: ¢ — CTOJOHMATIBbHAS KOJOHHS, 6 — moderoodpasy-
fonIasi KOJOHUA, 6 — PaJlalbHO-CHMMETPUYHBIA THAPAHT MpeAcTaBuTeNs ceM. Sertulariidae,
2 — paJnalbHO-CHMMETPHYHBIN MUApPaHT mpeactaButes ceM. Campanulariidae, 0 — nucranb-
Has gyacTb nobera Sertularia albimaris (cem. Sertulariidae), e — yaacTox mobera mpecTaBuTeINs
cem. Plumulariidae; Bp — Bepxymika pocTa, BpO — BepXyIIka pocTa O0OKOBOW BETBH, T — THIPAHT,
I'T — THAPOTEKa, MII — MEX/JI0y3/Ihe nodera, MC — MEXJI0y3JIMe CTOJIOHA, 1T — HOOer, NI — IoYKa
THUAPAHTA, CT — CTOJIOHEI THPOPHU3HL.

K cyOCTpaTy W pacmpocTpaHeHus mo Hemy. Ha mpoTuBOmoONOKHOU cyOcTpaTy
CTOpPOHE CTOJIOHOB PACTOIAraloTCs WU OTACIbHbIE THAPAHTHI (ITUTAIOIINE 300-
Wbl KOJIOHWH), WJIM TIO0ETH, HECYIHe OOJBIIOe YHCIO THAPAHTOB (puc. la, 6).
CrnenoBaresibHO, KOJIOHUH THAPOUIOB MOYKHO Pa3JIeINTh HA JIBE TPYIIIIEI — CTO-
JIOHUAJIbHBIE (C OTACTBbHBIMU THPAHTAMU Ha CTOJIOHAX), M TOOEerooOpasyomue
(Haymog, 1960; Mapdenun, 1993; Bouillon et al., 2006). [Ipu sTom moberoo-
Opasyromue MpeACcTaBUTEN N TeKaTHRIX THAPOUI0B (moakiace Leptomedusae) B
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MOABIISAIONIEM YHCIIE CTyYaeB UMEIOT MOOErH MPOCTPAHCTBEHHO OoJiee yropsi-
JIOYCHHBIC, XapaKTePU3YIONUecs OOJbIICH PerylspHOCTBIO BETBICHUS U pac-
MOJIO’KEHHS] THIPAHTOB HA CTBOJIE M BETBSIX, 110 CPAaBHEHHIO C 100Eroodpasy-
IOLTUMU TIPECTABUTEISIMH aTeKaTHBIX TUApouoB (moakiace Anthomedusae)
(Marfenin, Kosevich, 2004; Leclére et al., 2007, 2009; Koceuu, 2012).

OCHOBHBIC THATHOCTHYECKUE MPU3HAKH TEKATHBIX THJPOUJIOB, OTHOCSTCS
K BHEIITHEMY XUTHHOUTHOMY CKEJIETy — nepucapky. PopMupoBaHue HOBBIX MO-
JTyJiel KoJoHUH (MEXI0Y3IUi CTOJIOHOB U TIOOETOB, THIPAHTOB — pUC. 16) mpo-
MCXOAHNT Ha KOHIaX Pa3BETBICHHOTO Tella KOJIOHUU HAa OCHOBE ()YHKIIHOHHPO-
BaHUsI CIIEIMAIN3UPOBAHHBIX MOIYJIEH KOJOHUHM — BEPXYIIEK POCTa. 31ech Ke
BBIJICJISIETCSl MaTepyall HOBOTO TIepHcapKa, 1 eMy MPUAaeTCsl BUIOCHeIn(DUIHAS
(dbopma, KoTOpas B majpHEHIIEM He nu3MeHseTcs (3apaiicknii u ap., 1984; bemno-
ycoB u nip., 1988; Kocesuu, 1990, 2006; Kosevich, 2005; KoceBnu, democos,
2008; Marfenin et al., 2010). BHemH#MIA )KeCTKUN CKEJIET CIYKUT OMOPON MST-
KHM TKaHsIM (LIEHOCapKy) THIPOUIOB, U (PUKCHPYET B3aMMHOE MTPOCTPAHCTBEH-
HOE TIOJIOKCHUE BCEX MOJYJIeH KOJIOHUH.

C To4KM 3peHust MOP(OIIOTUU MSITKUE TKaHU TTOJIABISIONIEr0 OONBIIMHCTBA
MOIYJIeH KOJOHHWHM TEKaTHBIX THIPOHUIOB XapaKTEePHU3YIOTCS Ipeobiagaromneit
panuanpHOil cuMMetpueil. CTpoeHHE THAPAHTOB W IICHOCApKa MOIyJieH TMo-
0eroB CBHETENBCTBYET O HAJIMYWU IJIaBHOW OpasibHO-a0opajbHOM ocH, uepes
KOTOPYIO MOYKHO ITPOBECTH HECKOJIBKO TIOCKOCTEW cuMMeTpun MoayJis (bekie-
muties, 1964; Manuel, 2009) (puc. 18, 2). B Mex10y311sX CTOJIOHOB THIAPOPHU3HI
Tak)Ke MMEETCs OJIHA TJIaBHAs OCh, HANpaBJCHHAsl OT IEHTpa KOJOHHWH K Bep-
XYIIKe pocTa cTosoHa. MlHaue 0OCTOUT JIeo mpyU pacCMOTPEHUH OpraHU3aIuu
MOOEroB B I[EJIOM, UIJTH JIETATbHOM M3YUYCHUN OPTaHHU3AIMH OT/ICTBHBIX MOTYJICH
Y CKEJICTHBIX 00pa30BaHMI BOKPYT THPAHTOB Y TEKATHBIX TUPOUJIOB (HAII.,
Haywmog, 1960; Cornelius, 1979; Schuchert, 1997; Bouillon et al., 2004, 2006). B
ITUX CIyYasiX MPUXOJUTCS TPU3HATH WIH OTCYTCTBHE MPEOOIaAaroei CHMMe-
TpHUH (IMCCUMMETPHS OPraHU3aIMK T00ETOB Y HEKOTOPHIX BHJIOB TEKATHBIX U
aTeKaTHBIX THIPOUJIOB), FUTH ITPeo0Ialanie pa3HbIX KOMOMHAIINNA OnIaTepath-
HOUW M TPAHCIISIITUOHHOM ((CUMMETPHS CKOIB3AIIECTO OTPAKECHUS»)) CUMMETPHIA.

OpraHu3aius OTASIbHBIX MOP(HOreHeTHUSCKUX MOJIYJei moberos > y Te-
KaTHBIX THAPOUJOB B MOJABIISIIOIIEM UYHCIIE CIy4YaeB CBUICTEIBCTBYET 00 UX
OunarepanabHOW CUMMETPHH. Y BEpXyIEK pOCTa CTOJOHOB (MopdoreHeTnye-
CKMX MOYJIEH CTOJIOHOB) OujaTepajibHas CHUMMETPHS MPOSBIACTCA B SBHOM
BUJIC, YTO OTPAKAETCSI B OPraHU3aI[MK TOT0 MOJYJIs: BEPXYIIKa CTOJIOHA UMe-
€T SIBHO BBIPAXKCHYIO «IIEPEIHE-3aTHSS» OCh, ¥ MPHICKANIYIO U OTCTOSAIIYIO OT
cybOctpara croponsl (Marfenin et al., 2010). CooTBETCTBEHHO, UMEETCS JIHMIIb
OJTHA TIIIOCKOCTh CUMMeETpHH. LleHocapk MeK10y3/IHii CTOJIOHOB MEK 1y odera-
MU XapaKTepu3yeTcs: MPOAOIbHON (PU3HOIOTHUECKOM TOJISIPHOCTHIO, HO CTPYK-

