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Yenexu MOJEKYISIpHOW OMOJIOTHH, 3aCTaBUBIINE MEPEOCMBICINTE 0a30BbIC MPEACTABICHHUS O POJICTBE
U MyTSAX 3BOJIOLMU KPYMHBIX Tpynn (“TUNOB”) MHOTOKJIETOYHBIX JKUBOTHBIX, C OOJBIINM BHHUMAaHHEM
OBUIM BCTPEYEHBI TAJICOHTOJIOTaMH, YeM HEOHTOJIOTaMHU. DTO HEYIUBUTEIIEHO: UMEHHO HCKOIIaeMas JIeTo-
MTUCH SIBJISIETCS HAJIS)KHBIM IIPOBEPOYHBIM TECTOM IS MOJICKYJISIpPHO-OMoorndeckux rumores. [laneonro-
JIOTHYECKast JIETOIIUCH MOKA3bIBAET, YTO MEXKJy Pa3INYHBIMH “THIIAMH~’, OObeAMHIEMBIMH HBIHE B BETBb
Ecdysozoa, — unennctonorumu, oHUX0(OpaMu, THXOXOIKAMH, MPHAITYIHIAMH, BOJIOCATHKAMHU — CyIIIe-
CTBOBAJIO MHOXKECTBO IIEPEXOIHBIX ()OPM, BEIMEPILIHUX €llle B paHHEeM Ianeo3oe. OOINK ATHX OPraHU3MOB
BIIOJTHE COOTBETCTBYCT THIIOTCTUYCCKUM HCXOJHBIM (I)OpMaM, KOTOPBIC JOJIKHBI 6])IJ'II/I CymeCcTBOBaTh,
Cyzis 0 oHTOreHe3y oHuxo(pop. OCTaTku KaKuX-JIM0O0 KUBOTHBIX, KOTOPBIE JJa)ke ¢ OYEeHb OOJBIION Ha-
TSKKOH MOXKHO OBLITO OBI paccMaTpHUBaTh KaK MPOMEKYTOUHBIE (DOPMBI MEXK/ly YJICHHCTOHOTHMH U KOJIb-
YyelamMy, B ICKOIIaeMOH JIETOIMCH MOJHOCTBIO OTCYTCTBYIOT. [IpeBHelmmue Deuterostomia — equHCTBEH-
HO# BeTBM Bilateria, He ocmapnBaeMoii HE OIHOH W3 IHUCHHUIIINH, — XOTA M B MEHBIIUX MOIPOOHOCTSX,
MO3BOJISIIOT BOCCO3/1aTh MX PAHHIOIO HCTOPHIO U YKAa3bIBAIOT HA HAJMYKE MOJBM)KHBIX JABYCTOPOHHE-CUM-
METPHUYHBIX q)OpM B Ha4daJi€¢ CTAHOBJICHUA KaK XOPAOBBLIX, TaK U T'€MUXOPAOBBLIX U HUITTOKOXHUX. Cnox-
Hee MOHATh paHHIoK 3Bomonnio Lophotrochozoa, nmockonbky B oTiauune oT Apyrux BeTBeil Bilateria
UX JpEBHEHIINE OCTAaTKH NPEJCTaBICHBl HCKIIOUUTEIBHO CKEJIETHBIMHM MCcKonaeMbIMu. OIHAaKO MMEHHO
OOIIHOCTh CKEJIETHBIX MUKPOCTPYKTYP Yy MOJIIIIOCKOB, OpaXHOIOA U MIIAHOK, HE BCTPEUAIOIINXCS Y JIpY-
rux Metazoa, yka3eIBaeT Ha TO, 4TO cpenu ApeBHewmux Lophotrochozoa Ovimm OMH3KOpPONCTBEHHBIE
(hOpMBI, YacTh KOTOPBIX SBIISAIACH CHISYUMH cecTOHO(araMu, 4acTb — IMOJBM)KHBIMH SIHOCHTOCHBIMU
nerputodaramMu. B COBOKYNMHOCTH COBpPEMEHHBIC TaHHBIC MOJICKYISIPHONW OHOJOTHH, MalCOHTOJIOTHU
U CPaBHHUTEIBHON IMOPHOJIOTMN/aHATOMMH, BBIIIEANINE Ha HOBBIH YPOBEHb C BHEAPEHHEM HOBBIX Me-
TOJIOB MUKPOCKOITUH, TIO3BOJISIIOT U3 BCEX MPEANOI0KEHUI O MPOUCXoXkAeHnn Metazoa HauMeHee Bepo-
ATHBIMH CYHUTATh TUIOTE3bl OPTaHMU3Ma, ITOJ00HOTO racTpee, WM WHOTO IUIAHKTOHHOTO Tpenka. bomee
BEpOSATHO, YTO 00muii mpenok Bilateria OpIT MOABMKHBIM ATTMOCHTOCHBIM YKHBOTHBIM, @ CTPEMUTEIbHAS
nusepcupukanus Metazoa, 0XBaTHUBIIAs KOHEI 9HaKapCKOro — Hauaja0 KeMOPHIICKOTO eproioB (0OKOI0
40 MJH JI€T) ABISUIOCH PEaJbHBIM COOBITHEM, KOTOPOMY TpEAIIeCTBOBaNA IIUBINAsICS Oojiee MUILTHApIa
net cOopka MeTa3oiHOTo reHoma y oomux npenkos Opisthokonta u Unikonta B nenom.

