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IIpo6rema mpouncxoxnaenus Bilateria mpoananu3upoBaHa MeTOIAMM KJIACCUYECKO Tprambl (CpaBHUTEIb-
Hasi aHaTOMMSI, CpaBHUTEJIbHAS dMOPHUOJIOTHS, TAaJIEOHTOJIOTHSI) M MOJIEKYJISIpHOM Omnosiornu. PaccMorpe-
HBI TPU TPYNIITH KOHUEIIINNA KJIacCUIeCKON CPaBHUTEILHOM aHATOMMU OTHOCHUTEJIBHO ITPOUCXOXKICHUS
Bilateria: mnaHymoMIHO-TYypOCIUISIpHEIE, apXUIleJIoMaTHBIe, MeTaMepHble. CpaBHUTEIbHAS dMOPUOJIOTHST
naeT yoenuTeabHbIE JOKa3aTeJIbCTBa TOr0, 4TO OpIOITHAs cTopoHa Beex Bilateria mpoucxoout ot GiacTo-
mopajabHOM MOoBepXHOCTH (3a mckiodeHreM Chordata), Tak ke KaK TOro, 9YTO POT 1M aHYC IMPOMCXOIIT OT
MepeaHEro M 3alHero KOHLOB YAIMHEHHOro 6iactonopa. C TOYKM 3peHUs] MaJE€OHTOJIOTUU HEKOTODPBIE
BEHJICKME MHOTOKJIETOUHBIE TIPEICTABISIOT CO00M TepexoaHbie ¢opmbl Mexay Radiata u Bilateria. ¥ coBpe-
MeHHBIX Bilateria rensr "Brachyury”, "goosecoid” n "fork head’ sxcripeccupyioTcs BIOJIb YIJIMHEHHOTO OJa-
CTOIIOpa M BOKPYT pTa 1 aHyca. ¥ coBpeMeHHBIX Cnidaria mX roMOJIOTH 3KCIIPECCHPYIOTCS BOKPYT pTa. DT
MaHHBIE TTOATBEPKIAIOT CIIPAaBEMIMBOCTh CTapoil uuen aMGUCTOMUM (IIPOUCXOXKIEHNE PTa M aHyca OT KpaeB
IIeJIEBUIHOTO OJIacTOIOpa) MU TOMOJIOTHUIO OpIOITHOM cTopoHHB! Bilateria m opanbHOTO MMCKa KHUITEYHO-
noysiocTHBIX. KoMOMHAIIMS 9eThIpeX MOIX0M0B IMO3BOJISIET MPEMIOKUTL KOHIISIIIMIO MporcxoxaeHus Bilateria
OT BEHIICKUX OMJIaTepaIbHO-CUMMETPUIHBIX KUIIEUHOIIOJOCTHBIX ¢ METaMEPHBIM PACITOJIOKEHUEM KapMa-
HOB racTpajbHOl mojiocT. [Ipenku OunaTepuit Moja3aad Ha OpaibHOM ITOBEPXHOCTH (=OpPIOITHOM CTOPOHE).
Taxkue npeaku naau Hadaio 1 paHepo30MCKUM KHUIAPUSIM U TpeXCIOMHBIM OunaTtepusam. [1penku Cnidaria
MPUKPEIIMINCH K cyOCcTpaTy abOopaJbHBIM TOJIOCOM, B Pe3yJIbTaTe YeTo MPOM30IIa PeryKIns abopalib-
HOT'O HEpPBHOIO raHIMMsA. bunarepanbHas cUMMeTpHUsl KOPaaoB TPaKTyeTCsl KaK IMPUMUTHBHAS OCOOEH-
HOCTh KHumapuii. B cirydae Tpexcnoliinbix Bilateria ymmmHeHHBIN 61aCTOIIOP COMKHYJICS TIOCPEAMHE U TIOM-
pasmenuics Ha pOT M aHyC, a racTpajibHble KapMaHbI OTIEJIUINCH OT IIEHTPaJbHOM YaCTU KUIIEUHOM MO-
JIOCTM W TpPEeBpaTWIKCh B MeTaMepHble KaMepbl Liesoma. boabiias cioxHocTs nepBuuHbix Bilateria
CITy>KUT 00BbSICHEHIEM OOMJINS B KEMOPHUH BHICOKOOPTaHM30BaHHBIX OPraHM3MOB, TAKNX, KaK YJI€HUCTOHO-
rve, MOJUTIOCKM M T.II. BrICKa3zaHO MHEHME, YTO TPEOHEBUKHM - 3TO €IMHCTBEHHAs IPyIIia COBPEMEHHBIX
Eumetazoa ¢ mepBuYHOIT 0CeBOII CUMMETpUEHA.

B mocnenHme rombpl MpPOMCXOOUT pel3Kasl Iepe-
CTpOMKa IPEACTaBICHU O CUCTEME KMBOTHOI'O IAPCT-
Ba M OCHOBHBIX HAaIIPaBJICHUSIX JBOJIIOIIUM MHOTO-
KJIETOYHBIX. DTOMY CIIOCOOCTBOBAJIO OTKPBITHE HO-
BBIX TPYIII JKUBOTHBIX BHICOKOTO TAaKCOHOMUYECKOTO
paHra (Trakux, kKak Vestimentifera, Loricifera, Micro-
gnathozoa u ap.), IMUPOKOe IMIPUMEHEHE HOBBIX Me-
TOMOB M3yYeHUsI MOP(OJIOTUN U Pa3BUTHUS XKUBOTHBIX
(mpexne BCero 3JIEKTPOHHOM MHMKPOCKONHMHU M Mede-
HUsI 671aCTOMEPOB), a TAaKKe ITOSIBJISHUE JBYX HOBBIX
HaIrpaBJICHU OMOJIOTHUU - TOKEeMOPHUIICKOM MaJIcOHTO-
JIOTUM U CPAaBHUTEIIbHON MOJIEKYJISIPHO OMOJIOTHH.

B TeuyeHue MOUYTU MOJyTOpa CTOJIETUI MPOOIEMBI
TIPOUCXOXICHUS W 9IBOJIOLUMUA KPYMHBIX TaKCOHOB
KMBOTHOTO LapcTBa (TUIOB, HAATUIIOB, pa3aeioB
U Op.) 00CYXIaaUCh C TIPUBJICYESHNUEM TOJBKO AAHHBIX
CPaBHUTEJIbHON aHATOMUU U 3MOpPUOJIOTUU. TpeThs
COCTaBJISIIONIAs TE€KKEJIEBCKOW TpUaIbl - MaJleOHTO-
JIOTUS - MOYTHU HE MCIIOJIb30Bajlach MPU PEKOHCTPYK-
LIMU NYyTE 3BOJIIOIIMU TAKCOHOB C PAHTOM BBbIIIE
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TUOa. DTO OBLJIO CBSI3aHO C TEM, YTO Ha MPOTSKECHUU
JIOJITOTO BPEMEHU CaMbIMHU JPEBHUMU ObLIU OCTATKU
MHOTOKJIETOYHBIX KEMOPMICKOro Iepuoaa, B KOTO-
POM yKe CYILIECTBOBaIU MOYTH BCE TUITBI 3KUBOTHOTO
mapctBa. OTKpbeITHE 60oTaToi PayHbl BeHna - mepuo-
Jla TIPOTEPO30MCKOM 3PbI, HEITOCPEACTBEHHO MPEAIIEeCT-
BOBaBIIIETO KEeMOPUIO, - MO3BOJMJIO MPUBJIEYbh K 00-
CYXIIEeHUIO TIpoOeMbl IpoucxoxneHus Bilateria ma-
JICOHTOJIOTUYECKUI MaTepuaj. KMccinegoBaHust I10
CPaBHUTEJILHOM MOJICKYJISIDHOI OMOJIOrnuu (CEeKBEHU-
poBaHue pubocomanbHoit PHK, reHoB akTMHA, INTO-
XpOMOB U JIp., a TAK3Ke€ CEKBEHUPOBaHUE 1 BbISIBJICHUE

XapakTepa 3KCOPECCUU YIIPABJISIOIINX pPa3BUTHUEM
roMeoOGOKCHBIX T€HOB) BHECJIM HACTOJbKO Ba>KHBIMI
BKJIaJ B pelieHne (PUIOTEHETUUYECKUX BOIIPOCOB, UYTO
B HACTOSIIIee BPeMsI UMEET CMbIC]I TOBOPUTH HE O TPH-
ane, a o0 3BOJIOLMOHHON Terpade. B 3Ty TeTpamy
BXOASIT CpaBHUTEJbHAsI aHATOMMWsSI, CpaBHUTEJbHAas
SMOPUOIOTHS, TTAJICOHTOJIOTUSI M CPABHUTEIbHASI MO-
nexkyaspHass Owuonorusi. CodyeTaHUE METOIOB 3THUX



372

YeThIpeX pa3iesioB 3BOJIIOLMOHHONM OMOJIOrMU TT03BO-
JISIET TI0-HOBOMY B3IJISIHYTh Ha MPOOJIeMy MPOUCXOXK-
neHus Bilateria.

KITACCUYECKMETHUITIOTE3LI
IMPONCXOXKIEHUWA BILATERIA

Mcnonb3ys cBeleHrsI 0 CTPOCHUU U PA3BUTUM KU -
BOTHBIX, CpaBHUTEJbHBIE aHATOMBI pa3paboTaiu
HECKOJIBKO OIE€CATKOB KOHL[CHL[I/Iﬁ O ITPOUCXOKAECHNU
Bilateria, KoTopble OO CUX ITOp M3JIaralOTCsS B PYKO-
BOACTBax IIO 300JIOTUU U CpaBHI/ITeﬂbHOVI aHaATOMUU
O0ecno3BOHOYHBIX. [TonmpoOyeM 00bEeAMHUTH UX B HE-
CKOJIbKO OCHOBHBIX I'PYIII, OTOBOPUBIIUCH, YTO IIPEL-
CTaBJIEHHBIN HUXE 0030p HE TIPETEHAYET Ha TTOJHOTY.

1. ITnanymonaHo-TypOesUisipabie TunoTe3bl. CTo-
poHHuKku 3Tux runote3 (cM. Graff, 1891; Bresslau,
Reisinger, 1933; bexnemuien, 1937,1944,1952,1964;
Hyman, 1951; Beklemischev, 1963; Salvini-Plawen,
1968,1969; Codreanu, 1970; Usanos, Mamkaes, 1973;
HBanos, 1976, u ap.) mpenmnoJiaraiu, 4To MpeaKaMu
Bilateria (unmu HekoTopbIX cTBOJOB Bilateria) ObLIM
OpraHu3Mbl, HalTOMMHABIIWE TApPeHXUMYJ WM TuIa-
Hya1 (puc. 1). Ha mepenHeM moJjitoce TaKUX OpraHuU3-
MOB HaXOOWJIOCh CKOIUIEHWE PECHUYHBIX YYBCTBHU-
TEJIbHBIX KJIETOK - TaK Ha3blBaeMbIil "abopabHBIN
opran”. IlpeamoJjiarajioch, YTO POTOBOE OTBEPCTHUE
MOSIBUJIOCH Y TAKUX OPraHU3MOB Ha 3aJHEM KOHIIE Te-
Jla, HO HACTOSIILIETO SIUTEIN30BAHHOTO KUIIEYHUKA
OHM ellle He uMenu. Takue opraHM3Mbl cHavasa Iia-
BaJld B TOJIIIE BOABI C MOMOIIBIO PECHUYEK, MOTOM
OMYCTUJUCH HAa AHO. AKTUBHBIN TOHHBIN 00pa3 XKu3-
HU crocoOCTBOBa (hOPMUPOBAHUIO OMIaTepalbHOM
cummetpun. CorjlacHO B3MIsiAaM CTOPOHHMKOB TUIA-
HYJIOMIHO-TYpOEJUISIPHBIX TUIIOTE3, MepBUYHbIe Bila-
teria OBLJIM OYEHb MPOCTHIMU OPraHMW3MaMU: OHU HeE
VMMEJI CKBO3HOTO KMIIIeYHMKA U 1iejoMa. Cpeau HbIHe
SKUBYIIIMX OPraHU3MOB caMmble mpuMUTHBHbBIE Bilateria -
3TO peCHUYHBIC YepBU (TOUYHEE - OCCKUIICUHBIE TYp-
oennsgpun Acoela), OT KOTOPBIX MPOMU3OILINA BCE OC-
TaJlbHbIEC TPYIIILl OUJIATEPUIA.