2 TlousiTe MOP(OreHETHYECKOTO MOAYJISl HE COBMAMACT C MOHSITHEM MOJYJIS HIIH MEKI0Y3IHUs
mo0era, UCIoIb3yeMOoro B MOp(OJIOTHH UITH cucTeMaTrke runpongabix (Kocesuy, 2008).
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TYPHO BBHITJISIUT PaIAalibHO-CUMMETPUYHBIM. Y MEXI0y3JIHid T0OEroB MOKHO
BBIJICTTUTH MIPABYIO U JIEBYIO, KIIPUIIEIKAITYIO» U KOTCTOAIIYIO» («IOP3aTbHYIO»
U «BEHTPAJIbHYIO») CTOPOHBI MOAYJIs (puc. 10, e). 3auacTyto, OunaTepaibHOCTD
OTCYTCTBYET JIUIIb B NEPBUYHOM MOJYJIE KOJOHHH (IIEPBHYHOM MEKJIOY3ITHH
noOera, pa3BUBAIONICTOCS U3 OCEBIICH JIMYMHKH), OPraHu3alns KOTOPOro COOT-
BETCTBYET paJHaIbHON cuMMeTprur. OTHAKO C TIOSBIEHHEM BTOPUYHBIX MOJY-
JIe ¥ pOCTOM KOJOHWHW OWIIaTepalibHas CHMMETPHUS MOIYJieil MoOeroB cTaHo-
BUTCSI OUEBHIHON U ONPEAEIISIONIEH BCIO OPraHn3aluio HoOeros.

JononHuTeNbHbIC 3aTPYAHEHHS B ONpeie/ieHHe CHMMETPHH OOETOB BHOCST
XapakTep BETBJICHHS MOOCTOB M BapUAILIMU B PACHIOJIOKESHUH THIPAHTOB B CTBOJIC
M Ha BeTBsX 1moOeroB. Ha ocHOBaHMM XapakTepa BETBJIEHWS W B3aMMHOTO pac-
TIOJIOKEHUST BETBEH B TOOETe BBIJACISIOT HECKOJIBKO OCHOBHBIX THIIOB ITOOETOB:
TIEPUCTBIE, TPEBOBHU/IHBIE, CITUPAIILHO-3aKPYUCHHBIE M C HEePETyJIIPHBIM Xapak-
TEPOM BETBJICHHA. ECliN yUUTHIBaTh M XapakTep B3aUMHOI'O PACIIOIOKEHHS TH-
JPaHTOB Ha CTBOJIE M BETBSAX MOOETOB, TO CJIOKHO ONPECTUTh CAMHCTBEHHBIN Ba-
pHuaHT GOPMBI CHMMETPHH, COOTBETCTBYIOIUI TaHHOMY TT00ery. B OonbImHcTBE
CIIy4aeB 3TO KOMOWHAIINS Pa3HBIX CHMMETPHUHBIX ()OPM, COOTBETCTBYIOIIUX T10-
Oery B IIEJIOM H €r0 OT/IEIbHBIM YacTsAM (CTBOJIY M BETBSM Pa3HOTO TIOPSIIKA).

B nanHo#i pabore chenaHa mombITKa 00OCHOBATh MPEATION0KEHAE O TOM,
YTO B OCHOBE PErylsuuu (pOPMUPOBAHUS KaK OTICIBbHBIX MOJYJECH KOJIOHHH
TEKaTHBIX TUAPOHJIOB, TAK U MPOCTPAHCTBEHHOW OpraHU3aui X MO0OEroB, MO-
JKET JIeXkKaTh eANHbIA MexaHu3M. [Ioka3aHo, Kak Ha OCHOBE OJTHOTO U TOT'O K€E Me-
XaHU3Ma PETyISINN B pe3yJibTaTe BapbUPOBAHUS OTNPEIEIEHHBIX TapaMeTpPOB
Pa3BHUTHS MOXET MPOUCXOAUTH 3aKOHOMEPHOE M3MEHEHHE MPOCTPAHCTBEHHOMN
OpraHu3aluy NOOETOB ¥ UX CHMMETPHUH, HE CBSI3aHHOE C YCIOKHEHHEM WITH W3-
MEHEHHUEM IUTaHa OpraHu3auy CaMOro OpraHu3Ma.

PE3VJIBTATBI 1 OBCYXAEHUE

B ananmze 3akoHOMepHOCTEW pa3BUTHS B (HOPMUPOBAHUS MTPOCTPAHCTBEH-
HOW OpraHu3aliy MOOETOB Y TEKATHBIX THAPOUIOB MBI OYJeM UCXOIUTD U3 BbI-
CKAa3aHHOT0 paHee MPEANOI0KEHUS, YTO B SBOTIOLUHU MOAYJIBHON OpraHu3alnu
no0Oeru B KOJIOHHH THAPOUIOB BOSHUKIIN OT CTOJOHUAIBHBIX OPM C TUJIpaH-
Tamu Ha HOXKax (puc. 2) (Marfenin, Kosevich, 2004; Kocesuu, 2012). Ucxon-
HBIM ¥ €IMHCTBEHHBIM THIIOM POCTa IMOOErOB Y TEKATHBIX T'HIPOUJIOB CIIENY-
€T pacCMaTpUBaTh CUMITONHATHHBIN THUII, KOTOPBI MOXKET OCYIIECTBIISITHCS B
JIBYX BapHaHTaX — BEEPOBHJIHOM WJIU CEPIOBUIHOM (pHC. 28, 2). Tak Ha3bpIBae-
MBbIe «MOHOIIOIUAIbHBIE TIO0eTaMU C TePMUHAIBLHBIME 30HaMU pocTa» (Kuhn,
1914; Haymos, 1960; Mapdenun, 1993) ¢ MopdoreHeTHUECKONH TOUKH 3PEHUS
XapaKTEePU3YIOTCSA CHJIBHO M3MEHEHHBIM BapHaHTOM CHUMIIOAUAJIBLHOTO POCTa
(Kosevich, 2007; Kocesuu, 2007, 2012).

Pa3BuTHe MepBUIHOTO MOAYIS (MEXIOY3JIHS) MOOETa M3 OCEBICH JTHIMHKA
y TEKaTHBIX THIPOUIOB HAUWHAECTCA C 3aKJAJKH B IIEHTPE MPUKPETTHTETHHOTO
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Puc. 2. [IpoucxoxaeHre U BapuaHThI OPraHU3alHH CHMITOHATBHBIX TIOOCTOB TEKaTHBIX TH-
JIPOUJIOB: @ — CTOJIOHUAIbHASI KOJIOHUS ¢ CUASTYMMU I'HAPAHTAMU, 6 — CTOJIOHHAJIbHAS KOJIOHHUS,
TUJPAHTHI C HOXKKaMU, 6 — BECPOBUIHBIH CHMIIOMATILHBIN THII POCTA 1Mo0era, e — CeproBUTHBIH
CUMIOANAJBHBIN THUI pocTa O0era; T — THIPAHTHI, C — CTOJIOHBL.

JIMCKa BepXyIIKH pocrta mnobera (puc. 3). Bepxymika pocta B Mpolecce CBOEro
(GyHKIMOHUPOBaHUST GOPMUPYET YUacTOK OyIyIlero cTBosia nmobdera (MexJ0ys3-
JIMEe CTBOJIAa B MOP(OJIOrHYECKOM MMOHMMAHUHN) U THAPAHT (C HOXKOU MU 0€3)
(puc. 3e). Ilpu aTOM BepxyIIKa pocTa rmodera mpuHUMAET ydacTre B (hOpMHUpPOBa-
HUU JUCTAIFHOTO OTIeNa THIPAHTa, U KaK CAMOCTOS TEIIbHBIN MOJYJTb ITPEKpaIia-
eT cBo€ cyliecTBoBaHMe. [lanpHeliee HapacTaHue ocu nobdera B AMHy odectie-
YMBAETCSI 32K JKOM B OCHOBAaHUH HOXKKH THPAHTA UM B OCHOBAHUHU THIPOTEKH
OYEPETHON BEpPXYIIKH pocTa (puc. 3e), KoTopasi HOBTOPSICT MOP(HOreHETHICCKHI
UK GOpMUpOBaHUS MEXI0y3nus nodera (Mapdennn, Kocesuy, 1984a; Koce-
Brd, 1990, 1991b). Takum oOpa3om, I TEKATHBIX THAPOUIOB XapaKTepeH ITH-
kimdeckuii Mopdorernes (Mapdennn, 1993; Marfenin, Kosevich, 2004).