Korna cro ner Hazan amepukaHckuil reojor Yosi-
KOTT OTKPBUI IEPBBIH U3 KeMOPUHCKUX JIArePIITETTOB
(mem. Lagerstitte — “3anexs”) — cinanen bépmxkecc
(Burgess Shale) na 3aname Kananbl, Bce ka3zamock
JIOBOJLHO TIPOCTO: YEpPBEBHJHBIC (OPMBI — KOJIb-
Yelbl, OPraHU3Mbl C WIEHUCTHIMU KOHEYHOCTAMH —
YIEHUCTOHOT'HE, OKPYIJIbIE OTIICYATKHU C pagualibHbI-
Mu sonactsamu — Meny3bl (Walcott, 1911a, b; 1912).
B konne 1970-x ronoB npuIiio BpeMs Nepen3ydeHms
cTapbIX KoJUIeKIuU U3 ciania bépmxkece, coopa no-
MOJIHUTENbHBIX 00pa3IoB M OTKPBITHSA HOBBIX JIarep-
mrerToB. Cpenn HUX ClIeAyeT Ha3BaTb HMXKHEKEM-
Opwmiickue YennzsH Ha tore Kuras, Cupmyc-Ilaccer
Ha ceBepe I'pennanguu, CUHCKHE MECTOHAXOXKJE-
Husa B LlenTtpansHoi Skytuu, OMy-bei Ha o. Ken-
rypy B ABCTpaiud, a TakKe CpeIHEeKeMOpHUHCKHUI

KoMIiekc Mypepo B HCHAHCKOM AparoHe, OTKyna
MPOUCXOAUT JbBUHAS JIOJIsi HamOoJiee MHTEPECHBIX
HaxonoK. OJHOBpPEMEHHO NPHUILIO MOHUMAaHHE, YTO
9TH Hauboyiee HHTEPECHbIC HAXOJKH HUKAaK HE BIIH-
CBIBAIOTCS B KJIACCHYECKHE MPEJICTABICHUS CPABHU-
TEIHHOW aHATOMHH O MPEJKOBBIX TUIAHAX CTPOCHHSL.
WX cTanu BBIJACIATH, HHOTJA BCETO MO HECKOJIbKUM
9K3eMILIApaM, B OTACNbHBIC, JABHO M IMOJHOCTBIO
BbeIMepiIue THIBl. OcoOEHHO OTCTamBal 3Ty MO3H-
LUIO CO3JIaTeNIb TCOPUH MPEPHIBUCTOTO PaBHOBECHS
I'ynn (Gould, 1989), mpeamnonaraBuminii, 4To HMCKO-
maemeie Gpopmbl, Togobuble Opabinia ¢ MATEIO (a-
CETOYHBIMHU TJIa3aMH, IUIABATEIBHBIMU JIOMACTAMU
Y YJICHUCTHIM X000TKOM mnu Hallucigenia ¢ mapHbI-
MU HIMIIAMU BMECTO XOJIHBIX KOHEYHOCTEH M TMOKH-
MU HETIApHBIMH IPHIATKAMU BJIOJIb CIIMHBI, — BCE 9TO
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paHHUE BapHaHTHI CTaHOBJICHHs Metazoa, He UMEB-
IIMe OTHOUICHHS K WCTOPHUU COBPEMEHHBIX THIIOB
U B KOHKYPEHTHOH 00opbOe OBICTPO yCTYNMHUBLINE UM
MECTO IO/ TYCKJIBIM PaHHENalIe030HCKUM COHIEM.