IIpu aTom mpoucxoxaeHue miaHa crpoeHus Bila-
teria pasHbIe aBTOPHI MPEACTABISIN cebe HeoauHa-
koBo. B.H. bexnemumen (1944, 1952, 1964), a Tak-
ke A.B. UBanoB u 10.B. Mamkaes (1973) cuutanu,
YTO paavajibHO-CUMMETPUYHBINA NPEAOK Mepeuies OT
oOUTaHUS B TOJIIIEC BOABI K NMEPECABUXKCHUIO ITO IIO0-
BEPXHOCTU cyOcTpaTa Ha "OOKOBOM" MHOBEPXHOCTHU
(TouHee, Ha aHTUMeEpE), KOTOpast U cTaja OpIOIIHOM
cTopoHOIt TypOennspuit. IlepBUUHOE ITOJTOXEHUE
pTa B 3TOM ciydae - 3agHee (puc. 1, a-g). I'alimen
(Hyman, 1951) mpenrmonarana, 4To IJIaHyJ000pas-
HBII TIpeJOK Tepelies K MoJ3aHNI0 Ha OpaIbHOM TT0-
BEPXHOCTH, KOTOpas cTaja OplolrHoi ctopoHoii Bila-
teria U, cliemoBaTeJbHO, TIEPBUYHOE TTOJIOKEHUE PTa
Bilateria - BeHnTpansHoe (puc. 1, e-xc). OcobeHHOC-
110 B3IsnoB B.H. beknemuiena (1964, cMm. Takxke
Beklemishev, 1963) OGb1710 TO, UYTO OH CYUTAN TypOeJI-
JIHpI/II7[ IMMOTOMKaMM HEOTCHHYCCKHUX IIJIaHYJI THUAPO-
NOHBIX, KOTOPBIC CTAJIX ITOJIOBO3PEJIBIMU Ha JTUYU-
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HOYHOM crajyui M yTpaTUJIMN ITOCICAYIOIIUE CTaauu
XKN3HCHHOTO HIMKJIa CHUAAYETO IIoJIMIIa M MCEOY3HI.
Biu3kyio TOUKy 3peHHsI B GoJiee TO3aHee BpEMS pas3-
BuBas Purep (Rieger, 1994 a, b). '

Heob6xonguMo OTMETUTH, UTO IJIsI TPOXO(OPHBIX
XKMBOTHBIX (aHHENNI, YJIEHUCTOHOTUX, MOJIIIOCKOB
u ap.) B.H. beknemuiuen (1944, 1952,1964) npenmno-
Jlarajl Ipyroii myTh MPOUCXOXACHUS OT pagualbHO-
CUMMETPUYHBIX TIpeakoB. OH cYuTaa, 4TO TPOXO-
¢opHBIEe XKWBOTHBIE (aHHEIUABI, YJICHUCTOHOTHUE,
MOJUIIOCKU ¥ JIp.) IMMPOU3OIILIN HE OT MIaHyJioo0pas-
HBIX TIPEJIKOB, a OT OPraHU3MOB, CXOJHBIX C T€KKe-
JIeBCKOM TacTpeeii. 'acTpesi, omycTUBIINCH Ha IHO,
nepelnia K MOJ3aHUI0 Ha OpaJIbHON ITOBEPXHOCTH,
KOTOpas craja OproiHoi ctopoHoii. [TosTomy I1aH
CTpOCHUSI TPOXO(MOPHBIX XXUBOTHBIX, MO MHEHUIO
B.H. Bexnemumena (1944, 1952, 1964), kapauHalb-
HO OTJIMYAeTCs OT IJlaHa CTPOEHUS CKoelu I (T1oc-
KX YepBeit, HEMEPTUH, KPYIJIBIX YePBEii), KOTOPHIC
MPOM3OIILIN OT IOJI3aBIIEr0o Ha aHTUMEpPE TLIaHYJIO0-
0o0pa3HOro Tipeaka. BTOpPUYHOPOTHIX KMBOTHBIX
B.H. beknemuies (1964) BeiBoguaI OT (pOpPM, IMOXO-
XKUX Ha TpeOHEBUKOB, IpUYEM IIpearoJaraji, 4YTo
OHU TIepellM K I0JI3aHUIO HE Ha OpajibHOM MOBEpX-
HOCTU (KaK 3TO JejaloT COBPEMEHHBbIE MOJ3alolue
Platyctenida), a Ha ogHOI M3 aHTUMeED, JexXallell B
IIOTOYHOM m1ockoctu. Takum obpaszom, B.H. bekie-
muiieB (1964) mpeamnosnaran monaudwinio OunaTte-
paJIbHO CUMMETPUYHBIX KUBOTHBIX.

B.A. Horenns (1954) toxe mpousBoaus OuiaTe-
pPaIbHO-CUMMETPUYHBIX XUBOTHBIX OT TypOeJlis-
pUii, HO TIPOUCXOXAEHUE CaMMX TypOeJIsIpuil mpen-
CTaBJIsII cebe AuduieTedHbIM. JIJ1s1 BETBUCTOKHIIICY -
HbeIX TypOeiusipuit B.A. Jorenp (1954) mpuHuMMan
koHuenmuio Jlanra (Lang, 1884), KoTOp®Iii BEIBOIMI
Polyclada ot mon3armomux rpeOHEBUKOB, M TAKUM 00-
pa3oM cuuTaj OPIOIIHYIO CTOPOHY 3THUX PECHUYHBIX

. 4YepBe TOMOJIOTOM OPAJILHOU MOBEPXHOCTU rpeOHe-

BUKOB. Bcex ocrtanpHBIX TypOemisipuit B.A. Jlorens
(1954) cumran moromkamu Acoela, KOTOPBIX BBIBO-
U OT HEOTEHUYECKUX JUUMHOK IpeOHEBUKOB.

2. ApxumnenomMatHbie rumnore3bl. CTOPOHHUKM
atux runore3 (Masterman, 1897,1898; Remane, 1950,
1958, 1967; Ulrich, 1950, 1951; Marcus, 1958; Siew-
ing, 1967, 1969, 1972, 1973, 1974, 1980, u np.) npen-
rmojaranu, 4yto npeakamu Bilateria OblIM YeTBIpEXTy-
YeBbI€ MOJIMITBI, TacTpaibHas MOJOCTh KOTOPHIX ObI-
Jla paslejieHa IeperopojikamMu Ha 4eThbipe KaMepbl
(puc. 2, a). Takue MoOJUNBI CTAJIM T0JI3aTh Ha POTO-
BOI MOBEPXHOCTU, KOTOpasi MpeBpaTuiach B OpIOIII-
Hyl0 cTOpoHy. IlepBUYHBIN POT BHITSHYJICS W CTal
IIEeJIEBUAHBIM (KaK Y COBPEMEHHBIX KOPAJJIOBBIX IO~
JIMTIOB), a 3aT€M COMKHYJCS MOCpeauHe TakK, YTO OT
HEro OCTajaoCh TOJbKO Ba OTBEPCTHUS: OAHO Ha Me-
peIHeM, a Apyroe - Ha 3alHeM KOHIIe Tea (puc. 2, 0, 8).
IlepenHee oTBepcTHE CTajJo PTOM, a 3adHEE - aHy-
coMm. l'acTpanbHble KapMaHBl OTACIUJIUCH OT LIEHT-
paJIbHOM YacTU KMIEUHUKA U JaJIM HA4YaJIo TISITH 1ie-
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Puc. 1. IIpoucxoxneHnue Bilateria cornacHo MIaHyJIOUIHO-TYPOEISIPHBIM TUIIOTE3aM: d-6- CTaAuM OCEeIaHUsI paauaibHO-
CUMMETPUYHOTO MpeaKa Ha aHTUMEPY, KOTopasi CTAaHOBUTCS OpIoLIHOM cTtopoHoii Bilateria (mo: MBanoBy, 1968); e-ac - ocena-
HUE paJlalbHO-CUMMETPUYHOTO NPeIKa Ha OpajibHbIH MOIIOC, KOTOPBII CTAHOBUTCS OprolIHOM cTopoHoi#i (rmo: Hyman, 1951).
O6o3HavyeHus: /- poT, 2 - napeHxuma, 3 - abopajbHbIli HEPBHBIN LIEHTP, 4 — HEPBHBIH MJIEKCYC, 5 - HEPBHBIE CTBOJIBI.

JIOMUYECKMM KaMepaM: HelapHOW I[peIpoTOBOii,
MapHbIM OKOJIOPOTOBBIM M TAapHBIM TYJIOBUIIHBIM
(puc. 2, 8). IlpenpoToBasi U OKOJOPOTOBbIE KaMepPhl
MPOU3O0IIIN HEMOCPEACTBEHHO OT KapMaHOB TIacT-
paJIbLHOW TOJIOCTU, a TYJOBMIIHAS Mapa IlIeJOMOB
BO3HMKJIA U3 3aJHETO TacTPaJIbHOIO KapMaHa, KOTO-
pBIit OKa3ajcs pa3iejeHHbIM U3-3a TOTO, YTO aHajb-
‘HOE€ OTBEPCTHE CMECTWJIOCh Ha 3aaHUil KOHeIl TeJja.
TakuM ITyTeM BO3HMKJIO pacuJIeHEHUE Tejla IepBUY-
HbIX Bilateria Ha Tpu apxumepa. Llesom Toxe oka-
3ajicsl MoApasiejeHHbBIM Ha TPU OTAEea: HMPeapoTO-
BOI (MpoOTOlIeb), OKOJOPOTOBOI (Me30oLeb) U Ty-
JIOBUIIHBIN (MeTallelb Ui coMaToleb) (puc. 2, I, ).
Cpeny COBpeMEHHBIX OPTaHM3MOB K TakKuMm ¢opMaM
OJIMke BCErO0 HECerMEHTUPOBAaHHBIC IEJIOMUYECKUE
OpraHu3Mbl (CUMYHKYJIUIBI, TUICYEHOTHE, DOPOHUIBI,
noJjiyxopaoBbie). BriocinenctBuu y Spiralia mpeapoTo-
BOIl M OKOJIOPOTOBBIC IIEJIOMbI PEAYLIMPOBAIUCH, a
TYJIOBUIIHBIN (HalIpUMep, Y aHHEIWI) MOABEPICs Me-
Tamepuu (puc. 2, ¢). Y Deuterostomia npeapoToBoit
LICJIOM PacCIICITUJICS Ha IBa IUCCUMETPUYHBIX MEIIKa,
a TYJIOBMIIHBINA I1eJIOM (TOJIbKO Y XOPAOBBIX) IIOA-
Beprcss Metamepusauuu (cMm. Siewing, 1969, 1973,
1974, 1980). ITo MHEHUIO CTOPOHHUKOB APXULEJO-
MaTHBIX TMIIOTE3, Bce HelleJlomuueckue Bilateria yr-
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paTUIM 1eJOM, a HEKOTOpble (HAlpUMep, MIOCKHE
YepBU) - U CKBO3HOM KUIIEUHUK.