TMIIOTETUYECKU MEXAHMW3M

B ocHoBe npeqaraeMoro MexaHu3ma JieXXaT JABE B3aHMMOCBS3aHHBIE THUIIO-
T3B!

1. I'mmoTe3a MO3UITMOHHONW WH(DOPMAUK: TTEPBUYHAS CUCTEMa PEeryJsIuu
MPOCTPAHCTBEHHOW OPraHU3aIMK OIPENEIASTCS OTHOCUTEIBHO YCTONYHBBIM
CKaJISIPHBIM CBOMCTBOM TKaHEH, KOTOPOE OBLIIO Ha3BaHO MO3MIIMOHHBIM 3HaYe-
nueMm (I13) (Wolpert, 1969, 1971, 2011; Wolpert et al., 1974).
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Puc. 3. Cxema ocenanust rutanyisl, GOpMHPOBAaHUS NMEPBUYHOTO MEXAOY3JIHs modera u
OTIpe/IeJICHHE MECTa 3aKIaKU OUYepeTHON BepXy KU pocTa modinera y Gonothyraea loveni (cem.
Campanulariidae): ¢ — nuunnaka (COM) (13 Mayorova, Kosevich, 2013), 6 — oceBiuas tuduHKa —
NPUKPEIHUTENBHEIH TUCK IIEPBUYHOTO 1To0era, Buja ceepxy (COM), 6 — cxema NIPUKPENUTEILHOTO
JIHCKa, BUJ] COOKY, 2 — 3aKJIa/iKa BEpXYLIKH POCTa IIEPBHYHOTO MEXI0Y3JHs, 0 — popMupoBaHue
MEXJI0y3Jus, cTaaus GOPMUPOBAHUS CPEIHEH IIaKOIl YacTH, e — MOJHOCThIO ChOPMUPOBAH-
HOE IEPBUYHOE MEKJI0y3Ine; GUTypHas CTpelika — MHTHOMpyIolee BIUsHUE THJIPAHTA, CEPhIM
[[BETOM BbIjIeJicHa 001acTh «3anpeTa GOPMHPOBAHMS OYEPEIHOH BEPXYLIKH POCTa», MPSMOY-
TOJILHMKOM BbIJICJICHA 00J1aCTh ¢ HanOOoJIblLIeil BETMYMHON MO3UIIMOHHOTO 3HAYCHUS, TyHKTUP-
Hasl JUHHUS — OChb PagHalIbHOM CHMMETPUU MEPBUYHOrO Mexaoy3ius nodera; [13 — Bennunna
MO3UIIMOHHOIO 3HAYEHHsI, BP — BEPXYIIKa POCTa, I'T — FHJIPOTEKa, HI — HOXKKa THAPAHTA; Mac-
mrabHas JuHelka — 50 MKM.

2. I'mmote3a caMo-aKTHBalMK W JaTepajabHOrO WHTHOMpoBaHwms (Gierer,
Meinhardt, 1972; Meinhardt, Gierer, 2000).

O0e rumoTe3sl OCHOBaHBI HA ()OPMUPOBAHHUH T'PaJIMEHTa MOPHOTEHOB, KO-
Topeiii 1 onpenenset I3, BocnpuHUMaeMoe KJIeTKaMHU Pa3BUBAIOLIEIOCS Op-
raHu3Ma, ¥ KOTOpoe OIpeneNseT UX JalibHeliee nmopeaenre. Ho n3HavanbHo
3TH THIIOTE3bI MPEIoJarajiu HeoOX0MMOCTh CYIIIECTBOBaHMS Hapbl MOpdore-
HOB — aKTHBATOPa U MHTUOUTOPA — JUISI KasKIOM OTJEIIBHO CTPYKTYPHI B COCTaBe
Pa3BHUBAIOIIETOCS OPraHN3Ma, YTO CO3/AaBajo OMpeeeHHbIe TPyAHOCTH. bonee
MPUEMIIEMON TIPECTaBIAETCS MOIH(DUKAIUS THIIOTE3bI MMO3UIITMOHHON HH(DOP-
Mmanuu, npeasioxennas bepkunsim (Berking, 2003, 2006). Ero mogens 00bsic-
HseT popmupoBanue rpajauenta [13, KoTopbIi CIIYKUT OCHOBOH ISl IEPBUYHOM
«pa3MEeTKH» Pa3BHBAIOIIETOCS OPTaHNU3Ma HIIM CTPYKTYpbl. Ha ocHOBe nepBuy-
HOM pa3MeTKH (POPMUPYIOTCS BTOPUYHBIE T'PAUEHTHI U T. 1., B OCHOBE KOTOPBIX
MOTYT JIe)KaTh T€ )K€ MPUHITUIIBL.

OCHOBHOI OTJIMYUTENHFHOW OCOOCHHOCTHIO MOJIENH bepkuHa sBIsieTcs To,
YTO MUHUMAaJIBHOE YUCIIO MOP(OreHoB, criocoOHbIX KOHTposinpoBaTh 113, paBHO
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Tpem. Bennunna mo3urmonHoro 3HadeHuss D ompeznensercs KOJIMYECTBOM Be-
mecTBa A (aKTHBaTOp), KOTOPOE MPOU3BOANTCA B KieTKax. [Ipu HakomiaeHnn A
B kjeTkax D Bo3pacTtaeT. BemecTBo A MOKET BBIIEISTHCS U3 KIETOK, IPU 3TOM
MO3UIIMOHHOE 3HAYCHHUE CHUYKACTCS. BBIICTICHHBIN aKTHBATOP CTUMYJIHPYET H
€ro BBIJICJICHHE U3 KJIETOK, M €ro IMPOMU3BOJICTBO B KIETKaX. TakuM o0pasom,
eCTh JB€ TeTIW aBTOKaTaimu3a. Jlanee, BEIACNEHHBI aKTUBATOP CTUMYIHPYET
BBIJIETICHNE JIBYX MHTHOUTOPOB (reTepokaTanu3). B BeimeneHHoil Gpopme onuH
ux Hux (B) momaBisieT BbIJIENIEHHE aKTUBATOpa U3 KIETOK, Apyrou (C) — mona-
BJISICT IPOU3BOJICTBO AKTUBATOPA B KJIETKAX.

Ha mpumepe THIpHI SKCIIEPUMEHTANIBHO OBUIO MOKAa3aHO, YTO CYIIECTBYET
rpagueHT cHrbkeHus: BennduHbl [13 0TO pra mo HampaBieHHIO K 0a3allbHOMY
nucky. B coorBercTBHe ¢ BenmmumHONW I3 B KOHKPETHOM MECTE MPOUCXOTUT
aKTUBAIUS BTOPUYHBIX CUCTEM MOP(OTreHOB, OTBEYAIOIMINX 32 (hOPMUPOBAHHE
JIOKAJIBHBIX CTPYKTYp. [IpemiokeHa MmareMaTnyeckast MOJIE)Ib Ha OCHOBE MOJIe-
mu ['mpepa u Meitaxapara (Gierer, Meinhardt, 1972), nozBosnsromast 00bICHUTH
KaK 3aKOHOMEPHOCTH TIOYKOBAHUS M pEreHEepaIllii Y THPHI, TAK U BETBICHHE Yy
crpekaromux (Berking, 2003, 2006; Berking, Herrmann, 2010).