B 10T X€ mepuoj MOJEKYJISpHbIE OHOJOTH Ha
OCHOBE CPABHUTEIBHOIO aHaIW3a HYKJICOTHJIHBIX
MOCJIE0BATEILHOCTEH TOMOJIOTHYHBIX  YYaCTKOB
JHK, conocraBiieHust nopsijika 3KCHPECCUU FOMEO-
OOKCHBIX KOMIUICKCOB, a MO3JHEEC U CPABHEHUS MOJI-
HbIX T'€HOMOB HayaJli CBOI KOHKHCTY IMPOTHB IIO-
CTYJIaTOB KJIACCUYECKOW CpaBHUTEIBLHOM aHATOMMH.
IMony4unock, 4TO YICHUCTOHOTHE — COBCEM HE POJI-
CTBCHHUKHU KOJBYCI[OB, 2 BMECTE C MpHUANyIugaMu
U KPYTIIBIMH YEPBSMHU COCTABISIOT BeTBh Ecdysozoa
(MuHSIONME KUBOTHBIC); a OpaxuomoAbl HE 3aHU-
MaT IPOMEKYTOYHOE MOJIOKCHUE MEXKIy MEpPBUY-
HO- ¥ BTOPHUYHOPOTHIMH, HO BMECTE C KOJBYCIIAMH,
MOJUTFOCKAMU, MIIIAHKAMU M TPOYUMHU Iy TaTbIEBbI-
MU 00pasyloT Apyryio OosbIIyi0 BETBh O€CTO3BO-
HOouHBIX — Lophotrochozoa (Halanych et al., 1995;
Aguinaldo et al., 1997; Aleshin et al., 1998). JIums
Deuterostomia ocTanuch HE3bIOJEMBIM OaCTHOHOM
CPaBHUTEILHON aHATOMHUH, XOTS K HUM MPUMOCTH-
nack Hekas Xenoturbella, KOTOpY paHbIlle OMe-
Al cpeau IUIOCKUMX uepBeil. Ha mepBbiX mopax
Ka3aJoCh, YTO 3TO (PpoHIA, a HE PEBOJIOLHS, UTPA
00JBIINX, HO HE BhIBepeHHBIX yucen (Wigele, Misof,
2001; Nielsen, 2003; Philip et al., 2005). Ho Bpems
IO, a CTpaHHbIe 00pa3bl HE pacTasiiv, a JUIIb 00-
penu yetkocTh (Baguiia et al., 2008; Colgan et al.,
2008; Helmkampf et al., 2008; Hejnol et al., 2009;
Paps et al., 2009; Braband et al., 2010; Ogino et
al., 2010; Edgecombe et al., 2011; Telford, Copley,
2011). bonee Toro, uuen MOJEKYISIPHBIX OMOIOTOB
BCTPETUJIM HETOMAICIbHBIA UHTEPEC U TBEPAOKAMEH-
HBIE (B IPSIMOM CMBICJIE) CBHICTEILCTBA CO CTOPOHEI
MaJCOHTOJOTOB, HW3y4YaBIIUX CTPOCHUE KEeMOpPHIi-
CKHMX MCKOITaeMBbIX.

HMmeHHO ycmexu MONEKYNIsSpHOH Ouoioruu, 3a-
JIABIIME HOBBIC MapaMeTpbl (UIOTEHETHUCCKUX Jie-
PEBbEB, MO3BOJIUIN HAWTH MPABUIBHOE MECTO CPEIU
Ecdysozoa, Lophotrochozoa u Deuterostomia s
psaaa KeMOpHWICKUX Tpymm (Hampumep, ManeockKo-
JICUUJIbI, KCCHY3UH, aHOMAJIOKAPUU/IbI) U TOHSITh,
Ky/la OTHOCSITCS HEOTO3HAaHHbIE KeMOpuiickne o0b-
€KThI, IPECTABICHHBIC BCCBO3MOXHBIMU MEIKOPA3-
MepHBIMH pakylikamu. Becero 10—15 ner Hazag »Tu
20-30 xpymHBIX TPy (TOMMOTHUHUIEI, XaJIbKHEPHH-
JIbI, X2 TUMOTIAHEIUTBI U MHOTHE JIPYTHE) MPEICTABIISI-
JIM 3HAYUTENIBHYI0 YacTh KEMOPHUICKOIO pa3Hoo0Opa-
3l M, Ka3aJ10Ch, HUKOT/IAa HE HAWIYT “‘CBOETO” MecTa
B uorenun Metazoa.

Monexynspuasle nepeBbs Metazoa, mo cospe-
MEHHBIM MPEACTABICHUAM, Pa3le/ISIIOTCS Ha BETBU