Kak pa3HOBUIHOCTb apXUIEJOMATHBIX TUIIOTE3
MOXHO pacCMaTpuBaTh U TEOPUIO OMJIaTEepOracTpen
Erepctena (Jagersten, 1955, 1959). OH Takxe mpen-
noJiaraj, 4yto npeakoM Bilateria Ob1L1 LeTOMUYECKU
OpraHu3M ¢ TpeXMepHoIi opranusanueii. I[IpaBna, mo
MmHeHUIo Erepcrena (Jagersten, 1955, 1959), ounare-
panbHasi CHMMETPHMSI OblIa UCXOMHOM JIJIsI MHOTOKJIE-
TouyHbIX. COTJIaCHO B3TJIsJaM 3TOr'0 MCCJeaoBaTes,
npeakoM Metazoa ObIT JOHHBINM OMIaTEpaTIbHO-CUM-
METPUYHBII 0JacTyJI0O00pa3HbIii OpraHu3M - OMIIa-
TepobJacTes, KOTOPHIM B CBOIO O4Yepeab daj Havaao
OuIaTepajbHO-CUMMETPUYHOMY TacTpyI000pa3Ho-
My CYyLIeCTBY (OuiaTteporacTpee), KOTOpoe I0J3alio
o JHY Ha poToBoii moBepxHocTU. Erepcren (Jager-
sten, 1955, 1959), npenmnonaraj, 4TO CKBO3HOM KU-
IIEYHUK BO3HUK 3a CYET 3aMBIKaHUS IIEJICBUIHOTO
pTa, a TpU Mapbl LEJOMUYECKUX KAaPMaHOB - 3a CUET
000co0IeHUsT TIepudeprUyecKUX Kamep KUIIeYyHOM
nojoctu. Ilo mHenuto Erepcrena (Jagersten, 1955,
1959), KMIlIEYHOIIOJOCTHbBIE BTOPUYHO MPUOOpENH
panuajgbHyI0O CUMMETPUIO B pe3yJbTaTe MPUCIOCO0-
JICHUS K CUASTYeMY 00pa3y KM3HMU.

3. "Metamephbie”" runore3dbl. CTOPOHHUKU 3THUX
runore3 (cMm. Sedgwick, 1884; Beneden, 1891;
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Puc. 2. IMpoucxoxnenue Bilateria cormacHo apxuiienomaTHbIM runore3amM (mo: Remane et al., 1989): a - ctpoenue vetbipex-
JIy4eBOr0 KOpaJUIOBOTO IoJuma - mpenka Bilateria, 6 - BeITATMBaHME TMEPBUYHOTO pTa M Havauo AUpOEpeHLUPOBKU TracT-
pajJibHBIX KapMaHOB, 6 - pa3[e/ieHue MepBUYHOrO pra Ha PoT M aHyc (aM(UCTOMHUS) U OTAeJeHUEe TacTpaJibHbIX KapMaHOB
(=LIeJIOMUYECKUX MEIIKOB) OT KUIIEUYHMKA, T - PeAYKIUS IIpOToLEesl U Me3oleis Spiralia, 0 - CTpoeHHE TUIIOTETUIECKOTO
apXMIIeJOMaTHOTO MpeaKa, BUI CO CIIMHHOM CTOPOHBI, e - TO Xe, Bua cieBa. O6o3HaueHus: I - pot, 2 - aHyC, 3 - HEPBHBI
LIEHTP, / - TPEIPOTOBON 11eJI0M (TIPOTOILIENb), // - OKOJIOPOTOBO 11eJI0M (Me3011eb), /1] - TyTOBUIIHBIN 11eJIOM (METallelb).

Lameere, 1932; Snodgrass,.1938, u ap.) ToxXe BBIBOIM-
nu Bilateria oT Kopaa0oB, HO HE OT YETHIPEXJIYYEBBIX,
a OT MHOTOJIYY€BbIX, T.€. TAKUX, Y KOTOPBIX KUIIeUHas
MOJIOCTh MOJeJieHa Ha MHOXECTBO KaMep MHOTOYMC-
JICHHBIMU TeperopojKaMMu-cenTaMu, TaKMX, Hampu-
Mep, Kak iepuaHTapuu (puc. 3, a, 6). [Ipenmonaraercs,
yTo (TaK Xe, KaK B apXWUleJOMaTHBIX TUIIOTe3ax)
Takue KOopaJlJibl CTaJIu M0JI3aTh HA POTOBOI CTOPOHE,
IIEJEBUIHBIA POT 3aMKHYJICS MOCPEAUHE, a KaMephl
KMIIEYHOW TOJOCTU OTIAEIWIUCh OT LEHTPaJIbHOM
YacTU KMIIEYHMKA U JaJIu HayajJo MHOTOYUCIEHHbBIM
HeJIoMuIecKuM Kamepam (puc. 3, B). Takum odopaszoM,
KPYroBO€ pacrojiokeHne Kamep KUIIeYHOM! MOJOCTH
(uuxkaoMepus) y paauaibHO-CUMMETPUUHBIX (DOpM
IpeBpaTUJIOCh B MeTaMepuio IepBUYHBIX Bilateria,
a pacrmoJIOKEeHHbIe MO Kpyry Ilynajiblla MpeBpaTH-
JIUCh B OOKOBbIE MeTaMepHble MPUAATKY - Mapanoauu
Wi KoHedHocTH (puc. 3, B). CortacHO B3TJIsiAaM CTO-
POHHUMKOB 3THUX KOHIENLMWil, mepBu4YHble Bilateria

OBLIN HE TOJIbKO TECJIOMHUYECKMUMU, HO 1 CETMECHTUPO-

1
BaHHBIMU OpraHn3MaMu C METAaMECPHBIMU ITpUgaTKa
MU - 3a4aTKaMU KOHEYHOCTEH. !

B 3axiiroueHue 3TOro pasaesa yrnoMsiHy TUTIOTe3y
KOJIOHHaJIbHOTI0 IIpoucxoxaeHus Bilateria (xoTs1 oHH,
KOHEYHO, HE MOTYT ObITh OTHECEHBI K "KJlaccuye-
CKUM" XOTsI Obl MOTOMY, YTO MOSIBUJIUCH COBCEM He-
naBHO). OqHAN3HUXOBLIaI0APOOHOM3I0XEeHa [l bI03JIg
(Dewel,2000). Oco0eHHOCTBIOTAKUXTUTIOTE3SIBIISCT
eTcs To, yTo nHauBKUAyyM Bilateria paccmaTpuBaeT-
CsT KaK pe3yJIbTaT MHTETPAIIAY LIEJTOU KOJTOHUU OCO
Oeit kuiieyHornoaocTHbIX. [Ipennaraercs, HanpumMep,
MOJZIeNIb MPEBPAIICHUS TOIBUXHONW KOJOHUU MOP-
cKUX IepbeB B 0cobb Bilateria. [1pu aToM MeTamepHO!
pAacIoJIOXKEeHHbIE MOJUITbI KOJJOHUHU MpeBpalialoTcs
B OTIe/bHbIEe OpraHbl OuiaTepabHO-CUMMETPUYHO-
ro MHAMBUAYyMa (HarpuMmep, B MeTaMepHble roHa-
ab1). K coxaneHuto, 3Ta oCTpoyMHas TUIIOTe3a He
corJiacyeTcs C JaHHbIMY 3MOPUOHAIBHOTO Pa3BUTUS

KYPHAJI OBIIEN BUOJIOTUMA Tom 65 Ne 5 2004
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Puc. 3. IIpoucxoxnenue Bilateria cornacHo "mMetamepHBIM" TUIIOTE3aM (a, 6-no: Beneden, 1891; s-mo: Snodgrass, 1938):
a- CTpOeHUue TMpelaKa OumirarepaJbHO-CUMMETPUYHBIX XUBOTHBIX, OJIM3KOTO IO OpTaHW3allMM K KopaJljlaM-IlepUaHTapusM
(bpoHTanbHBIN cpe3), 6 - To ke (BUI clieBa), 6 - IPOUCXOXIEHNEe MeTaMepun n3 nukioMmepun. O6o3HaueHus: [ - HIeTeBUI-
HBII TIEPBUYHBINA POT, 2 — IIMPKYMOpaJIbHOE HEPBHOE CIJIETEHUE, 3 - METaAMEpHbBIe KapMaHbI TacTPaJIbHOM MOJOCTH (IIeJIOMU-

yecKue MEIKH), 4 - mymnanbiia (KoHedHocTu Bilateria).

Bilateria, B oHTOreHe3e KOTOPBIX HET HUKAKHUX CJIe-
JIOB CJIMSTHUSI HECKOJIBKUX 0CO0EHA.

HPOI/ICXO.)KI[EHI/IE BUJIATEPAJIbHON
CUMMETPUHN B OHTOTEHES3E BILATERIA

PanHue craguu pa3sutus Bilateria moguuHsioTCs
panuagbHOW CUMMETPUU (KOHEYHO, 3TO OTHOCUTCS
TOJIBKO K IPUMUTUBHBIM (popMaM - MOPCKUM OecTio-
3BOHOYHBIM, KOTOPbI€ COXPAaHUJIU HApPYyKHOE OILJIO-
JIOTBOPEHME U TJIAaBAIOUIMX B TOJILE BOABl PECHUY-
HBIX JIMUMHOK). KcTaTh, UMEHHO 3TOT (haKT CIYXKUJ
OHUM U3 OCHOBHBIX J0Ka3aTeJIbCTB IMEPBUUYHOCTU
paguaibHOl cuMMeTpuu B ¢uioreHe3e Bilateria.

Kak wu3BecTHO, OuaTepaibHO-CUMMETPUYHBIE
KMBOTHBIE MMEIOT JiBA OCHOBHBIX TUIA IPOOJICHUS:
cnupaibHOE (XapaKTepHOE JIsI KOJbYaThIX YEPBEW,
MOJUTIOCKOB U Jpyrux Spiralia) u paguanbHoe (Xapak-
tepHoe mias Lophophorata u Deuterostomia). Pacmo-
JIOXK€HHUE KJIETOK B APOOsIIeMcs siilie B 000UX TUITaX
JIpOOJeHUsT TOMYUHSIETCS 4-JIyueBON paauaibHOU
cummeTpum. Takoe pacrnosioxkeHue KJIETOK MO3BOJIsI-
eT chopMUpOBaTh paIUAIbHO-CUMMETPUYHYIO OJIacTy-
Jly, KOTOpasi MO CYIIECTBY SIBJISIETCSI MEPBOU TUYM-
HOYHOU cTaaueil mpumMuTuBHBIX Bilateria. ¥ kosibua-
THIX YepBe M MOJUIIOCKOB pecHUYHas OJactyia
MOXET COCTOATh M3 64-128 KjIeTOK, TOrma Kak y Iy-

“JKYPHAJ OBIUEN BUOJIOTUU  Ttom 65 Ne 5

2004

MaabLEBbIX U BTOPUYHOPOTHIX - U3 MHOTUX COTEH,
a MHOTAA U THICSY KJIETOK. Y BTOPUUHOPOTHIX, ¢O-
poHMA U Opaxuorof O0JacTyjabl MUMEIOT paBHOMEp-
HBbIIA PECHUYHBIN (TOYHEE, XTYTUKOBBI) TTOKPOB.
VY Spiralia 6nacTyioo0pa3Hble TUMYUHKU Oosiee Aud-
¢depeHIIMPOBaHbI: PECHUYKU UMEIOTCS TOJBLKO Ha OIl-
peleieHHBIX KJIeTKaX, COOpaHHBIX B CIELIMATU3UPO-
BaHHbIE PECHUYHbBIE KOJiblla. [acTpyasinust y IpuMu-
TUBHBIX Bilateria ocyuiecTBiasieTcsi Kak BOsSYMBaHUE
BHYTPb KJIETOK BEreTaTUBHOTO TOJIIOCA, a CAMU TacTpy-
Jbl 00JlamaloT panuanbHoul cummerpueid. [lomtoca
OCU CUMMETPUM MapKUPOBAHbI TEMEHHBIM CYJITaH-
YUKOM PECHMYEK (3aUyaTOUYHBIM abopalibHbIM Opra-
HOM) U 0J1aCTOIMOPOM.