[IpuMmeHuTENbHO K aHANINU3Y PEryJSIHH TPOCTPAHCTBEHHOW OpraHW3aIiu
1M00EroB KOJIOHUAJBHBIX TEKAaTHBIX THIPOHIOB OCHOBHBIE TTOJIOKEHUS MOJIEIH
3aKJII0YAIOTCS B CIEAYFOLIEM:

1. ®opmooOpa3oBaTeNbHasi aKTUBHOCTh BEPXYLIKH POCTA 3aBHCUT OT BEJIU-
gunbl 113.

2. Bennunna I13 onpenensercs: KOHIIEHTpaIlUE akTUBaTOpa, KOTOPast BO3-
pacTaet 1mo Mepe GyHKIIMOHHPOBAHUS BEPXYIIKH POCTA.

3. MunumansHoe 113 cOOTBETCTBYET COCTOSIHUIO CTOJIOHA.

4. Makcumaibaoe 13 cooTBETCTBYET rMIIOCTOMY THPAHTA.

5. HoBast Bepxymika pocta nodeca 3akjiaJplBaeTcsi B MECT€ C MaKCHMallb-
ueM 113,

6. CymiecTBYIOMHHN JJIEMEHT (CTPYKTypa) HHTHOMpPYET (GOPMHUpPOBAHHE
CXOJTHOM CTPYKTYPBI BOJH3H ceOsl.

PaccMoTpuM pa3BUTHE TEPBHYHOTO MEXKJOY3JHsl ToOera Ha MpuUMepe
npencrasutens ceM. Campanulariidae (wanp., Gonothyraea loveni, Laomedea
flexuosa, Obelia longissima). ¥ TakuxX BUJIOB THIPOTEKH MMEIOT KOJBYATYFO
HOXKY. B mporiecce ocenanust TMUMHKA MPUKPEILISETCS K CyOCcTpary nepeaHum
KOHIIOM M PACIIACTHIBAETCS 10 HEMY, TPHHUMAas (OpPMY BBIITYKJIIOTO A¥CKA, MO-
KPBITOTO TieprcapkoM (puc. 3a-6). B meHTpe BBITYKJIOW YacTH 3aKJIAbIBACTCS
BepXyIIka pocra nodera. BoaMokHO, onpeaeneHne MecTa 3aKIa ki BepXyIIKH
pocTa cBS3aHO ¢ OBIBIIUM 3aJIHUM KOHIIOM JTUYMHKH, OJTHAKO OIPE/IEICHUE Me-
CTa ee MHULIMALUH JIETKO OO BSICHAETCS THIIOTE30M CaMO-aKTUBALIUH 1 JIaTepaib-
Horo uHruoupoBanus (Gierer, Meinhardt, 1972). B HayanbHbIii MOMEHT MOKHO
JIOMTYCTUTh, YTO B MOMEHT 3aKJIaIKu BepxyInku pocta [13 B 1anHOM MecTe nme-
T MUHUMAJIBHYIO IS BEPXYIITKH TTo0era BeMUUHUHY (2-3 YCIOBHBIX SIHMHUIIBI),
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OJITHAKO IMPEBBIIIAET TAKOBOE, COOTBETCTBYIOLIEE COCTOSHUIO cTosNoHA. [loaTo-
My BEepXyIIKa pOCTa HaYMHAET IUKJ (POPMUPOBAHHS MEXKA0y3ius mobdera. [1o
Mepe ee pyHKIUOHMpoBaHUs BennunHa [13 mocreneHHO BO3pacTaeT, U B CO-
orBercTBHe ¢ BennunHoi I13 u3mensiercss popmMoodpazoBareabHast aAKTHBHOCTD
BepxymkHu (puc. 3r-¢). CHauajia mpoucxXoauT (HopMUpOBaHNE TMPOKCUMATILHON
KOJIBYATOM 30HBI MEXA0Y3JIUsl, 3aTEM CIEAYET YYacTOK «IJIaJIKOIO» PocTa C
HE3HAYUTEJbHBIM yBEJIMUYECHUEM HAMETpPa BEPXYIIKH, MOCIE YEro OmsiTh Ha-
OJIFOJTACTCS «KOTBUYATBIN» POCT, OTIUYAIOIIMICS, OJHAKO, OT MPOKCUMAIIEHOTO
yuacTka. [Ipu gocTHKeHUU ompelneeHHOW «MaKCUMalbHOIY» BeauuuHbl 113
BEPXYIIKa pocTa pacurupsieTcss ¥ GOpMHUPYET 3a4aToOK T'HApaHTa. YJIMHEHUE
MEXK IOy 31 3aKaHYUBACTCSI ¥ IPOUCXOIUT nuddhepeHnnpoBka ruapanta. [lep-
BUYHOE MEXJ0y3Jue odera, chopMHUpOBaBIIEeCs U3 OCEBIICH TUIMHKH, MOXK-
HO B BBICOKOH CTENEHBIO JOCTOBEPHOCTH pacCMaTpHUBaTh Kak 00Jajarolee pa-
JUATBHON CHMMETpPHEH, C SAMHCTBEHHON OpaibHO—a00paIbHOM OChIO.

MakcumanbHoe I3 cooTBeTCTBYeT rMIIOCTOMY T'HApPAHTA. 3aKjajka oye-
peIHON BepXyIIKH POCTa, KOTOpast I0JHKHA MPOJOKUTE HapacTaHue ocH mode-
ra, TOJDKHA TIPON30UTH B MecTe ¢ MakcuManbHBIM I13. OgHAaKO CyIeCTBYFOIIHI
TUAPAHT MHTHOMPYET WHHUITMAINIO BEPXYIIKH POCTa KaK Ha CBOEM Telle, TaK |
Ha OTPEEeIIEHHOM PACCTOSHUHU OT CBOETO OCHOBaHUS (B COOTBETCTBHUE C THIIO-
TE30i caMO-aKTHBAIMK W JaTepajbHOro MHTHOMpoBaHus) (puc. 3e). YuacTok
¢ MakcuMalsipHOM BenmuuHOU 13, rie oTcyTCTByeT MHTHOMPYIOIEe BIUSHUC
TUAPaHTa, COOTBETCTBYET I'PaHUIIE MEXy CpEeIHEH II1aIKON YacThI0 MEX10Y3-
JUs U HOKKOHM ruapanTta (puc. 3e). Ha 3ToM ypoBHE MEPBUYHOTO MEXKI0Y3IIHS,
B IPOM3BOJIBHON OPUEHTALlMU U MPOUCXOAUT 3aKJIAJKa OUEPEIHON BEPXYLIKU
pocta nobera. [Ipon3BOIBHOCT 3aKJIAKH BEPXYIIKHA POCTa CBSI3aHA C paju-
aJIbHOM CUMMETPHUEH KaK BHEIITHETO CKENETa, TaK U MATKUX TKaHEH NEPBUYHOTO
MEXA0Y3IHS.