XYPABJIEB

Porifera (mwectunyueBbie, OOBIKHOBEHHBIE M W3-
BECTKOBBIC T'yOku, a Takxke Homoscleromorpha),
Placozoa (tpuxoruiakc), Cnidaria (Bkirouas MHK-
co3oa), Ctenophora, Acoelomorpha (Hemeproep-
MaTHABl W OCCKUINCUHBIC TYpOCUIIpUN, WHOTAA
BMecTe ¢ Xenoturbella), Deuterostomia (HUTIIOKO-
KHe, TEMUXOPIOBBIE M XOPAOBBIC, MHOTAA BMECTE
¢ Xenoturbella), Chaetognatha, Ecdysozoa (kpy-
IJIble YEPBH, BOJOCATUKH, TPUAITYIUIBL, JOpHIU(e-
pBl, KHHOPUHXHU, THUXOXOIKH, OHUXO(OPHI, HYICHH-
CTOHOTHE, BKJIOUas mnATuyctok), Lophotrochozoa
(MIaHKH, KaMIITO30HM, IUKIHO(OPbI, OPTOHEKTUIBI,
Opaxuononsl, (GOpOHUABI, MOJUIIOCKH, HEMEPTHHBI
U KOJIBYEIIbl, B TOM YHCJI€ MU30CTOMMU/IBI, DXUYPUIBI,
CUIYHKYJIUJbl W TOroHO(OpbI/BeCTUMEHTU(EPHI,
a Takke aunueMmunbl) u Platyzoa (mpoune mimockue
4epBH, OPIOXOPECHUYHBIE, CKPEOHU, MUKPOTHATO301
u konospartkn); Lophotrochozoa u Platyzoa unorna
o0beauHAIOTCS BMecTe kak Spiralia (Passamaneck,
Halanych, 2006; Bleidorn et al., 2007; Jiménez-Guri
et al., 2007; Sperling et al., 2007; Dunn et al., 2008;
Jenner, Littlewood, 2008; Marlétaz et al., 2008;
Struck, Fisse, 2008; Yokobori et al., 2008; Egger
et al., 2009; Struck et al., 2011 u BbIlIe Ha3BaHHBIE
pabotel). Ecim ucxoguTh U3 cyry0o MOJEKyIsp-
HBIX JIaHHBIX, ITOJIOKEHHWE HEKOTOPBIX OPIraHU3MOB
(Xenoturbella) n coctas psana rpynn (Acoelomorpha,
Platyzoa) ocratorcsi ciopubiMu: Xenoturbella, na-
npumep, ooveaunaTcs ¢ Acoelomorpha B cocra-
Be Deuterostomia (Philippe et al., 2011; Nakano et
al., 2013) (puc. 1). Takxe HE BBISICHEHBI B3aUMOOT-
HOILICHUSI OTIEIbHBIX TOJApa3JeJeHU B Mpeenax
Ecdysozoa, Lophotrochozoa u Deuterostomia. Ogn-
HAaKO YMHO)KCHHE CEKBCHHPOBAHHBIX I'€HOB U BUJIOB
MOMOTAeT HAUTU B KaXKJOM U3 ATUX TPYIIT MECTO JJIs
MPeXHUX THIIOB, Oojee coracylomeecs ¢ KIacCu-
YEeCKUMH TIPE/ICTABICHUSIMU CPAaBHUTEIBLHOW aHATO-
mun. CxaxeM, gJagHbIe o 196 renam ais 58 BHIOB
Lophotrochozoa BbIsSIBHIM CECTPUHCKUE OTHOIIEHUS
MEXIy MIIaHKaMH, GopoHHIaMH U OpaxuoronaMu
B mpexnenax Lophophorata u mexnay mocienHumu
n Kamptozoa+Cycliophora (Nesnidal et al., 2013),
TOT/a KakK MPEXHsA HEJTOCTaTOYHAas BBHIOOpKa CBsI-
3ana Opaxuomnon, GOpOHUA U HEMEPTHUH B JOBOJb-
HO cTpanHyto rpynny Kryptrochozoa (Dunn et al.,
2008; Giribet et al., 2009).