®opMupoBaHUe OuIaTepaJbHON CHUMMETPUU Ha-
YUHAETCSl Y IPUMUTUBHBIX OUIaTepuil TOJIBKO MOCie
CTaAuU TacTPyJbl. DTO MPOUCXOIUT MYyTEM pa3pacrta-
HUSI OTHOTO U3 CEKTOPOB racTpyJibl, a UMEHHO TOTO,
KOTOPBI CTaHET CHMHHON CTOPOHOU JTUYUHKU. B pe-
3yJbTaTe MEHSETCS B3aMMHOE pacroyioKeHue abo-
pajabHOTO opraHa u 0jlactonopa. AGopaabHBIN OpraH
cMelaeTcs Brepes, a oactonopaabHasi CTOpOHa OKa-
3bIBa€TCsl OPIONIHON CTOPpOHON TMUnHKU. [IpeBpanie-
HHUE 0JacTOIOpPabHOI CTOPOHBI B OPIOIIHYIO CTOPO-
HYy 3apoJiblllia XapaKTEepHO MJIs MOAABISIIONIET0 00Jb-
muHcTBa rpynn Bilateria: mimockux yepBeit, aHHEIU,
MOJIJTIOCKOB, (POPOHUT, OPaXUOMO/I, UTJIOKOXKUX U MHO-
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Pogonophora

Phoronida

Echinoidea

Chordata
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Puc. 4. TTpeBparmeHne 6:1acTOMOPATBHOI MOBEPXHOCTH B OPIONTHYIO CTOPOHY B SMOPUOHATBEHOM PA3BUTHI HEKOTOPBIX TPYIIIT

Bilateria.

rux apyrux (puc. 4). EnMHCTBEHHOE MCKIIOYEHUE -
XOpAOBBIE XXMBOTHBIE, ¥ KOTOPBIX OjacTomnopajibHas
CTOpPOHA CTAaHOBMTCSI CIIMHHON CTOPOHOI OpraHu3Ma,
HO OHO MMeeT 00bSICHEHUE B TOM, YTO XOPIOBbIE CYTh
nepeBepHyThie Bilateria (cM. Manaxos, 1977).

Bo mHorux rpynmax Bilateria 671acToOImop BBITSITH-
BaeTCs U MproOpeTaeT 1eaeBUAHYI0 hopmy (puc. 5).
Takas ¢popMa OyacTonopa XxapakTepHa Ijisd KojJdb4da-
teix uepBeir (Treadwell, 1901; Woltereck, 1902;
Shearer, 1911; Akesson 1962, u ap.), MOJJIIOCKOB
(Patten, 1886; Conklin, 1897; Heath, 1898; Manaxos,
Mengenesa, 1993, u np.), Kpyriabix yepBeit (Goette,
1882; Mueller, 1903; Mamaxos, 1986, u ap.) GopoHK
(Rattenbury, 1954; Manaxos, Temepena, 2000), O6pa-

’KYPHAT OBIIEN BUOJOTUU

xuornon (KoBanesckuii, 1874; Percival, 1944; Mamna-
xoB, 1976; Nielsen, 1991, u ap.), HUIIMX XOPIOBBIX
(Hatschek, 1881; MacBride, 1898; Conklin, 1932),
onmxodop (Balfour, 1883; Sedgwick, 1885) wu
Ip. TPYOIT. Y YJIeHUCTOHOTHMX INEJeBUIHBIN 0JIacTO-
Hop MpeacTaBlieH INTyOOKOUM MpoaoJbHON OOpO3moii,
HOyIIei o OPIONTHON CTOPOHE 3apOnbIIia U COSOU-
HSIOIIEeW 3a9aTKU pTa U aHyca, YTO OTMEUYEHO TS pa-
KooOpa3HbIx (cM. Weygoldt, 1960), XerHIIepOBBIX
(cMm., HanpuMep, Brauer, 1894), MmHoroHoxek (Heymons,
1901; Jlurnay, 1912; MBanoB, 1940), HaceKOMBIX
(Kowalevsky, 1871, 1886; Wheeler, 1893; KBaHOB,
1940; Jura, 1956, u op.).
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Brachiopoda

Gastrotricha Phoronida

Chordata

Insecta

Puc. 5. llleneBumHelit 6i1acTorop B oHTOreHe3e Bilateria (1o pasHbsIM aBTOpam).

3aMblKaHWE WIEJIEeBUAHOTO OJyiacTomnopa MPUBO-
JUT K (OpMUPOBAHUIO TPyOYATOTO KUILEYHUKA.
B npuMUTUBHBIX caydasix 0JacTOMOpP cHavaia 3aMbl-
KaeTcs MocCpeluHe, pasfesssicb Ha JBa OTBEPCTHS,
OIIHO - Ha MepeHeM, a ApYroe - Ha 3alHEM KOHLE 3a-
ponpliia. Y JUYMHOK MOPCKUX OECIO3BOHOYHBIX
Pa3HBIX CUCTEMATUYECKUX TPYIIN BIOJIb 3aMKHYBIIIE-
rocsi Onacromopa (oT pra K aHycy) (opmupyercs
pecCHUYHas MoJIocKa - HEBPOTPOX.

AMmducToMus, T.e. pasaejeHue OjacTomopa Ha
JIBa OTBEPCTHUSI, OMHO M3 KOTOPBIX (MepeaHee) COOT-
BETCTBYET PTy, a Apyroe (3amHee) - aHyCy, B YMCTOM
BUJE - TOBOJILHO pelKoe siBieHue. OHO BCTpevyaeTcs
y NPUMUTUBHBIX aHHEIWA, OHMUXO(POp U HEMAaTo.I
(puc. 5). Y OonblIMHCTBA aHHEIWUI, MOJUIIOCKOB
1 opoHUI OJACTONOP 3aMbIKAETCSI C3aaU Halepen,
TakK 4TO OCTaBlleecsl OT OJiacToropa IepenHee OT-
BEepCTHE CTAHOBUTCS PTOM (aHyC MPOpPbIBaeTCs 3aHO-
BO, HO, KaK MpaBWJIO, HA MECTe 3aIHEr0 Kpas Iiee-
BUJHOTO OjacTornopa). ¥ Opaxrono U HU3IINX XOPA0-
BbIX OJIaCTOMOp 3aMbIKAeTCs crepead Hazanm (poT
Y aHyC MPU 3TOM MPOPHIBAIOTCS 3aHOBO). Y WICHUCTO-
HOTHWX BCTpevaloTcsl 0ba BapraHTa 3aMbIKaHUS 0J1aCTO-
nopa. Takue ciydyau, Korga 0JacTOIop LEJIMKOM Ie-
pexXonuT B poT (KakK y HEMEPTUH U TIJIOCKUX YepBeil)
WU B aHyC (KaK y UTJIOKOXUX, BOJIOCATUKOB, HEKO-
TOPBIX YJIUTOK U pakKooOpa3HbIX), MOTYT paccMaTpu-
BaTbhCs KaK BTOPUYHBIC MO,[ll/l(I)l/lKaLll/ll/l l/ICXO[lHOﬁ aM-
¢ducromuu. 31eCh YMECTHO MPOLUTUPOBATH MBICIb

JKYPHAJT OBILIEM BUOJIOTUU Tom 65 Ne 5

2004

3HaMeHuToro amopuosora Maxk-bpaiina (MacBride,
1910, c. 335), cpopmynupoBaHHYIO UM B paboTe O
pa3BUTHUU JaHLIeTHUKA: "SI TBepaO yBEpeH, YTO POT U
aHYC, Y BCEX XMBOTHBIX, Y KOTOPbIX MOXHO HalTH
OTHU ABa OTBEPCTHUA, O6H33Hbl CBOMM IPOUCXOXKIACHU -
eM pasjeieHUIo JJIMHHOIO Iiejieoopa3Horo pra”.

Taxkum 06pa3oM, JaHHBIE KIACCUYECKON 3MOpHO-
JIOTUn CBI/ID,CTCJ_'II)CTB}/}OT, BO-II€PBbLIX, O TOM, 4YTO
OplolIHasi CTOpOHA OugarepagibHO-CUMMETPUUYHBIX
KMBOTHBIX TIpeAcTaBisieT coboii pa3pacTtaHue OJac-
TOTIOPAJbHON CTOPOHBI, a BO-BTOPBIX, YTO POT U
anyc Bilateria cyTb MpOU3BOJHbBIE MEPEIHEr0 U 3af-
HETOo KOHIIOB IIeJIeBUIHOTO OJIacToIopa.

BEHJACKHWUN MEPUOJ - BITOXA
OPOPMUPOBAHUA BUJIATEPAJIBHO-
CAMMETPUYHBIXKMBOTHDBIX

BeHuckuit mepuon - 3TO MOCASAHUN TTEpUOI MPO-
TEPO30MCKOU 3pHbI, IIUBLINKICSI 0KOJI0 80 MJIH. JIeT U
HETIOCPEACTBEHHO MPEAlIeCTBOBABIINI KeMOPUIO.
Cyns mo BceMy, UMEHHO B 3TO BpeMsi (Mexmy 620
U 545 MJIH. JIET Ha3ad), HEMOCPEACTBEHHO MPEeaIIecT-
BOBaBIIIee TaK Ha3bIBaeMOMY "KeMOpUIICKOMY B3pbI-
BY", mpoucxoausio ¢hopMupoBaHUe OuiaTepaabHOI
CUMMETPHMU U HauyaJlbHasl pajavalus OCHOBHBIX CTBO-
snoB Bilateria, moponuBiasg 6oraTelii U pa3HooOpa3-
HBIIA XKUBOTHBIN MUp paHHero daHepo3osi. OcTaTku

- OpraHM3MOB BC€HJICKOTO II€puoaa MpeacTaBJICHBI
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Puc. 6. Bennckue Bilateria (1, 2, 5-8 - mo: Fedonkin, 1998; 3 - mo: Dzik, Ivantsov, 1999; 4 - no: Fedonkin, Waggoner, 1997,
9 - mo: UBanmnos, 2001): 1 - mononast Dickinsonia, 2— B3pocnasi Dickinsonia, 3 - Yorgia, 4 -Kimberella, 5— Spriggina, 6 - Prae-

cambridium, 7 - Vendia, 8 - Onega, 9 - Archaeaspis.

TOJIbKO OTIeYaTKaMu pa3HoOOpa3HBIX IO CTpoe-
HUIO, HO TIPEUMYIIIECTBEHHO TOBOJBHO KPYITHBIX (popM
JauHoi ot 1-2 em o 1 M (PegonkuH, 1981, 1987; Co-
kosioB, 1997). Cynst nmo oTmeyaTkam, OOJBIIMHCTBO
OPTraHW3MOB BEHICKOTIO MepHroa He UMeIN TBEPAOTO
MUHEPaJbHOTO CKeJIeTa, U 9TO Pe3KO OTHEsIeT O1o-
Ty BeHma oT cooOIecTB MOCHENyONUX MEePUOIOB
(aneposos. '

CTpoeHne BeHICKMX OPraHW3MOB TPAKTYeTCs pa3-
HBIMU aBTOpaMHM HeOIMHaKoBO. MHorma mx paccMart-
PHMBAIOT KaK CBOEOOpa3HBIX TMTaHTCKMX IPOCTEH-
II1X, HAITOMUHAIOIINX COBpeMEHHBIX Xenophyophorea
(Zhuravlev, 1993), win Kak CHHIUTHAIbHBIE (OPMBI,
uMmelomue obnuk "creranbix ogesan” (Seilacher, 1989,
1991, 1992). Takue TpaKTOBKM MpPEANOJaraloT, 4yTo
BeHICKasl payHa - 3TO CBOETO poJa HEeyTaYHbIi KCIIe-
PHUMEHT TIPUPOIBI, KOTOPBI He MMeEJ MPOIOJIKEHUS
B 9BOJTIOIIMHA OPTaHUYSCKOTO MHUpA.