HoBast Bepxymika pocta, chopmMupoBaHHasi Ha MEPBUYHOM MEXKAOY3JIHUH,
yKe 3aBesioMo Oyzner oOnanarh «(QyHKIMOHATIBHOM» OWiaTepaibHOW CHMMe-
Tpueil. U3HauanpHO ee mpuiexamas (K THAPAHTY MAaTEPUHCKOTO MEXKI0Y3IIHS)
cropona Oyznet umeth I13, HECKOIIBKO BBIIIE, TEM OTCTOsAMIAs CTOpoHa (puc. 4a,
0). [loaTomy B TedeHHe AaIbHEHIIIETO PYHKIIMOHUPOBAHUS BEPXYIIKH JTaXKe TIPH
YCIIOBHY PaBHOMEPHOTO (10 OKPY>KHOCTH BEpXYIIKHU pocTa) HapacTanus I3 c
LIEHTPOM aKTUBHOCTH Ha areKce, Mpuiekaliasi CTopoHa BEpXyIIKH pocTa OyaeT
nMeThb I13 HecKoJIbKO BEIIIE, YeM OTCTOSAMIAs CTOPOHA. DTHUX HE3HAYUTEIbHBIX
otnuuuii B BenmunHe I3 noctaTtouHo /s OOBSICHEHUS OTKIOHEHUS OT paju-
albHOW CHMMETPHUH MpH (HOPMUPOBAHNUU BTOPUUYHBIX MEXKI0y31uii moderos. B
3aBUCUMOCTHU OT BenuuuHbl I3 MoxkeT, Hanpumep, U3MEHSTHCS pACCTOSIHUE, HA
KOTOPOM IIPOUCXOAUT OKOHYATEIHHOE 3aTBEPACBAHNE MIepUcapKa, MPUBOAIIEE,
COOTBETCTBEHHO, K YBEJIMYSHHIO UJIM YMEHBIIEHNIO AUaMeTpa MeprucapKaibHON
TpyOku (puc. 46) (Kossevitch et al., 2001; Kocesuu, 2006). Korna xe rpanuna
3aTBEpIIEBAHUS IIepUCcapKa CMEIAETCS OTHOCUTEIBHO alleKca BEPXYIIKU acCH-
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Puc. 4. Bo3zHUKHOBEHME TUCCUMMETPHH NPH 3aKJIaIKe O4epeTHOI BEpXYIIKH pocTa Ha Iep-
BUYHOM MEXAOY3IHH modera n GopMupoBaHue OMIATEPalbHO-CHMMETPUIHOTO BTOPHUIHOTO
MEKI0Y3JIUs B IOOErax ¢ CMMIOIUANbHBIM pocToM: a-2 — 110 Berking, 2006; a — pacnipenesnenue
BEJIMYWH ITO3HIIMOHHOT 0 3HaYeH NI (3HAUCHH ST BEIOPAaHBI TPOM3BOJIBHO) B TKAHAX B 00JIACTH «pa3-
peIIeHHO» 3aKIaAKH (BBIAEICHA MPSIMOYTOIEHIKOM) OYepeTHON BEPXYIIKH POCTa (BBIACTICHA
CEPBIM IIBETOM), 6 — 110 MEPE POCTA BEPXYIIKH MO3UIIMOHHOE 3HAYEHUE MOCTENEHHO BO3PACTAET
C OINHAKOBOH CKOPOCTBIO B TKAaHSX, OKPY KAIOIIMX BEPXYIIKY; Ha IIPHIICKAIIeil cTopoHe BOJIH-
3W BEPXYIIKN CKaHH UMEIOT MO3UIIMOHHOE 3HAYCHUE BBHIIIE, YeM Ha OTCTOSIIEH CTOpOHE, ITO U
NPUBOJHUT B AaJbHEHIIEM K 3aKJIaKe OYePEAHON BEpXYyLIKM POCTa B ATOI obnacTu (BblieieHa
YEepHBIM), 6 — 3aTBEPACBIINII NEepUCcapK (TOJICTAsl YepHAsl JTHMHHS) CIIYXKHT ONMOPOH JUIsl TKaHeit
BEPXYIIKN POCTa (MOKa3aHbI CEPBIM IIBETOM) ISl TOCTYMATENBHOTO ABMKEHUs. PaccTosiHIe OT
arieKca BEPXYIIKH JI0 TPAHUIIB 3aTBEPAEBAaHUS IepHcapka ONpefenseT U3MEeHEHUe JuaMeTpa
nepucapkaibHoi TpyOku (1 — rpaHUIa HAXOAUTCS Ha ONPEAEICHHOM IIOCTOSTHHOM PacCTOSTHUHU —
TepucapKaibHas TpyOKa HMeeT HOCTOSTHHBII AuaMeTp; 2 — TPaHHIa CMEIIAeTCsl K aleKcy — AHa-
MEeTp NepHcapKalbHOH TPYOKH yMEHBIIAETCs; TPAHKIIA OTOJABUTAETCA OT aneKkca — epucapKaiib-
Hasi TpyOKa pacmmpsercs), ¢ — pe3yJbTaT aCHMMETPUYHOTO CIBUTA I'PAHUIBI OKOHYATEIBHOTO
3aTBEPECBAHNUS MIEPUCAPKA OTHOCHTEIHHO alleKca BEPXyIIKH — H3TH0 NepHcapKaIbHO’ TPYyOKH 1
U3MEHEHHE ee AuaMeTpa, 0 - (HopMa BTOPHYHOr0 OMIIaTepabHO-CHMMETPHYHOTO MEXI0Y 31,
TOYKAMHU BBIJICJICH YYaCTOK C MAKCUMAJIbHOH KPHBH3HOM, I'/Ie TPOMCXOJUT 3aKJIaaKa odepeTHOI
BEPXYIIKN POCTa.

METPUYHO (OTHOCHTEIBHO MPOIOJIBHON OCH U B COOTBETCTBHE C JOCTHIKECHUEM
onpenenenHoit Bennunnel [13), To popmupyemas neprcapkanbHas TpyOka npu-
oOperaeT u3rub npu u3MeHenun nuametpa (puc. 4e) (Berking, 2000).

B pesynbraTe BHEMIHUI CKeJNET BTOPUYHBIX MEXKJIOY3IUH MOOETroB pac-
CMaTpPUBAEMbIX KOJIOHHAJbHBIX THIPOHUIOB NIPHOOPETACT XapaKTEpHYIO Ouia-
TEPaJIbHO-CUMMETPUUIHYIO (HOopMy. Y BTOPUUYHBIX MEXKIOY3JIUH €CTh IJIaBHAs
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Puc. 5. Cxema 3akiaaku BepXyLKH pocTa modera Ha ctojoHe. [lo mepe pocra ctosnona 113
MOCTEIIEHHO BO3PacTaeT B BEPXYIIKE pOCTa CTOJIOHA (IT0OKa3aHo cepbIMU cTpenkamu). [Ipu noctu-
JKEHHH MOPOTOBOT0 3HA4YCHU (Ha IIKaJe BBIJCICHO TOJICTOH JMHHUEH) B IPOKCHMAJIbHON 4acTH
BEPXYIIKHU CTOJIOHA IIPOMCXOAMT 3aKJIaIKa BEPXYILKH pocTa nodera (BbIACICHA CEPHIM LIBETOM).
C HauasnoM QyHKIIMOHHPOBAHUS BEPXYIIKH pocTa rmodera B Heif BozpacraeT [13, HO oHOBpeMeH-
HO B pe3yJIbTaTe HHTHOMPYIOMIETO BO3ACHCTBHS (IIOKa3aHO YePHOH (PUTYPHOI CTPENKOii) B Bep-
XYHIKE CTOJIOHA MTPOUCXOAUT CHUKCHUE I13 J0 MUHUMAJIBHOT'O, U IIUKJI Pa3BUTUSA MEXKI0Y3JIUA
CTOJIOHA HauMHaeTcs 3aHOBO. Hanmmune rpaauenta [13 B1oab CTOJIOHA IPUBOAMT K ITOSIBICHHIO
MprIIeKanei (K BepXyIIKe CTOJIOHA) M OTCTOSAMICH CTOPOH BEPXYIIKH mmodera (cM. puc. 4). Bpc —
BEpXyIIKa POcTa CTOJIOHA, I'T — THAPOTEKA, C — CTOJIOH.