lopasno crmoxxnee o6cTouT neno ¢ 0a3aabHBIMHU
rpynmnaMu — ryOKH, KHUJIAPUH, TPUXOIUIAKC U TPeX-
CJIOWMHBIE TPEOHEBUKHN — 3TO KIMEHHO TOT y3€Jl B DBO-
Jouuu Metazoa, KOTOpbId B HacTosIee BpeMs HE
yaaeTcsl OKOHYATEeIbHO paciyTaTh. [locie oOHapyxe-
Hust y Homoscleromorpha, npexe cuntaBmmxcs ce-
MEeWCTBOM WIIM TIOJOTPSIOM B Kitacce Demospongiae,
OaszaimpHON MeMOpaHbl W3 kKoyutareHa IV m mamu-
HUHA, TOJACTUJIAIONIE XO0aHO- W MHHAKOAEpMY
Ne6 2014
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M KTYTHKOBBIM SIUTENHA y JIMYUHKKA HUHKTOONA-
CTyJBl, a TaKXe CIepPMaTo30HuJ0B C aKpocoma-
MH — 0COOCHHOCTEH, HEU3BECTHBIX y APYTUX T'yOOK
U XapakTepU3yHIIMX TpeXcloWHbIX Metazoa; ux
BBIJICJIAIIA B OTJEIbHBIN Kilacc I'yOOK, YTO TIOJTBEP-
munu u Monekyisipable nanable (Ereskovsky et al.,
2009; Gazave et al., 2012). Paboune runoressl o mo-
CJIe/IOBATEIbHOCTH BO3HUKHOBEHUS U B3aMMOCBS3U
pa3NIUYHBIX T'yOOK, KHHIApUH, KT€HOPOp U TPUXO-
MjaKca CHUJIBHO Pa3HATCS BIUIOTH A0 AUaMeTpaib-
HO TIPOTHBOMONOXKHBIX MHeHni (Borchiellini et al.,
2001; Manaxos, 2004, 2010; Wallberg et al., 2004;
Schierwater et al., 2009; Pick et al., 2010; Ryan et
al., 2010; Martindale, 2013). ITo Bceit BuAMMOCTH,
JUJISL TOTO, YTOOBI YIOBUTH MOJIEKYISIPHBIN “cHUTHAT’
paHo pasomrequuxcs B (uioreHese BeTBeH, HelO-
CTaTOYHO TMPOCTOTO HAKOIUJICHUS MOJICKYIISIPHBIX
JIAaHHBIX, ITYCTh Ja)Ke BCE OHU TOJy4YeHBl HA OCHOBE
aHanu3a oprojoros. HeoOxoauMm mouck Tex rpymm
TeHOB, aHAJIM3 KOTOPBIX Hanboliee SIPKO BHICBEUHBA-
€T UMEHHO paHHWE Pa3BHJIKHU Ha MyTH (HOPMHUPOBA-
HUsl 0azalbHBIX BeTBel Metazoa, HampuMmep, TaKuX
kak pudocomubie rensl (Pick et al., 2010; Philippe
et al., 2011; Nosenko et al., 2013). Kpome ToTO,
HY)KHO TPEJCTaBIATh, YTO BCE COBPEMEHHBIE T'PYII-
bl IPOXOIUIIN M, BO3MOXKHO, HE pa3 CKBO3b WUIOJIb-
HOE YIIKO MacCOBBIX BBIMUPaHH, YTO HE MOTJIO HE
CKa3aTbCs Ha CYLIECTBEHHOM OOEIHEHWU WX TEHe-
THYECKOro paszHooOpasus. [lomoOGHoe sBIEeHHE Ha-
OmromaeTcs, HanpuMep, y rpedbreBukoB (Podar et al.,
2001). U ecnu moGaBneHue B OaHK MOJICKYIISPHBIX
JIAHHBIX CBEJICHUI 00 OJHOU €JIMHCTBEHHOU TpyIIe
Monoplacophora pe3ko MeHsIET BCIO apXUTEKTOHHUKY
MOJICKYJISIPHBIX JIEPEBBEB MOJIIIOCKOB (CM. HHUXKE),
TO MOXKHO JIM YTBEPKJaTh, YTO MOJICKYJISIPHBIC Jie-
PeBbsl CAMO/IOCTATOYHBI 0€3 y4yeTa MajeoHTOIOTHYe-
CKHX JJAaHHBIX I10 JeCATKaM TaKUX KJIFOUEBBIX TPy’

CEAMMEHTOJIOI'A U TA®OHOMUSA —
OCHOBBI COBPEMEHHOM
I[TAJIEOHTOJIOT U

[Ipexxne yem mepelTH K NaJbHEUIIEMY H3JI0XKE-
HUIO, 00s3aH HANOMHUTb YHUTATEIsIM, YTO KOHEIl
KPUIITO30HCKOTr0 — Hayajgo (paHepO30HCKOro 30HOB/
90HOTEM  MeXAyHApOAHOH  XpoHOCTparurpadu-
YeCKON MIKaJbl MOAPA3JENAI0TCS Ha KPUOTEHOBBIN
(850-635 muH net), samakapckuii (B Poccum ero
aHaJIOroM cunuTaeTcs BeHm) (635-541 muH 7eT),
keMOpuiickuii (541-485 MIIH 7€T) U OpPIAOBUKCKUI
(485-443 muiH net) mepuoabl/cHCTEMBI (B CKOOKaxX
OpHUBENCHBl PaJUOMETPHUUYECKUE AaTUPOBKH). Kem-
Opuiickuii mepuoji/cucTemMa 10 HEJJaBHETO BPEMCHU
BKJIIOYAJT TPH ATIOXH/OT/Iela: paHHIOW/HIKHUH (54 1—
509 mutH net), cpeautoto/cpenanii (509—495 murH nter)

JKYPABJIEB

W To3AHIo0/BepxHuid (495-485 MiuH ner); g mpo-
CTOTBI — TakK 37eChb U OcTaBUM. OTUETIUBBIA PyOeK
MEXJYy 30HOTeMaMu, OoTMeueHHbI eme B XIX Beke
Y IPOXOJIAIINN B OCHOBAHUH KEMOPHUIICKOM CHCTEMBI,
CBSI3aH C MacCOBBIM IOSIBJICHHEM OPTaHU3MOB, 00JIa-
JAIOIUX MUHEPAIbHBIM CKEJIETOM M IMOCIEIYIOIINM
pacnpocTpaHeHHEM MECTOHAXOKIEHUN ¢ 0OMIBbHBIM
3aXOPOHEHHUEM “MSITKOTENBIX KUBOTHBIX.