Bosiee mpoayKTUBHBI TPAKTOBKHU BEHACKUX Opra-
HU3MOB KaK MHOTOKJIETOYHBIX XKUBOTHBIX, KOTOPbIE
He UMeJu ellle MUHepajbHOro ckenera (PegoHKUH,
1981, 1984, 1985a, 6, 1987, 2001; Fedonkin, 1985,
1998; Martin et al., 2000). Boripoc o ToM, moyemy
BEHICKHME MHOTOKJETOUYHbIE ObLIN OEeCCKENeTHBIMHU,
elie gajek otr peumeHus. OaHa U3 BO3MOXHBIX TUIIO-
Te3 COCTOUT B TOM, YTO OHU OOUTANIU B XOJOIHOBOI-
HbIX OacceifHax BHE KOHTPOJUPYEMOTo 1IMaHOOaKTe-

KYPHAJI OBIIEA BUOJOIU

pUaJbHBEIMUA CcOOOIIeCTBaMM KapOOHATHOTO Iosica
(Fedonkin, 1995; ®enonkus, 1997, 2000). TeM He Me-
Hee CcaMO OTCYTCTBME MMHEPaJbHOrO CKejeTa Y
BEHACKMX MHOIOKJIETOUHBIX - 3TO HAOEXHO yCTa-
HOBJIEHHBI (haKT, KOTOPbIA TOBOPUT O TOM, UYTO
MPUPOIHAsl Cpela, B KOTOPOU MmpoTeKasa Mopdoio-
ruyeckas dBOJIOLMS paHHUX Metazoa, CUIIBHO OTJIHM-
yajach OT yCJIOBUI (haHEpO30sl.

Cpenu BEHJCKUX OPTaHU3MOB C paiuaibHONU CUM-
MeTpuell MOXHO BbIIEJUTb HeckKoJbKo Tpynm (Pe-
NOHKUH, 1984). OT0 hopMBbI C pagradbHOW CUMMET-
pueil 0ECKOHEYHO OOJBIIOT0 TMOpPSAKA: OKPYIJIbIe
oTTevyaTKu Takux popm, Kak Nemiana uid opraHu3-
Mbl C KOHUEHTpUUeCKUMU Ooposnkamu - Cyclome-
dusa, Ediacaria, u np. BcTpeuarorcs u ¢opMBbl ¢ pa-
NUATbHOU CUMMETpUE HeoNmpeaeeHHOrO MopsiaKa:
OTIEYATKU C OOJBIINM YKUCIOM PaavuaTIbHO-PACXOIsI-
LIUXCcs MpuaaTKoB-1uynanel - Hiemalora, Eoporpita,
W JIp. WU C HEOTIPEIeJIEHHBIM YUCIIOM KaMep-aHTH-
Mep - Bonata. BeHnackue paanaibHO-CUMMETPUYHBIE
(GOpMBI ¢ HEOOIBIIUM YUCIOM aHTUMED JEMOHCTPU-
PYIOT HEOOBIYHBII NOPSIAOK cuMMeTpun. Tak, cpeaun
BEHJCKMX OPTaHU3MOB 4YacTO BCTpevaroTCs (POopMbl
¢ 3-nyyeBoil paaualbHON CUMMETpUEil (Harpumep,
Anfesta) v ¢ YUCTO BpallaTebHON OCEBOIl CUMMET-
pueil Tpetbero nopsinka {Albumares, Tribrachidium).
T'opazno pexe cpenu BEHACKUX OPraHW3MOB OOHapy-

ToM 65 Ne 5 2004
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Puc. 7. bunarepanbHasi cMMMeTpusT y KopayioB (a-11o: Puum np., 1997; 6-mo: Carlgren, 1912): a - monepeuHslii cpe3 Lambeo-
phyllum profundum (npencraBuTe b TIPUMUTUBHBIX Rugosa) U3 cpemHero opaoBuka; 6 - mornepedHslit cpes Cerianthus loydii

(nipencraBuTeNib coBpeMeHHBIX Ceriantharia) Ha ypoBHE TJIIOTKH.

XUBaIOTCI (popMbl ¢ Oojiee TMPUBBIYHOU 4-JTy4eBOM
. cumMeTpueii (Hanpumep, Conomedusites).

IMo-BugumoMy, BeHackue Radiata mpeacTaBisiioT
CO0OM KUIIEYHOMOJOCTHBIX B IIMPOKOM CMBbICTIE
cyoBa (He o0s13aTenbHO Cnidaria, MOCKOJBKY HET A0-
Ka3aTeJbCTB, YTO OHM 00Jaganu CTpeKaTeJbHbIMU
KJIETKaMu), T.€. IBYCIOWHBIX OPTaHU3MOB CO PTOM U
racTpajJibHOU MOJIOCThIO, KOTOpasi MOIJIa ObITh MEIII-
KOBUJIHOU WJIM CIOXHO pa3BETBJIEHHON (CM., HANIpU-
mep, Albumares i Tribrachidium). I1o-Bugumomy,
cpenu BeHAckMX Radiata 6bUIM KaK MpUKpETJIEHHbIE
¢opMmbl (Hanpumep, Nemiana), HallOMUHAIOLINE T10-
JIUTIOB, TaK W TJaBalolliuMe B TOJIIE BOAbI (DOPMBI
(Hanpumep, Albumares), cXxooHble ¢ MeIy3aMU.

®opMBbI ¢ paiUabHOW WIM OCEBOW CUMMETpUEii
OYeHb MHOTOUYMCJICHHBI B BeHlle 1 BO MHOTMX MeCTO-
HaXOXIEHUSIX HECOMHEHHO NOMUHUPYIOT Hal Ouja-
TepaJlbHO-CUMMETPUYHBIMU. TeM He MeHee UMEHHO
B BeHie MblI BriepBble BcTpeuaeM HacTosIux Bilateria.
M3ydeHue ciaenoB, OCTaBJEHHBIX BEHACKUMU OwuJia-
TepUsIMU, TMOKA3bIBAET, UTO 3TO OBLIU TMOABUXKHbBIC
nmoj3aroiiue 1o IHy opraHusMmbl (Dzik, Ivantsov,
1999; NBanuos, @egoukun, 2001; MBanuos, Mana-
xoBckas, 2002). Haubonaee nHTepecHO 0COOEHHO-
CThIO BEHIICKUX OMJIaTepuil SIBISIETCS TO, YTO MPaKTU-
YeCcKU Bce OHM - MeTaMepHbie popmbl (PenoHKUH,
1983; Fedonkin, 1998). BTo moauMepHbie POPMBI C
HeoTpeeIeHHO O0bIIIMM YUCTIOM cerMeHTOB (Dickin-
sonia, Epibaion, Spriggina, Yorgia - puc. 6, 1-5)
WJIU OJIUTOMEpPHbIe (POPMBI BCETO C HECKOJbKUMU
cermeHTamu (Praecambridium, Vendia, Onega u ap. -
puc. 7, 6-9).

Y HeKOoTOpbIX BEHICKUX (DOPM CErMEeHThI pacro-
JlaraloTcsl He CTPOTO CUMMETPUYHO OTHOCUTEIBHO
MJIOCKOCTU OujlaTepaJibHOW CHUMMETPUM, & CO CIBU-
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roM. Eciiu BHUMaTeIbHO pucMOTpeThes K Dickinso-
nia, TO OKaXeTcs, YTO CErMEHThl CMpaBa U cCjeBa
OT CaruTTajJbHON TIJIOCKOCTM HE TOYHO COBIAAIOT
(puc. 7,1,2). CaBUT CETMEHTOB OTYETJIUBO BbIpAXKEH
y IOpyroit monumepHoit ¢opmbl Yorgia (puc. 6, 3).
O06a BapuaHTa pacnoJIOKEHUSI CETMEHTOB BbIPaXKEHBI Y
OJIMTOMEPHBIX CErMEHTUPOBAHHKIX (hopM (puc. 6, 6,7).
OObIYHOE CUMMETPUYHOE PACITOJIOXKEHUE XapaKTep-
Ho ast Praecambridium, Vendomia, Onega, Torna Kak
y TnipeactaBuTesneil poaa Vendia cerMeHTBI pacmnosio-
keHbl co casuroM (MegonkuH, 1983; Fedonkin, 1998;
WBanuos, 2001).

HecermentupoBaHHbIie BeHackue Bilateria HeMHoOro-
YUCJIEHHBI U Tpo0aeMaTUIHbl. M3BECTHBI JIMCTOBUI-
Hble oTnieyaTtku Viadimissa n Platypholinia, KoTo-
pble CPAaBHUBAIOT C INIOCKUMU YepBAMU (DeTOHKUH,
1983), mponmojiaroBaTbie MOPIIMHUCTBIE OTIIEYaTKU
Protechiurus, XoTopble CYHUTAIOT TOKEMOPUUCKUMU
axuypuagaMu (Glaessner, 1979). BTu ornmevyatku Oei-
HBI JIETAJISIMA M HE MMEIOT OTYETIMUBBIX IPU3HAKOB,
KOTOpbIe Obl MO3BOJMJIN MOAAEPKATh BbICKa3aHHBIE
WHTEPIIPETALNU.

B orneuatrkax OoibIIMHCTBA BeHAcKux Bilateria
XOPOIIO 3aMeTHa MeAuaHHash 0opo3la WIM Bajuk,
COOTBETCTBYIOIIAS] LEHTPAJIbHOMY OTAEIY KHUIIeY-
HUKA, a TaKXe OTXOMASIINE OT HeTO OOKOBEIE BETBHU.
B HekoTopbix cnyyasx (Hanpumep, y Vendia u Prae-
cambridum) GOKOBbIE BETBU CYThb MPOCTO BBIPOCTHI
OT LEHTPaJbHOM KHUIIEeYHOU obnactu (puc. 6, 6,7).
Yrto kacaercda Dickinsonia, To B MHOTI'OYMCJIECHHbIE
"CerMeHThl" 3TOT0 OpraHM3Ma TOXe 3aXOHAT OT-
BETBJIEHUS LICHTPAJILHOI'O KUIIEUHMKA.

OpraHuzaiusi HEKOTOpbIX BeHAcKux Bilateria Ho-
CUT YePThI EPEXOAHBIX (POPM OT paauaIbHO-CUMME-
TPUYHBIX K OuIarepaibHO-CUMMETPUUYHBIM OpTa-
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Puc. 8. PekoHCTpyKIIMM BEHICKMX OMIaTepaTbHO-CUMMETPUYHBIX opraHu3MoB (1o Peponkuny, 2001): 1 - Dickinsonia costata,

2 - Kimberella quadrata.

HusMmam. Tak, momnoawie Dickinsonia obnamaior, IO
CYIIECTBY, pPaJiuaJibHOW CUMMETPUM: MX CETMEHTHI
pacrosaramTcsl pagvajibHO BOKPYT OCU, MEpIeHIN-
KYyJISPHOM K TUIOCKOCTHU OpraHu3Ma, T.e. MPeJICcTaBIIsi-
0T coboii antTuMmepsl (Zhuravlev, 1993; Fedonkin,
1998). ¥V B3poCabIX TMKMHCOHUI CErMEHThI pacmnoJia-
raloTCs OJVH 3a JIPYTUM, XOTS Ha TIepelHEeM U 3aIHEM
KOHIIaX XOPOIIO COXPAHSIIOTCS 23JE€MEHTHI paauvalib-
HOTO pacriojioXeHusi. Tem He MeHee OuaTepajibHas
cumMeTpust Takux popm, kak Dickinsonia, 6Gnu3zka K
OuIaTepaIbHOM CUMMETPUUM UCKOTIAeMbIX KOPAJLJIOB
Rugosa wiu coBpeMeHHbIix Ceriantharia (puc. 7).