opabHO-a00pasibHasi OCh M pa3iuyalolirecs mpujekKaas 1 OTCTOsIAas CTOo-
pousl (puc. 40). [Ipu 3TOM Ha pUISKAIICH CTOPOHE MEKIOY3JIHS B OCHOBAHUHU
HOXKHU 'MAPOTEKH MOSIBIISIETCS XapaKTEPHBI, aCCUMETPUYHO PACIIOIOKEHHBIH
BBITTYKJIBIN y9acTOK mepucapka (puc. 40). 3Ta HEOTHOPOIHOCTH (POPMBI TIepH-
capka B 00iacTu, rae JoJKHA MPOUCXOAUTh MHULIHALUS OYePEIHON BEPXYILIKH
pocta mobera, «o0nerdaeT» U «pUKCHPYeT» MECTO 3aKJIaJKH O4epeqHOl Bep-
XYIIKH pOcTa. B3auMoIelCTBHE MATKHUX TKAaHEW C BHEIIHUM CKEJIETOM OKa3bl-
BaeTCA HEOJMHAKOBBIM IO OKPYKHOCTH Ha 3TOM YPOBHE «MATEPHUHCKOTO0» MEXK-
JOY3/IMsl, YTO U HCIHOJIb3YETCs KaK «CHUI'HAD» IJIs BbIOOpa MecTa MHULMALUU
ouepenHo Bepxymku pocta (Kossevitch, 2002; Kosevich, 2005).

IIpu pa3BuTHH CIEAYIOLMIETO MEKI0Y3JIUsI BCE IOBTOPSAETCS, HO MEKI0Y3IIHE
OKa3bIBaeTCs MOBEPHYTHIM Ha 180 rpaaycoB BOKpPYT INIABHOH OCH OTHOCHTEIb-
HO OpHEHTAI[MU MAaTEPUHCKOTO Mexa0y3ius. PopMHupoBaHUe Bceil ocu moode-
ra MOJYUHSETCS MPABUIIY BEEPOBUIHOIO CHMIOAHAIBHOTO pocta. Och mobera
npuoOpeTaeT OuaaTepabHy0 CHMMETPHIO, HIIM, CTPOrO IOBOPS, CHMMETPUIO
CKOJIB3AIIETO OTPAXKEHUS.
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[IpennoxeHHBI MEXaHU3M PETYIISIIUHA MOKET OBITH MCIIOIB30BAH JJIs1 00B-
SICHEHUSI OTHOCHTEIILHOTO TIOCTOSTHCTBA PACCTOSTHUM MEXy moOeraMu Ha CTo-
none (puc. 5) (Mapdenun, Kocesuu, 1984b; Kocesuu, Mapdenun, 1986). Kpome
TOTO, YKe MEPBOC MEKI0y3Iue odera, pa3BUBAIOILIEroCs Ha CTOJIOHE, (hOpMHU-
pyercsi OunaTepalibHO-CUMMETPUYHBIM, KaK U JTF000H BTOPUIHOE MEKIOY3IIHE.
YV Takoro MexI0y371st MOXKHO Pa3THIUTh MPUIISKANTYTO (K BEPXYIIKE CTOIOHA)
M OTCTOSIIYIO (CMOTPSIIYIO K IEHTPY KOJIOHHUH, K OCHOBAaHHIO CTOJIOHA) CTOPO-
HBI. DTO OOBSCHSET OPUSHTAIIUIO IIEPBOTO MEXKJIOY3IIUsI TOOETa OTHOCUTEILHO
HaIpaBJICHHUS POCTa CTOJOHA (pUC. 16) Y BUJIOB TEKATHBIX THAPOHJIOB C CHM-
MOJIUaTbHBIM BEEPOBUIHBIM THUIIOM POCTA MMOOETOB U TUAPAHTAMH C HOXKKAMH.

[lepexosa OT BeepOBUIHOTO CUMIIOAMAIBHOTO THIIA POCTA MOOETOB K CEPIIO-
BHIHOMY (pHC. 22) TpeOyeT ABYX TOTIOTHUTEIBHBIX «ycIoBHi. [lepBoe — oTCyT-
CTBHE YETKO BBIPAYKEHHOW HOXKKH TUAPOTEKH (prc. 6). B Takom cirydae mmo mepe
(hOopMUPOBAHUS MEKI0Y3TUS TPOUCXOUT IMIOCTETICHHOE YBEITNYCHHE JHaMeTpa
BEPXYIIKH POCTA, 00CCIIEYNBAIOIICE IIJIABHBIH MEPEX0 MEXKTY MEKIOY3IIUEM H
OCHOBaHHUEM THAPOTEKH. Takoe M3MCHEHUE B OPTaHM3AI[UU MEXKJI0Y3JIUs Jallle
BCEro KOPPEIUPYET C YMEHBIICHHEM HHTHOMPYIONICr0 BIMSHHUS THJpaHTa Ha
WHUNHALHAIO OYePEeHON BEpXYIIKH pocTa modera. ITo 03HAYAET, YTO OUYepe]-
Has BEpPXYIIKa pOCTa 3aKJIAJBIBACTCS B OCHOBAHUH THAPAHTA.

Cpenu BUJIOB TEKATHBIX THAPOUIOB C BECPOBHIHBIM CUMIOAUATBHBIM TH-
MOM POCTa MOOETOB MOKHO MPOCICIUTh TCHICHIIUIO K YBEIUYCHHUIO TUAMETPa
BEPXYIIKH pocTa nobera no Mmepe GopMHUPOBAHUS MEKIOY3JIUS U IO MEpe Po-
cra mobera (mamp., Pyataeva, Kosevich, 2008a; IlstaeBa, KoceBmu, 2008). B
HBOJIOLIMOHHOM TIJIAHE 9TO MPUBOIUT K (POPMUPOBAHUIO MTOOETOB C CUATUYNMH
THIPOTEKAMH, a TAK)KE€ YACTUYHOMY WIIU MOJTHOMY «CPACTaHHIO» THIPOTEK CO
cTBOJIOM T100era (puc. 60-2). OnMHAKO B OONBITMHCTBE CIyYaeB CUMITOIUATBHBIN
BECPOBHJIHBIN THII POCTa TAKUX IMOOETOB OCTACTCs y3HABaeMbIM. BmecTe ¢ Tem
MIEPBUYHOE MEXKJIOY3JIHE 00eTra, pa3BUBAIOIIETOCS U3 OCEBIICH JIMUUHKH, OCTa-
eTcs pagualibHO-CUMMETPUIHBIM (pHC. 60).

Bropoe «ycroBue» mepexoqa OT BEEPOBHIHOTO CHMITOJHATBHOTO THIA K
CEPIIOBUIHOMY — ATO OTpaHWUYEHHE YBEIWUYECHHS JHaMeTpa BEPXYIIKH modera
o Mepe GOpMUPOBAHHS MEXKI0Y3THsl. BEITIOTHEHNE 3TOTO «YCIIOBHS» MPHBO-
JIUT K TOMY, 9YTO JHAMETP THAPOTEKU 3HAUYUTEIHHO MPEBHINIACT JUAMETD BEp-
XYIIKU pocTa B mpoiecce (GpopMUpoOBaHUS MPOKCUMATIBLHONW M CPEIHEH 4acTH
MeX0y3us (puc. 7a).