CoOCTBEHHO ‘“MATKOTENbIC” OpPraHU3MBI COXpaHs-
IOTCSL B CTPOTO OIPEJEICHHBIX YCIOBHX, KOTOpBIC
Y Ha3bIBalOTCS Jareprirerramu. KemOpwuiickue na-
TEPIITETTH MPEICTABISIIOT CO00i TOHKHE (CIOMXKEH-
Hble YaCTHIIAMH TIIMHHUCTON pa3MepHOCTH, <4 MKM)
0CaJ0YHbIC TMOPOABI, OOBIYHO OOPa30BBIBABIIHUECS
B MOPCKHUX yCIIOBUSAX C OTPAHUYCHHBIM JIOCTYTIOM KH-
clopona, KyJla caMd OpTaHWu3MBbl Tornajganu, Oymydn
3aXBaYCHHBIMU MYTHEBBIMH ITOTOKAMH, TOJIBOJHBIMHU
OTOJ3HSMH WJIH B PE3YyJbTaTe WHBIX OBICTPOTEKY-
mux coosiThii (Ivantsov et al., 2005; Caron, Jackson,
2006; Gaines et al., 2012). [ToBepXHOCTH TUIACTOB C
KOMILIEKCAMH TaKHX HCKOIIAeMbIX OPraHU3MOB T03-
TOMY TIPEICTABISAIOT COOOH €TMHOMOMEHTHBIE CIICTIKI
JPEBHUX COOOIIECTB, a HE YCPEIHEHHbIE KOMILICKCHI,
KaK B OTJIOXKCHUSIX, HAKAIUTMBABIIMXCS B OOBIYHBIX
YCJIOBHSIX, TIIe MPOUMCXOAMIAa ObICTpas mepepaboTka
OpTraHNYCCKUX OCTAaHKOB IMaJaJbIIUKaMH U JECTPYK-
TOpaMH, PACTBOPCHHE PAKOBUH, JIMIIEHHBIX 3alllUT-
HBIX OpraHWYecKux O0OO0JI0YeK, M TepeMelInBaHue
CaMoro JOHHOTO OcCajKa IOj IeWcTBHEeM OmoTypOa-
TOPOB (POIOIINX KUBOTHBIX), B PE3yJIbTATe YEro CIOn
pakymrHsKa Bcero 1 cM MOIIHOCTBIO MOXET COAep-
JKaTh MCKOIlaeMble ocTarku, Konusmuecs 15000 ner.
Huskwuii ypoBeHb KHcIopoJa B KeMOpUHCKUX Oacceii-
Hax (Saltzman, 2005; Gill et al., 2011) ObuT OTHEM
13 BaXHBIX yCIOBUH (POPMHpPOBAHUS JArepIITeTTOB,
IMOCKOJIBKY HPpCIATCTBOBAJ IMPOHUKHOBEHHIO B OCa-
0K OuoTypOaropoB. B oTcyTCTBUM TIOCIIETHUX Opra-
HU3MBI COXPaHSUINCH IETHKOM, a HE pacChIalnch Ha
OTACIIBHBIC YICHUKHU, CIIUKYJIbI MJIN CKICPUTHI, U IIPU
HaJIMYMH KECTKOW KyTHKYJIbl CKOPOCTh MHHEpAIN3a-
LM HEKOTOPHIX MATKUX TKaHEH (WX 3aMellleHne TIn-
HUCTBIMHM MUHEpaaMd, KPEMHE3eMOM, MMUPUTOM WITH
¢dbocdarom) Mora onieperaTh TEMITbI UX PA3I0KCHHUS.