B HeKOTOpBIX ciydasX CHWHHASI CTOPOHA BEHJI-
ckux Bilateria Obla 3amMIeHa OPTaHUYECKON KYTH-
KyJolt, Kak 3To npenamnogaaraercs mist Dickinsonia viv
Kimberella (puc. 8). IlpoTuBoIoJioOKHas1 OplolIHas
cTopoHa Oblla oOpallleHa K cyocTtpary. BeposiTHO,
Ha OpIOIIHOUW CTOpPOHE paclojiarajoch pOTOBOE OT-
BEPCTHE, XOTS HANEXHBIX WHTEPIpPETalMii OTBEp-
CTUI MUIEBAPUTEILHOrO TpakTa y BeHackux Bilate-
ria HeT (cM., Hanmpumep, Dzik, Ivantsov, 2002). MHo-
rma, Kak y ojuromepHoiu ¢dbopMmbl Onega, umeeTcs
mpojoyibHass 0Opo37Ka, HalOMWHAIONIAs IIEJIeBU-
Hbiii pot (Fedonkin, 1998). I'mybokass mpomojbHas
0opo3saa npoxoauia no OprolIHOU ctopoHe Kimberella
(cm. Fedonkin, Waggoner, 1997; ®@enonkuH, 1998).

Opranuzauus BeHackux Bilateria TakoBa, 4TO HUX
HEBO3MOXHO BBIBOJIMUTH U3 TUIAHYJIOO0PA3HBIX Tpe-
KOB WIM JIaXe OT apXWIIeJIOMaTHBIX TMpenkoB. BeHa-
ckue Bilateria - MeTaMepHBIE OPraHU3MBI, IPUYEM UX
MeTaMepus - 3TO Pe3yJabTaT TpaHCHOpPMALIUU LIUKIIO-
Mepuu (KakK 3TO HaTJISIIHO IMTOKAa3bIBAIOT B CBOEM OHTO-
reHe3e Dickinsonia). CamMo o0WinMe CErMEHTUPOBAH-
HBIX (OpM Cpeau BEHICKUX OuaTepuii MoKa3biBaeT,
4YTO BO3HMKHOBEHWE OMJIaTepajJbHOM CUMMETPUY TIPO-
WUCXOAWIO OJTHOBPEMEHHO ¢ POPMUPOBAHUEM METaMe-
puu (®emonkuH, 1983, 1985a, 1987). Tonbko meTa-
MEpPHBIE TUTIOTE3bl YIOBJIETBOPUTEIHLHO OOBSICHSIOT
opraHuzanuio BeHackux Bilateria. BeposiTHO, BeHn-
ckue Bilateria - To ¢popMbl, 6J1M3KHKE 11O OpraHU3alun

' K KMIIEYHOITOJIOCTHBIM, KOTOPBIE Mepelin K Mmoj3a-
HUIO Ha opajibHOU cTopoHe. CerMeHThl BEHACKUX Or-
JIaTEepUii COOTBETCTBYIOT AHTMMEPAM KUIIEYHOMOJIO-
CTHOTO MpeaKa.

T'unoTte3a nmpoucxoxaeHUs1 OunaTepuii OT MHOTO-
KaMEpHOTO KUIIEYHOIIOJOCTHOTO Mpeaka OObsICHS-
€T CIIBUT MeTaMep MPaBOil U JIEBOW CTOPOHBI APYT OT-
HOCUTEJIBHO Apyra, HaOJI0MaloIUINCsa Y YacTU BEH/I-
ckux Bilateria. ITockosbKy MeTaMepbl NpaBoOl U
JIEBO CTOPOH WMCXOAHO HE OBLIM YAaCTSIMU OJHOTO
CerMeHTa, UX 3aKjaaaka U pPOCT MOTYT ObITh HEOOHO-
BPEMEHHBIMU. Y MHOTOKaMEpPHBIX MOJUMOB, Tepe-
LIeAIMX K MOJ3aHUI0 Ha OPaJbHOU TIMOBEPXHOCTHU
CHayajia, BEpOSITHO, ObLIO IBE CUMMETPUYHBIX 30HBI
pocTa, AesATEbHOCTh KOTOPBIX MOTJa OCYLIECTB-
JISITCS KaK B peXXUMeE YepeloBaHUsI, TaK U B peXume
CUHXPOHHOCTU. B mepBoM ciydyae MeTaMmepbl OyIyT
pacriojiaraTbCsl CO CIABUIOM, BO BTOPOM - CTPOIO
cumMmeTpuyHo. MHTEpecHO, YTO y COBPEMEHHbBIX OU-
JlaTepaibHO-CUMMETPUYHBIX KOPaJUIOB (Hampumep,
LlepuaHTapuil) MeTaME3eHTEPUM 3aKJIaAbIBAIOTCI HE
OJIHOBPEMEHHO, a mooyepeaHo. Ha cpe3ax uepes ue-
puaHTapuil BUIHO, YTO OOILIEe YUCIO ME3EHTEPUEB Y
MOJUIla CIpaBa U CjaeBa OT CATUTTAJIbHOU (=TIJIOTOY-
HOIf) TJIOCKOCTU MOXET He coBmaaath (puc. 7,0).

MoXHO Aaxe BBICKa3aTh IMOJIOXKEHUE O TOM, UTO
HEOMTHOBpEMEHHAas 3aKjagKa CETMEHTOB NpaBOil U
JICBOI CTOPOH 0OoJjiee TMPUMHUTHUBHA, MOCKOJIBKY CBU-
IEeTeJIbCTBYET O HEMOJHO MHTETrpalluy IIPaBoil U Jie-
BOI1 CTOPOH TeJia (MCXOMHO OHM pas3/e/ieHbl He3aMKHY-
TBIM IIEJeBUAHBIM pTOM). OIHAKO CaMBIM IIPUMH-
TUBHBIM CJIEAYyEeT CUYUTATh TaKO BapWaHT, KOTOPBINA
peanusyetcs y Dickinsonia, tae HET HU CTPOTOM CHUM-
METPUM, HU IPaBUJILHOTO YepeIOBaHMS, a YUCIO Me-
TaMep crpaBa M cJieBa MPOCTO HE COBMAJaeT.

Benackue Bilateria yacTo MHTEpPNpPETUPOBAIUCH
KakK TIPeJICTaBUTEIN XOPOIIIO U3BECTHBIX (haHEPO30ii-
CKUX TaKCcOHOB. Tak, Dickinsonia TpakToBajach KakK
nojuxeta wu3 cemeictBa Spintheridae (Glaessner,
1959, 1961). Spriggina Gbli1a UHTEPIIPETUPOBAHA KaK
OTMEYaTOK MPUMUTUBHON aHHEIUABI, TPUJIOOUTA
win pakoobpasHoro (Glaessner, 1959, 1976; Hessler,
Newman, 1975; Birket-Smith, 1981). OnuromepHbie
BeHAcCkUEe GOpMBbI, Takue, Kak Pracaembridium,
CpaBHUBAIUCh C JUYUHKamMu apTtukyasat (Birket-
Smith, 1981). MMerw11as Ha fOpcaabHON MOBEPXHOCTHU
KYTUKYJISIpHBIA naHuupb Kimberella paccmaTpuBaeT-
¢ Kak MoJuUTrockonoaoOHbiii opraHu3sm (Fedonkin,
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Waggoner, 1997; ®enonkun, 1998). Crucok pasHO-
00pa3HBIX HUHTEPIpEeTalluii BEHICKUX OujaaTepuii
MOXHO IPOAOJIKATh.

Bennckue Bilateria neificTBUTENBHO MMEIOT CXOI-
CTBO U C aHHEJINIaMM, U C YJICHUCTOHOTMMH, U C MOJI-
JIIOCKaMM, HO 3TH CXOACTBAa HE YaCTHOIO MOpsaKa -
9TO CXOICTBA IUIaHA cTpoeHUs. OHU OOYCIOBIICHBI
TeM, YTO aHHEJIMIBI, YJICHNCTOHOTHE W MOJIIIOCKU,
Tak Xe Kak M BeHuckue Bilateria, - mcxogHo Mera-
MepHEIe (pOpMBI, OpIOIIHAS CTOPOHA KOTOPHIX COOT-
BETCTBYET OpaJIbHOM CTOPOHE KUIIEYHOMOJIOCTHBIX
IIPEOKOB.

Kcratu, y Hac He MOXET ObITh YBEPEHHOCTU, UTO
BeHIckue Bilateria He ABIAIOTCI KUIIEYHOITOJOCT-
HbIMU. Bo MHOrMx ciayyasx OTYETJIMBO BUIHO, UTO
MeTaMepHbIe BBIPOCTHI KUIIEYHMKA HE OTYJIECHEHBI
OT ero MemMaHHON 4YacTtu (cM. Hampumep, Vendia,
Dickinsonia n np.). Bo3aM0oXHO, B JaHHOM CJIy4ae 3TO
HE BTOPUYHbIC OMBEPTUKYJIBI, a IEPBUYHBIE TacT-
panbHble KapMaHbl. II0CKONBKY Y BEeHACKUX OuaTe-
puii, KaK MpaBUJIO, HE yaaeTcss OOHAPYXUTh XOPOIIO
BBIIEJICHHBIX pTa U aHyca, TO HE UCKJIIOYEHO, YTO MO
KpaiiHell Mepe y psaa popM KUIIEYHUK COOOIIancs ¢
BHEIIHE! Cpenoil BBITSIHYTBIM ILIEJIEBUIHBIM PTOM
(cMm., Hampumep, Onega). Takum o6pa3zoM, MOXKHO
OpeanooXnTb, YTO BeHAckue Bilateria (unu 4yacTth
M3 HUX) ellle OCTaBaJHUCh KAIIEYHONOJIOCTHBIMH, XO-
TS yXe o0jaganu OuiaatepaibHOM CUMMETpUEl, KO-
Topast c(hopMHUPOBaJaCh N0 BAUSIHUEM ITOABUKHOIO
oOpasa XX1U3HU Ha JHE.

TOMEOBOKCHBIE TEHBI
O MPOUCXOXAEHUU ITNTAHA CTPOEHUA
BILATERIA

B mocrenavie nBa mecSTUIIETHS BOMIOIMOHHAS O~
OJIOTHS TIOJTyYMiIa HOBBIM MOIIHBI WHCTPYMEHT M3Y-
YeHHSI TOMOJIOTUY - CPAaBHUTEIBHBIN aHaTN3 CTPYKTY-
PBI M 3KCIIPECCUU TOMEOOOKCHBIX TeHOB. DTH TEHBI
AMEIOTCS Y BCEX MHOTOKIETOYHBIX W PEryIHPYIOT
pPa3BUTHE OCEBBIX CTPYKTYP, CEIMEHTAIINIO, 3aKJIAIKy
KOHEYHOCTe! U npyrue Hambosiee pyHIaMeHTaJbHBIC
MIPOIIeCCHI B SMOpHOTeHe3e KaK 0eCITO3BOHOYHBIX, TaK
W TI03BOHOYHBIX XWBOTHBIX. [lpenmmoiaraeTcsi, 4To
CHCTeMa TOMEOOOKCHBIX TEHOB BO3HMKJIA B pe3yJIbTa-

Te MYJBTUIUIMKALIMU W TIocaenytomieit nuddepeHimna-

O N3 OOHOTO ITPEAKOBOIO Ir¢Ha.