BrimonHenne 000uX MepevrCcIeHHBIX «yCIOBHID 00eCTIeduBaeT Mepexos K
CEPIIOBUIHOMY CHMIIOIMAIIEHOMY pocTy mobera. [lepBuunoe Mexpoy3nue co-
XpaHsIeT paJualbHO-CHMMETPUYHYIO (POpMY BHEITHEro ckenera. Takxke Kak
U TP BEEPOBUJIHOM CHMIIOJHAIIBHOM POCTE, JIF000e BTOPUYHOE MEXKI0Y3ITHE
OKa3bIBaeTCs OMIaTepaibHO-CUMMETPUYHBIM. OIHAKO B JAaHHOM Cityuae 0oJjiee
Bbicokoe I3 Ha npuiiexalieii CropoHe MEKI0y3JIMsI O3HAYaeT, YTO PACIIUPEHHE
BEPXYIIKH POCTa MPH Mepexojie K GOPMUPOBAHHUIO THIPOTEKH Ha MPHUIISKAIICH
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Puc. 6. I3MeHeHne opraHu3anuy no6eroB ¢ CHMIOINAIBHBIM POCTAM BCICACTBHE HCYE3HO-
BEHUS HOXKKH THJPaHTA: @ — CXeMa U3MEHEHUs] MeXI0y3JHs mobera Ipy HCUe3HOBEHHH HOXKKH
THpaHTa (BBIICJICHA CEPBIM I[BETOM); O-2 — IPUMEPHI TOSIBIICHUE «CUISTIUX» (0 U &) U CPOCIIUX-
¢l O CTBOJIOM 1o0era THIPOTEK (): 6 — TepMHUHANbHAs YacTh nodera Sertularella gigantea (cem.
Sertulariidae), ¢ — yuactok ctBosia modera Salacia articulata (cem. Sertulariidae) (mo: Cornelius,
1979), 2 — TepmunHaneHast 9acTh nodera Abietinaria abietina (cem. Sertulariidae), 0 — nepBuaHON
paanaibHO-CUMMETpUYHOE Mexoy3nue Hydrallmania falcata (cem. Sertulariidae).

CTOpPOHE HAUYMHAETCS PaHbIIe, YeM Ha oTcTosmel (puc. 7a, cp. puc. 42). B pe-
3yJbTaTe JAaKe «YCIOBHO PaHalIbHO-CUMMETPUYHAS» THIPOTEKA OKa3bIBACTCS
PacCIONOKEHHOW JTUCCHMMETPUYHO OTHOCHTEIILHO TJIABHOW OpalibHO-a0opaiib-
HOH OCH BTOPUYHOTO MEXIO0Yy3nus. [Ipy 3TOM MecTO MHHIMALNUN OYePEAHOM
BEPXYIIKH POCTa, COOTBETCTBYIOIIEE TAKOBOMY Y BUIOB C BECPOBUIHBIM CHUM-
MOJMANILHBIM POCTaM, OKa3bIBACTCSl PACIIONOKEHHBIM Ha OTCTOSIIEH CTOpPOHE
MEXI0Y3JIHsI B OCHOBAHUH THJIPOTEKH. VIMEHHO B 3TOM MECTE€ MaKCHMallbHOE
I3 u oTcyTCTBHE MHTHOMPYIOWIETO BIHSHUS CYHIECTBYIOIIETO THAPAHTa CO-
BIIaJIa€T C MAaKCHMAaJIbHOW TIOJIOKHUTEIIBHOW KPUBU3HOW mepucapka (puc. 7a)
(Kossevitch, 2002). Kak pe3ynbraT — Ha OCHOBE CXOJHOTO MEXaHHM3Ma PeryJis-
nuu (GopMooOpa30BaHUsI MBI MOJy4aeM CEPIIOBUIHBIA BapHaHT CUMIIONUATb-
HOT'0 pocTa 1mo0OeroB, KOrjaa Bce THAPOTEKH Ha OCH rodera (CTBOJA MIJIM BETBH)
pacroyiaratoTcsl Ha OHOH CTopoHe (puc. 70, 6).

Mps1 paccmoTpenu GOopMUPOBaHHE OCHOBHBIX, 0a30BBIX BapHAHTOB IMTOOETOB
y TEKaTHBIX THAPOUIOB. B NeHCTBUTEIBLHOCTH, pa3HOOOpa3ue BAPHAHTOB IPO-
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Puc. 7. I3MeHenune opraHu3aliy MOOErOB ¢ CHMIIOAMAIBHEIM POCTaM BCIECTBHE HCUE3-
HOBEHHsSI HOXXKU THPAHTA M OTPAHUYCHUS YBEIHUCHHs [HAMETPa BEPXYLIKH POCTa IO Mepe
(hopMUPOBaHUS MEXKA0Y3Hs 10 HOPMUPOBAHUS THAPOTEKU: @ — cxeMa (HOPMHUPOBAHUS BTO-
PUYHOIO MEXKIO0Y3JIUsl HAa TEPBHYHOM pajUalibHO-CHMMETPHYHOM; CEPBIM I[BETOM BBIJCIICHA
001acTh «3amnpeTa Ha GOPMUPOBAHUE» BEPXYIIKUA POCTA, MPSIMOYTOIBHUKOM — 30Ha 3aKJaJKH
OUePEHOM BEPXYIIKHU POCTa 00era; 6-6 — MpUMephl MOOETOB ¢ CEPIIOBUIHBIM CUMITOHATBHBIM
THIoM pocta: 6 —nober Ophinella parasitica (cem. Kirchenpaueriidae) (mo: Bouillon et al., 2006),
6 — y4acTok BeTBU Halopteris alternate (cem. Halopterididae) (mo: Agis et al., 2001); oBp — MmecTO
3aKJIaJJK1 OYePEHON BEpXYyIIKH POCTA HA BTOPMYHOM MEX/0Y3JINH rodera.

CTPAaHCTBEHHOW OpraHW3aIlu{ IMOOETOB M UX CHMMETPHHHBIX (OpM B TaHHOMN
TPYIIE )XUBOTHBIX TOPa3/10 BHIIIE. ITO CBA3aHO C TEM, UTO Y MHOTHX BHJIOB Te-
KaTHBIX THAPOHJIOB CO CIIOKHO OpraHU30BAaHHBIMU MOOEramMu psiji apaMeTpOB
pa3BUTHs (M3MEHEHHE TMaMeTpa BEPXyIIKH POCTa, pACCTOSTHUE HHTHOMPYIOILIe-
T'0 BO3/ICHCTBHUS CYIIECTBYIOMINX CTPYKTYP Ha 3aKJIaJAKy CXOTHBIX 00pa30BaHMI
1 T. I1.) MOTYT H3MEHSATRLCS B 3aBUCHUMOCTH OT MECTa MOJIO’KEHUI Ha TIobere (Bep-
XyIIIKa pocTa CTBOJA, OOKOBOH BeTBH 1-r0, 2-T0 TIOpsAKa) UK B KOJIOHUH (TIep-
BUYHBIN TOOET, BTOPUYHBIN TOOeT U T. 1.). B pe3ynbrare, MpocTpaHCTBEHHAS
opraHu3ainus U CMMMeTpuiiHas Gopma dacteil moderos (CTBOJ, BETBH Pa3HOTO
MOpSIAKA | T. T1.) MOXKET OBITh pa3Hoil. [IpuMepbl 3TOMy WHOTIa BCTPEYAIOTCS B
onncanunu BunoB (Haymos, 1960; Bouillon et al., 2004), HO moapoOHO W3yYeHBI
UG A1 HebombImmoro yucia BumoB ruapounos (Kocesna, Mapdenun, 1986;
Koceruu, 1991a, 2003; Kosevich, 2006; Pyataeva, Kosevich, 2008b; Ilsraesa,
Kocesuy, 2008). OTu Bapuaiy MOryT ObITh OOBSCHEHBI C MO3UIUN OJTHOH 00-
Cy’KJIaeMOI MOJICIIH, C YYETOM BapbUPOBAHUS TAPAMETPOB.
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3AKJIIOYEHUE