NMeHHO MO3TOMY B KEMOPHIHCKUX JarepIiTeT-
Tax TUna “bépmxecc” COXpaHWIHCH MpPEXIe BCe-
ro MHHEPaJIM3UPOBAHHBIC CIENKH OTHOCHUTEIHHO
KPYIHBIX JKHBOTHBIX C Pa3BUTHIM KyTHUKYISIPHBIM
nmokpoBoM. Cpenn HHUX KyTHKYJISIPHBIE OCTaTKu
Ecdysozoa B BuIE OTACNBHBIX JIMHOYHBIX HIKYPOK
WU, PEXEe, CIEMKOB OPraHW3MOB C HEKOTOPHIMHU
MUHECPAIU3UPOBAHHBIMU MATKUMU TKaHAMU COCTaB-
st 70% u Oosiee oT 0OMIEH YMCICHHOCTH BUJIOB
U WMHAWNBUJIOB B HMCKOITAEMOM KOMILIEKCE, a TaKKe
€ro CyMMapHOTO 0noo0beMa (B Male0dKOJTOTHH dTOT
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Puc. 2. Kembpuiickue Ecdysozoa: a — maeockoiaeuIHbIi 94epBb, (6—e) — Kceny3uu: 6 — Mureropodia, 6 — Microdictyon, 2 — Diania,
0 — Antennacanthopodia, e — Pambdelurion, (sic—x) — aHoManokapuauasl: oc — Amplectobelua, 3 — Nectocaris, u — Hurdia, k — Bety-
mukonust (Vetulicola). PekOHCTpYKIIMH )XKUBOTHBIX ¢ m3MeHEeHUssMHU naHbl 1o Budd (1998); Hou et al. (1999); Aldridge et al. (2007);
Daley et al. (2009); Smith, Caron (2010); Gdmez Vintaned et al. (2011); Liu et al. (2011); Ou et al. (2011); Zhuravlev et al. (2011b);
Ma et al. (2014). ©Xynoxuuk BeeBonon A6pamos.

KOJIMYECTBEHHBIN MOKa3aTelb HCIIOIb3yeTCs BMECTO
ouomaccer) (Conway Morris, 1986; Ivantsov et al.,
2005; Caron, Jackson, 2006; Dornbos, Chen, 2008;
Zhao et al., 2013). CoOcTBeHHO U caMO “TapOHOMH-
9eCcKOoe OKHO” — TaK Ha3bIBAIOT MHTEPBAJ, K KOTOPO-
My IPHYPOUYCHO HanOOJbIIee KOTMYECTBO KeMOpHii-
CKHUX JIarepUITETTOB, OTKPBIIOCH, Korna y Ecdysozoa
MOSIBUJIMCH JKECTKUE KYTHUKYJIbI, H 3aKPBLIOCH, KOT/a
YPOBEHb KHCJIOPOJa B OTHOCHTEIBHO ITyOOKOBOJ-
HBIX MOPCKHX OaccelHax MOBBICHICS, M Tyda IMpo-
HUKJIM OMOTypOaTropsl, B CBOIO OUYCPEAb yCHIIHBAS
aspanuto ocaaka. K kemOpumiickum Ecdysozoa ot-
HOCATCSA UICHHCTOHOTHE, TOJOBOXOOOTHBIE YEpBH,
Ne6 2014
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a TaKe BBIMEPIIUE TPYIIIBI paHTa CAMOCTOSATEIHHO-
ro Kjiacca (WJIM CTBOJIOBBIC TPYIINBI B TEPMUHAX KJla-
TUCTUKH) — KCEHY3HH (C 4epBe0oOpa3HBIM KOJIBYAThIM
TEJIOM, JOOOMOAHBIMHU, BTATHBAIOIIMMUCI KOHEYHO-
CTSIMHU H JUTHHHBIM POTOBBIM XO0OTKOM), aHOMAJIOKa-
puauasl (¢ paceToOYHBIMU CTEOSIBYATHIMU T1a3aMHU,
YJICHUCTBIMHM IPEIAPOTOBBIMH KOHCUYHOCTSIMH, TPEX-
JIy4eBBIM POTOBBIM KOHYCOM, HECYIIIUM 3yOHBIC ILjIa-
CTHHBI, U IJIaBaTEIbHBIMHK JIOTIACTSIMHU ) ¥, BO3MOYKHO,
Berynukonuu (Hou, Bergstrom, 1995; Budd, 1998;
Hou et al., 2006; Ma et al., 2009; Harvey et al., 2010;
Gamez Vintaned et al., 2011; Zhuravlev et al., 2011b)
(puc. 2). Eme 5% cocTaBIgroT METHHKOYEITIOCTHEIE,
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TeMUXOPJIOBBIE U XOPAOBBIE C JOCTATOYHO ILIOTHBI-
MH STHATENnalbHBIMU TToKpoBamu (Shu et al., 2003b;
Chen, Huang, 2002; Caron et al., 2013a), kaugapuu
C XUTHHU3UPOBAHHBIMH TPyOKaMHU W TPEOHEBUKHU
(Conway Morris, Collins, 1996; Hou et al., 1999).
Octanbuble 25% npuxoaaTcs Ha TyOOK, UIJIOKOXKHX,
a Tak)Xe MOJUTIOCKOB, KOJBYATHIX YEepPBEH M JPYTUX
Lophotrochozoa, coxpaHHOCTh KOTOPBIX B Jarep-
MITETTAaX OT TAKOBOH B OOBIYHBIX OTIONKEHUSIX OTIIN-
YaeTcd TOJBKO TEM, YTO WX CKEJIETHBIE DIIEMEHTHI,
B TOM 4YHCIIe HEMHHEpPaIM3MPOBAaHHBIC, OCTAIOTCS
B TPWKU3HEHHOM MOJIOKEHHUH; U3peaKa y Opaxwo-
101, MOJUTFOCKOB M KOJBYEIOB MPHUCYTCTBYIOT TIEep-
BUYHO XHTHHOBBIC IIETHHKU WH, TIpu (docdarnsa-
[IAH, OTTIEYATKH KIIETOK, Aake MHUKPOBOPCHHOK, Ha
MMOBEPXHOCTH pakoBUHBI (YmrarmHckas, [lapxaes,
2005). Kpome Toro, y Opaxuornoa ¥ HEKOTOPBIX Ipy-
TUX IIyHaJdbIeBBIX C CHIBHO XUTHHU3WPOBAHHBIMHU
MMOKPOBHBIMU TKaHSMHU OBIBAIOT Pa3TMYUMBbl HOXKKA,
KUIIEIHBIA TpakT W Jododop ¢ MeplraTreIbHBIMU
mynanbiiamMu (Zhang et al., 2004, 2009). Moxuo
OTIEpHPOBATh 3A€Ch W APYTUMH SKOJIOTHIECKIMHU
BEIMYMHAMH, HallpUMeEp, BUAOBBIM OOTaTCTBOM WU
obunreM, cymMMa cllara@MbIX OT 3TOTO IMPAaKTHYECKH
He m3MeHntTcs: Ecdysozoa AOMUHHpYIOT 1O BceM
KOJTMYIECTBEHHBIM TToKa3arensaMm (Zhao et al., 2013).
“Tenma” MOJUTIOCKOB HCKJIIOYUTEIBHO PEIKO COoXpa-
HSAIOTCS B COBEPIICHHO MHBIX YCIOBHUAX, TAKUX Kak
CUITypUHCKUN JarepmTeTT Xepedopamup (425 MirH
JIeT), TS OHM “‘yIenenu” B BHUJIE MOJOCTEH B BYJIKa-
HAYECKOM IIeTiie, 3alI0JTHEHHBIX paHHeAnareHeTnye-
CKUM MO3aWdHBIM KajaeiuToM (Sutton et al., 2001,
2012).