CucreMa TOMeOOOKCHBIX T€HOB BBISIBIIEHA WU Y
CTpEKAIINX KUIIEYHOIMONIOCTHBIX (cM. Schierwater
et al., 1991; Finnerty, Martindale, 1997; Broun et al.,
1999; Broun, Bode, 2002; Scholz, Technau, 2003).
V Cnidaria HaliieHbl, B YaCTHOCTH, TOMOJIOI'M T'€HOB
"Brachyury”, "goosecoid” n 'fork head". Y Bilateria
9THU T€HBI 3KCIPECCUPYIOTCSI B IIPOILECCE TacTPYIsi-
LIMY BIOJIb LIEeJIEBUAHOTO OJIaCTONOpA M HA IepeaIHEM
M 3alHEM KpasiX VI BOKPYT MPOAYKTOB €Iro pasaeiie-
HUS - pra U aHyca. OHM WrpaioT BaxXHYIO POJb B
(GopMUPOBAHUHM IIEPEIHETO U 3aTHET0 ME30Ie pPMaIb-
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Puc. 9. Cxema pacmipenesieHUs] 30H 3KCIIPECCUU TOMEO-
OGOKCHBIX reHOB y (a) Cnidaria u (6) amOpuoHosB Bilateria.
1 - "fork head", 2 - "goosecoid”, 3 - "Brachyury".

HBIX 3a9aTKOB U B IESITEILHOCTH TOJOBHOTO U TYJIO-
BUIITHOTO OPTaHMW3aTOPOB Y MO3BOHOYHBIX M OECIO-
3BOHOYHBIX XUBOTHBIX (Weigel et al., 1989; Artinger
et al., 1997; Filosa et al., 1997; Latinkic, Smith, 1999;
Christen, Slack, 1999; Bassham, Postlethwait, 2000;
Tagawa et al., 1998, 2001; Kusch, Reuter, 1999; Croce
et al., 2001; Technau, 2001; Lartillot et al., 2002 a, b;
Takada et al., 2002). ¥ cTpekamomux KAIIEYHOIOIO0-
CTHBIX TOMOJIOTM 3THX TeHOB O3KCIIPECCHUPYIOTCS B
KOJIBIIEBOM 0OOJACTH BOKPYT POTOBOTO OTBEPCTUS
(Martinez et al., 1997; Technau, Bode, 1999; Broun
et al., 1999; Scholz, Technau, 2003). DTo mo3BoIgET
MIpearojaraTb, YTO TOJOBHOM U TYJOBHIIHO-XBOCTO-
BOIi opraHmu3arophl y Bilateria, cBsi3aHHEIe ¢ mepen-
HUM ¥ 3aJHUM KOHIIaMHM IIEJIeBUIHOTO GacToropa,
MOTJIM TIPOM3OMTHU TIyTeM pacIIeIIeHUs KOJbIe00-
Pa3HOro OKOJIODOTOBOTO LEHTPa OpraHU3aluu KU-
IIEYHOIOJOCTHBIX (puc. 9). U3BecTHO, 4TO 1O Kpali-
HEW Mepe y NO3BOHOYHBIX MEPEIHUMN U 3aIHUMA Oopra-
HU3aTOPHI UMEIOT OOIe MOJCKYJISIpHBIE CBOMCTBA:
1 B TOJIOBHOM, M B TYJIOBUIITHO-XBOCTOBOI Me301IepMe
9KCIIpeccupyercsl OelKOBHIM ¢akTop HNF-3-6ema
(Ang et al., 1993; Monaghan et al., 1993; Ruiz i Altaba,
Jessell, 1992). Bto mo3BoseT MpenmnoaaraTb UX Mpo-
HMCXOXIEHNE OT eIMHOTO TPEeIKOBOTO OpraHM3aTopa,
pacimenuBIIeToCs Ha TiepeIHUi 1 3amHuit. [1pm aToM
HEKOTOpbIC TeHBI, HapuMep fork head", 3aneiicTBOBa-
HBI B IepeIHEM U 3aTHeM opraHu3aropax (a y Drosop-
hila emme M B cepuM YJacCTKOB BIOJb BEHTpaTbHOMN
cpenHeit muHuUM - cM. Weigel et al., 1989), Torma kak
npyrue, Harpumep 'goosecoid "n "Brachyury”, cerperu-
poBaHEL: 'goosecoid” B mepenHem u "Brachyury" -
B 3agHeM (Lartillot et al., 2002 a, b).

Takoe paclICIICHUEC II€pBOHaA4YaJlbHO €IMHOTIO

' opraHmn3aTopa MOIJIO BOSHUMKHYTH TOJIBKO B PE€3YJib-

TaTe YIJWHEHUs MEePBUYHOTO POTOBOIO OTBEPCTUS,
CMBbIKaHUS €ro TOoCpeAuHe U TpeBpalleHUs] OTBep-
CTUI Ha ero KOHIaX B 1e(UHUTUBHBIE POT U aHYC
Bilateria, kak 3TO IpeAnojaraaioch B IOCTPOCHUSIX
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Puc. 10. Cxema, WuTIOCTpUpYyIOIasl MPONCXOXIeHNUE Tie-
pEeIHEeTo M 3aJHEero0 MCTOYHUKOB ME30/IepMbl U TTepeIHe-
3amHell monspHocTu Bilateria mytem amducromuu (rmo:
Lartillot et al., 2002): a - ob1iee Me3oaepMaTbHOE TOJE,
WHIYIMPYEMOEe SHTONEPMOW Yy KHUIIEYHOTIOJIOCTHOTO
npeaKa, 6 — HapylleHue pajavajbHON CUMMETPUU, BEIy-
111ee K MOSIBJICHUIO TIepeiHe-3aHEN TOISIPHOCTU U TTOAPa3-
NIEJICHUI0O Me30[IepMbl Ha MEePEeAHIO U 3aJHION, 8 - aM-
ductomus, Beayniass K OKOHYATEJIbHOMY pa3lesIeHUI0
Me30JIepMbl Ha MEPEAHIO0 U 3aHIOI BOKPYT pTa U aHyca,
2 - hopmupoBaHue maHa ctpoeHus Bilateria myrem pasz-
pacTaHMs 33THETO CEKTOpa M CEeTMEHTAIUs 3alHEer0 Me30-
NepMaJIbHOTO 3a4aTka. [/ - 3amHss me3omepma, 2 - Tepen-
HSIsI Me3ozepma, 3 - SHToIepMa.

KJIacCUYeCKOl cpaBHUTEIbHOU aHaToMuu (Sedgwick,
1884; Beneden, 1891; Naef, 1927; Lameere, 1932;
bexnemuien, 1944; Jagersten, 1955, u ap.). Coort-
BE€TCTBEHHO IBYM OpraHusaTopamM, CBsI3aHHBIM C IIC-
peIHUM U 3agHUM KpasimMu Oyiactomopa, y Bilateria
COXpaHUJIOCh BA MCTOYHMKA ME30JePMbl: OAUH M3
HUX CBSI3aH C MEepeIHUM KpaeM IIeJeBUIHOTO 61acTo-
nopa, a apyroi - ¢ 3agHuM (puc. 10). ¥ Spiralia 3aza-
HUI UICTOYHUK M€30JepMBbI - 3TO O11actomep 4d 1 Mme30-
JepMaJibHbIe TeJ00JacThl, TOTA KaK MepeaHsss Me-
30[epMa MIPOUCXOIUT OT KJIETOK 2a, 2b, 2¢ wiu 3a, 3b
(Lillie, 1895; Wierzejski, 1905; Biggelaar, 1977; Boyer
et al., 1998; Henry, Martindale, 1998; Lartillot et al.,
2002 a, b). Y xopnoBbIX 3aHsIsI ME30AEpMa - O3TO Me-
30/epMa TYJIOBUIIHO-XBOCTOBOI ITOYKM, a IIEPEIHSIS -
3TO TaK HasbIBaeMas "TpexopjajibHas Me3omepma’
(Adelman, 1922; Seifert et al., 1993; Kiecker, Niehrs,
2001). Cpenu Lophophorata nBa nctouHnka mMe301ep-
MBI OTYETJIMBO BhIpaxkeHbl y ¢dopoHua (Manaxos,
Temepena, 1999, 2000; Freeman, Martindale, 2002).

HAUWBOJEE BEPOATHbBIN NYTh
IMTPONUCXOXIEHHWA BILATERIA

CoueraHue TOOXOJOB KJIACCUYECKOUW CpaBHU-
TeJbHON aHaToOMuu, 3M6pI/IOJIOI‘l/ll/l, IMaJICOHTOJIOTU N
U MOJIEKYJISIPHOW OMOJIOTUM pPa3BUTHUS T1O03BOJISIET
MpeacTaBuTh TNpoucxoxaeHue Bilateria ciaemyomnmm
obpaszoM. B BeHackoM mepuoae cyliecTBoBaja 00-
mupHasi dayHa paauabHO-CUMMETPUYHBIX KUIIEY-
HOTOJIOCTHBIX B IIUPOKOM CMbIcTe (T.e. JBYXCJION-
Hbix Eumetazoa, Ho He o0s3aTenbHO Cnidaria). YacTh
NpejacTaBUTeNe BeHACKUX NByxcholiHbix Eumetazoa
nepeluia K MOJ3aHUI0 10 CyOCTpaTy Ha opajbHOU
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noBepxHocTu (puc. 11). Takoii xapaktep mepeaBu-
XKEeHUS omnpenesun ¢hopMUpOBaHUE Y 3TUX OPTaHU3-
MOB OujlaTepajibHOl cuMMmeTpuu. BeHackue Bilateria
CKOpee BCero He ObLIM ellle TPEXCIOMHBIMU KUBOT-
HBIMU, HO COXPaHsUIM OpraHu3aluio OuiaTtepaibHO-
CUMMETPUYHBIX KUIIEYHOMOJIOCTHBIX. DTO O3Haya-
€T, YTO UX KUIIeYHas TMOJIOCTh MOIJia ObITh CBsI3aHa
C BHEIIHEW CPeaoi IIMHHBIM IIEJIEBUAHBIM PTOM, TS -
HYIIMMCSI BIOJIb OpIOLIHON (OpajbHOI) CTOPOHHI.
Bo3MOXHO, 4TO MeTaMEpHO PACHOJIOXEHHbIE Kap-
MaHbI TacTpaJbHOU MOJOCTU TOXE €llle HEe ObLIN OT-
JIeJIeHbl OT €€ lLeHTpaibHOU yacTu. Takue Ounare-
PATbHO-CUMMETPUYHBIE KUIIEYHOIIOJOCTHBIE CTaJIU
polloHavyadbHUKaMU (haHEPO30UCKUX TPEXCIOUHBIX
XKMBOTHBIX. [Ipu 3TOM IIeeBUIHBIN OacTorop co-
MKHYJICSI TOCPENHE, a TacTpajJbHble KapMaHbl OTIAE-
JIMJIUCh OT LIEHTPAJbHOTO TPYyOUaTOro KUIIEUHUKA.

He cnenyer npenctaBisiTh npoucxoxaeHue Bilateria
KaK pe3yJbTaT OTKPEIUICHUSI OT cyOcTpaTa U mepe-
XoJla K TOJI3aHUIO HEKOETro KOpasJoBOro MoJuMa.
Y OGunatepanbHO-CUMMETPUYHBIX JIMUUHOK TPEX-
CJIOMHBIX MHOTOKJIETOYHBIX (Tpoxodop, MUIUIAVEB,
BEJIUTE€POB, aKTUHOTPOX, TOPHAPUI U JIP.) COXpaHsI-
eTcsl anmuKajibHasl YyBCTBUTEJbHAS TJACTMHKA - TO-
MOJIOT abopajibHOTO OpraHa I'peOHEBUKOB U JIUYU-
HOK KOPaJUIOB. ¥Y MOJUMOB, KOTOPbIE MPUKPETUISIOT-
¢Sl K cyOcTpaTy abopaibHBIM MMOJI0COM, a00OpaJlbHbIHI
HEpBHBINA LIeHTp penyuupyercsa. CoxpaHeHue abo-
palbHOTO HEPBHOIO IEHTpPa Y JUYMHOK COBPEMEH-
HbIX Bilateria roBopuT 0 TOM, 4TO UX paguaTbHO-CUM-
METpUUYHBbIE TIPEAKU He ObLIM CUASYMMU (OpMaMU.
Ckopee BCero OHU BEJU TeJlarTuyecKuit 00pa3 XU3HU
U Mepeuid K JOHHOMY CYIECTBOBAaHMIO KaK I1O-
JIBUXKHBIE OPTAaHU3MBI, MTOJI3aI0IME Ha OpajibHOU MO-
BEPXHOCTHU.