Ha ocHoBe omHOTO U TOTO XK€ 6a30BOTO MEXaHU3Ma PETYIAIuu hopMoodpa-
3oBaHus (Mozenb bepkuna (Berking, 2003, 2006), ocHOBaHHasi Ha THUIIOTE3aX
«TO3UIMOHHON WH(OpPMAaIUU» U «CaMO-aKTHUBAIlMH W JIATePaIbHOIO HMHTHOU-
POBaHUS») BOZMOKHO 00BSICHEHUE TPOCTPAHCTBEHHOW OPraHU3aI[M OCHOBHBIX
BapUAHTOB MMOOErOB y TEKATHBIX THAPOUIOB. BaXHBIMU mapamMeTpamMu pa3Bu-
THSI OKa3bIBAOTCS TUAMETP BEPXYIIKUA pocTa (OCHOBHOI'O MOP(OreHETHUECKO-
TO MOZYJIS KOJIOHWH) M BpeMs 3aKJIaJKN O4epPEIHON BEPXYIIKHA POCTa OTHOCH-
TEITFHO MOMEHTA 3aBepIIeHUs (OPMUPOBAHMS MATEPUHCKON CTPYKTYPHI (MEX-
noysnus) (Kocesuu, 2012). Ecnu Hame mpennoyiokeHUe BEpHO W PEeryJisius
(hopMo0OOpa3oBaHKs Yy KOJIOHUATBHBIX TEKATHBIX THPOUIOB OCYIECTBISCTCS
Ha OCHOBE MOJIe]IU bepkrHa, TO MBI MOJy4aeM OTBET Ha BOIMPOC, ITOYEMY Y KH-
BOTHBIX C Ipeodiajaronmell paarnallbHOH CUMMETpUei HabironaeTcs epexos
K OWiaTepabHONH CHMMETPHUH WJIH KOMOWHAITMU OWJIaTepajbHOM CHMMETPHH
(Momyneit) ¢ cHMMeTpHel CKOJIB3SIIETr0 OTPakeHUs (II00ET KOJOHWUHU B IEJIOM).
B ocHOBe Takoro M3MeHEeHUsI CHMMETPUHHBIX OTHOIICHUH JIKUT W3HAYAIBHO
UKJIMYECKUH XapakTep popMooOpa3oBaHus TEKATHBIX TUAPOUI0B. CBsi3b (hop-
MOOOPa30BaTEIbHBIX I[UKJIOB C CHMMETPUHHBIMU (hOpMaMU B JIAHHOM Cllydae
MOJTBEPIKIACTCS TEM, YTO CXOIHBIC MMPOCTPAHCTBEHHBIC OTHOILICHUS MOMYJICH
00HApYKUBAIOTCS Y HEPOJACTBEHHBIX OPraHU3MOB, HAIIPUMED,  PA3HBIX TPYIII
pacTeHul 1 KOJIOHUANBHBIX Tuipon1oB (Mamkaes, 2004).

Ha naHHBIT MOMEHT CIIOKHBIMH JIJIsl TIOHUMaHUsI ¥ OOBSICHCHHS OCTArOT-
Csl IPUYMHBI U3MCHEHHUsSI JUaMeTpa BEPXYIIKU POCTa — HE B TCUCHUE OJIHOTO
MOP(OTreHETHYESCKOTrO IUKJIA, @ B OHTOI'CHE3¢ HEKOTOPBIX BHJIOB THJIPOUJIOB,
Y B 3BOJIIOLMM 3TOW TPyMIbl B 1iejoM. [1naH opraHu3anuu TUApOUIHBIX OCTa-
eTcsi OUYeHb KOHCEPBAaTHMBHBIM, M MOXHO OBLIO ObI OXHJATh, YTO M MEXaHU3M
MO ACPKAHMS Pa3MePOB (B MIEPBYIO OYepeb — JUAMETPa IBYXCIOHHONW TPyOKH
Tea) COXpaHsETCs y BCeX MpeAcTaBuTeNiell. BMecte ¢ TeM, aHATU3 peanbHBIX
(opM MoOKa3bIBaCT, UTO JUAMETP TPYOKH Teia Jaxke B MpejesiaX OJHOTO opra-
HU3Ma MOXET Pa3jInvarhCs Y4yTh JIM HE Ha NOPsAoK. [Ipenioxkena Moiens, mo-
3BOJISIIONIAsL OOBSICHUTH (DOPMUPOBAHUE TPYOUATHIX CTPYKTYP M MOJACPKAHUEC
WX TIPOTIOPIINHA, OCHOBaHHAS HA MEXaHU3MeE «JIaTEPATbHON aKTUBALIMH B3aUMHO
MCKITIOYAIOMINX KJIETOYHBIX cocTossHmin» (Berking, Herrmann, 2010) (ocHOBaH-
Hasl, B TOM YHCIIE, U Ha THIIOTE3€ «CaMO-aKTUBAIlUH U JIATepaIbHOTO HHTHOUPO-
BaHHS»). DTa MOJIETb TAK)KE OCHOBaHA Ha CYIIECTBOBAHUU HEKOTOPBIX CUTHAIIb-
HBIX MEXaHU3MOB WK «MOp(oreHoB». OMHUMU U3 KaHJIUJIATOB B MOP(OreHe-
TUYCCKH BaKHBIC CUT'HAJIBHBIC MEXaHU3MbI Y CTPEKAIOIIMX B MOCIICIHEE BPEMSI
paccMaTpuBaIOTCS dJIEMEHTHl Wnt-curHanmbpHOTO TIyTH (Wht, b-catenin n Icf)
(Hobmayer et al., 2000; Hoffmann, Kroiher, 2001; Guder et al., 20006).

JpyToii COXHBIN NI MOHUMAHUS BOIIPOC — 3TO HAIMYNE WIH OTCYyTCTBUE
HOXKH THAPOTEKH Y TEKATHBIX THAPOUI0B. Hamnure HOXKKY THIPOTEKH Orpa-
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HUYMBAET IOTEHIMAIBHOE Pa3HOOOpasHe HPOCTPAHCTBEHHOM OpraHu3aluu
no0eroB HEMHOT'OYMCICHHBIMH BapHalMsIMH, OCHOBAaHHBIMU HA BEECPOBUAHOM
CUMIIOJIUATIBHOM THUIIE pocTa. DyHKIIMOHATbHBIE TPEUMYIIIECTBA HATUYHS HOXK-
KM THAPOTEKH OYEBUAHBI (ONpeesieHHass THOKOCTb, TPEA0TBPALIAIoNIas H3JI0oM
neprucapKkaJbHON TPyOKM HAa CHIIBHOM TE€UEHHH), HO HE OUYEBHIHBI MEXaHH3MBI
U IPUYMHBI KIOTEPU» WU KIPUOOPETEHUS» HOKKH B 3BOJIIOLIOHHOM IIJIAHE.

ABTOp BeIpaxkaeT omarogapHocth mpod. 1. bepkuny u ap-py K. Xepmany
(3oosornuecknii HHCTUTYT YHuUBepcuTeTa I. Kénbha, ['epManns) 3a KOHCTPYK-
THUBHOE 00CYKJCHUE MPOOIIEMBI.
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A SYMMETRY IN THE THECAPHORE HYDROZOA COLONIES
(CNIDARIA, HYDROIDOMEDUSA, LEPTOMEDUSAE):
TRANSITION FROM RADIAL TO BILATERAL SYMMETRY

I.A. Kosevich

Hydroid polyps (Cnidaria, Hydrozoa) are characterized with the dominated radial
symmetry. With the help of Berking’s model (Berking 2003, 2006), which is based on
the position information and “self-activation and lateral inhibition” hypothesis, we ana-
lyzed the transition from radial symmetry of the primary module to a bilateral sym-
metry or glide symmetry of complex shoots among thecaphore hydroids (subclass Lep-
tomedusae). We showed that regulating of three-dimensional structure and alteration of
symmetry type are side effects of mechanisms of the modular organisms development’s
regulation, which are based on cyclic morphogenesis.

Keywords: colonial hydrozoa, cyclic morphogenesis, radial symmetry, position in-
formation, model.
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