He wuckiioueHo, 4TO BEHICKHE OumiaTepajbHO-
CUMMETPUYHBIC KUIIECYHOITOJIOCTHBIC 6blﬂl/l npeaka-
MU HE TOJIbKO TpexcioilHbix Bilateria, HO U JByX-
cnoiinbix daneposoickux Cnidaria (puc. 11). Cpenn
nociaegHux y Anthozoa mmeer MecTo BechbMa MOJIHas
ounatepanbHasi cuMMmeTpus (puc. 7). Hanuuue Takoit
CUMMETPHUU PE3KO KOHTPACTUPYET C CUISYUM O0Opa-
30M XKM3HU, KOTOPbI, KaK U3BECTHO, CIIOCOOCTBYET
pa3BUTUIO paguanbHOli cumMmeTpuu. IIposiBaeHue
OuaTepaibHOU CUMMETPUMN Y COBPEMEHHBIX U UCKO-
MmaeMbIX KOpPaJJIOB CKOpee BCEero MpeacTaBisieT Co-
00i1 Hacaenre CUMMETPUHU TIPEIKOB, KOTOpas MOCTe-
IIEHHO YTPAaYMBa€E€TCd B pe3ybTaTe NPUKPEIJIEHHOTO
obpas3a xXu3HU. B 3Toil CBSI3U HEJb3sl HE OTMETUTD,
YTO KU3HECHHBIN LIUKJI KOPAJJIOB, BKJIIOYAIOUIUA Tie-
JJaTUYECKYIO PECHUYHYIO JUYUHKY U B3POCIYIO TOH-
HyI0 (OopMy, BBIMISAUT OoJice NPUMUTUBHBIM, YeM
KU3HEeHHBIN LMK Medusozoa, cocTosIMi U3 Tiena-
FMYECKOM PECHUYHON JMUYMHKHU, HEIOJOBO3PEOro
MPUKPETUIEHHOTO TOJIMIIA U BTOPUYHO TeJIaTuyeCcKon
MOJI0BO3peioi Meay3bl. TakuM oOpa3zoM, KaKUM OBl
napajoKcajbHbIM 3TO HU BHITJISIAETO, OujaTepaib-
Hasgs CUMMCETPUA MOXKET O0Ka3aTbCsa MCXO[{HOﬁ JJ15
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Bilateria

[Menarmueckue
BeHackue Radiata

o e

bentocHbie
BeHackue Bilateria

®danepo3soiickue
Cnidaria

Puc. 11. Cxema, WITIOCTpUpYIOLIAS TPOMCXOXKIEHNE OMIaTepaTbHO-CUMMETPIYHBIX KUBOTHBIX. -

Cnidaria, KOTOpBIX TPaIWMIIMOHHO paccMaTpUBAIN
B cocTtaBe Radiata.

He MeHee BaXHO TO, YTO BEpPOSITHBIC MPEAKHU
TpexcinoHbIX Bilateria oka3annch BecbMa CIIOKHBI-
MM B MOP(DOIOTUYECKOM OTHOIIEHUH OpraHU3MaMH,
00JI1aJaBIIMMK CKBO3HBIM KMIIIEYHUKOM, METaMepU-
eil 1 uesloMoM. DTO CUJIBHO MEHSET Halllu MPeaCTaB-
JIeHNsI 00 OCHOBHBIX HaIIpaBJIeHUIX dBojonnn Bila-
teria. B yacTHOCTH, Temepb, 0OCYyXIast HAIIpaBJIeHUSI
SBOJIIOLIMK XXUBOTHOTO 11apCTBa, MBI JAOJIKHBI pac-
CMaTpUBaTh He TEOPUU IIPOUCXOXACHMS 1ieioMa M
MeTaMepuu, a, Hao60pPOT, MPUYMHBI, ITYTU U MOCJISICT-
BUSI yTpaThl 1eJloMa M MeTaMepuu. 1 Hameroch pac-
CMOTpPETh 3TOT BOMPOC MOAPOOHEEe B IMOCAEAYIOLINX
NyOJIMKAINSIX.

Bonbmiass Mopdomornyeckass CIOXHOCTb BEHI-
ckux TpeakoB Bilateria 00BSICHSIET TaK Ha3bIBa€MBIi
"KeMOpHIICKMiT B3pHIB", T.€. KaK OB OMHOBPEMEHHOE
MOSIBJICHUE B KEMOPUICKOM NepUOe MOYTH BCEX TH-
MMOB OuWJIaTepaJbHO-CUMMETPUYHBIX XUBOTHBIX, B
TOM YMCJIe U TAKUX, HATIPUMEP, KaK YJICHUCTOHOTHE,
KOTOPBIX, COIIACHO paHee TOCIOACTBOBABIIUM IPe/I-
CTaBJICHUSIM, OOBIYHO TTOMEIIAIM Ha BEPXHUE ITAXKU
(GUIOreHeTUYECKOTO apeBa 0ecIo3BOHOYHBIX. Mx
obunne B KeMOpUM OBIJIO KaK OBl "ITOATOTOBJIEHO"
TeM, 4YTO YXe B BEHACKOM IMepUOJe CYLIeCTBOBAIN
CJIOKHO YCTPOEHHbIE MeTaMepPHbIE OPTraHU3MbI, KO-
TOpble Jajli Havajlo OCHOBHBIM CTBOJIaM OwujaTe-
PaJbHO-CUMMETPUYHBIX KUBOTHBIX.

B 3akmioueHne xoTeaoch OBl €111e OCTAaHOBUTHCS Ha
BOTIpOCE O (DUIOTCHETUYECKMX OTHOILICHMSIX CTpeKa-
IOIIMX KUIIIEYHOIIOJIOCTHBIX M rpeOHeBUKOB. M3 Bce-
ro BBIIIIECKA3aHHOTO BBITEKAET, YTO (paHEePO30MCKIE
Cnidaria u Tpexcioiinbie Bilateria - 3To cecTpmHCKIE
TPYIIIBI, TOTOMKHW BEHICKUX OMjaTepaibHO-CUMMET-
Ne 5
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PUYHBIX KMIITEYHOTIOJOCTHBIX. [ peOHEBUKY JIMIITEHBI
MpU3HAKOB OmiarepaibHoil cumMmerpun. CoxpaHe-
HUE TIOJIHOM OCEeBOM CUMMETPUM U HAJIMYME CIIOXKHO-
ro abopaJibHOTO OpraHa TOBOPUT O TOM, UTO TpeOHe-
BUKU - TIOTOMKHM IpeBHUX Ienarndyeckux Eumetazoa.
CoBpeMeHHBbIEe TT0JI3a0IINe U CUITINe TPEOHEBUKY -
9TO (POPMBI, BEPOSITHO, OTHOCUTEJIBHO HEJABHO TIe-
pelene K J[O0HHOMY oOpasy xku3Hu. KcraTtu, moi-
3a10T I'peOHEBUKM Ha OpajibHON CTOpPOHE (TaK XKe,
Kak mpenamnogaraeMbeie npenku Cnidaria m Tpexciioii-
HBIX Bilateria), HO HUKAKOTO BBIJICJICHHOTO TIepEIHE-
ro mojifoca y HMX HeT, W mo3ToMy gaxe Platyctenida
COXpaHSIOT ABYJIYYEBYI0 cuUMMeTpuio. EnuHCTBeH-
HbII cupsauuii rpeOHeBUK Tjalfiella mpukpeniseTcs
He abopaJibHbIM MOJIOCOM, a TOM XK€ OpajbHOU CTO-
POHOM.

MoxHo TmpeamnojaraTb, 4TO TpeOHEBUKU - 3TO
BeTBb Eumetazoa, 060cobuBIIasics paHbllle, 4eM IIpo-
n3onnio pasgenenne Cnidaria 1 TpexcimoiHbix Bilateria
(puc. 12). lanHbBIE CPaBHUTEJILHON MOJIEKYJISIPHOMN
OMOJIOTHY TaKXe YKa3bIBalOT Ha paHHee OTIeecHUE
rpedHeBUKOB OT jApyrux Eumetazoa. Ha knagorpam-

Porifera  Ctenophora Cnidaria  Bilateria

Puc. 12. Cxema puyioreHeTUYEeCKUX OTHOIIEHU I HUBIIUX
Eumetazoa.
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MaX, MTOCTPOEHHBIX IO MOJIEKYJISIPHO-OUOJIOTUYECKUM
HJaHHBIM, TPeOHEBUKH pacliojaraloTcs MeXay ryoka-
MU U CTpPEKaIOIIUMMN KHUIICYHOIIOJOCTHBIMU, TOTIa
kak Cnidaria u TpexcioiiHble Bilateria o6pa3yroT ce-
CTPUHCKHE KJaabl (CM., Hanpumep, BiagbryeHckas
u ap., 1995; Collins, 1998; Kim et al., 1999; Collins,
Valentine, 2001; Halanych, Passamaneck, 2001; Aje-
miH, [leTtpos, 2002, u ap.). Takum o6pazom, rpebHe-
BUKU - 3TO €IMHCTBEHHAas TIpyIla IMEepBUYHO paau-
aJlIbHO-CUMMETPUYHBIX OPraHU3MOB CpEeau COBpe-
MeHHBIX Eumetazoa.
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The paper is an attempt to attack the old problem of the origin of Bilateria by the methods of evolutionary tetrad
(i.e. combination of comparative anatomy, comparative embryology, paleontology, and molecular biology).
Three groups of theories of classical comparative anatomy (planulod-turbellarian, archicoelomate, and
metameric) are discussed. Comparative embryology brings out clearly that the ventral side of embryo comes
from the blastoporal region in all groups of Bilateria (except Chordata, where the blastoporal region corre-
sponds to the dorsal side that is come out of the upside-down morphology of chordates) and mouth and anus
comes from the anterior and posterior ends of elongated blastopore. From the point of view of paleontology,
some of vendian metazoans demonstrate transitional conditions between the Radiata and Bilateria. Vendian
bilaterians are metameric organisms with normal or asymmetric position of segments and could be pictured as
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"bilateral coelenterates” creeping on the oral surface. In Cnidaria, the expression of homologues of "Brachyury”,
"goosecoid”, and 'fork head" genes are revealed in the circular region around the mouth. In Bilateria, these
genes are expressed along the elongated blastopore and around the mouth and anus. These results support the
old conception on the amphistomic origin of mouth and anus as well as the homology between the oral disc of
cnidarians and ventral side of Bilateria. The combination of four mentioned approaches enables us to propose
the conception of the origin of Bilateria from vendian bilateral coelenterates with numerous metameric pouches
ofgastral cavity. Bilaterian ancestors crawled on the oral disc (= ventral side). These ancestors gave rise to both
phanerosoic cnidarians and triploblastic bilaterians. Cnidarian ancestors attached to bottom by the aboral pole
with the resulting degradation of aboral nerve ganglion. Bilateral symmetry of anthozoans is considered to be
primitive feature for cnidarians. In case of triploblastic Bilateria, the elongated blastopore closed in the middle
and subdivided into mouth and anus (amphistomy) and gastral pouches separated from the central part of gastral
cavity and transformed to metameric coelomic chambers. The primary bilaterians are supposed to be compli-
cated organisms having coelom and segmentation. The complexity of primary Bilateria provides an explanation
for the abundance of highly organized organisms (arthropods, mollusks etc.) in Cambrian time. It is postulated
that Ctenophora is the only group recent eumetazoans with primary axial symmetry.
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