B narepmrertax tina “pcren” (Orsten), HazBaH-
HBIX 1O THUIIOBOMY IO3JHEKEMOpPUHCKOMY MECTOHa-
xoxaenuto B IlIBeruu, B otnumume ot “bépmxkecc”,
COXPAHAIOTCSI UCKIIOUUTEIbHO Menkue (ocdaruzu-
pOBaHHBIE OCTAaTKU — 3MOPHOHBI, JIUYMHKU U (par-
MEHTBI KPYITHBIX OPTaHU3MOB, HO U 3TO BCE 3a pei-
yallluM HCKIIoueHueM mnpuHamnexutr Ecdysozoa
(Miller, 1979; Maas et al., 2006). Cpenu docdaru-
3UPOBAaHHBIX SMOPHOHOB, W3 KOTOPHIX MOYHO BBI-
CTpauBaTh MOJHBIC PSABI OT HAYANBHBIX CTAJUH IpO-
ONeHUs 0 TacTPyIALUU U GOPMHUPOBAHHS B3POCIOTO
Oopranu3Ma, MHOT/Ia OTIMCHIBAIOTCS TPEOHEBUKH, KHU-
Japud U HEKOTOpPbIE OPraHWU3Mbl HESICHOTO CHCTe-
MaTUYECKOI0 MOJIOKEHUs, momoOHwie Pseudooides,
a xakue-1n6o Lophotrochozoa moaHOCTBIO OTCYT-
ctBytoT (Bengtson, Yue, 1997; Kouchinsky et al.,
1999; Chen et al., 2007), XOTsI TpUHAJICKHOCTh He-
KOTOPBIX dSMOPHUOHOB “KHUAApUi” U “TpeOHEBHKOB”
Bce k TeM ke Ecdysozoa He uckiouaercs (Liu et al.,
2014; Steiner et al., 2014).

JKYPABJIEB

JlarepmteTTsl “OpcTeH” B OONBIIMHCTBE NPHUY-
POYEHBI K HIMAKAPCKUM U KeMOPHUICKUM OTIIOKEHH-
M, a (POPMHUPOBAIINCH OHU, BEPOSITHO, B pe3ylibTare
anBEJUIMHTA TITYOWHHBIX OECKHCIOPOMHBIX BOIHBIX
Macc Ha menb( WIW TOBBIIIEHUS THIPOTEPMAlb-
voii aktuBHOCTH (Donoghue et al., 2006; Yin et al.,
2014). Hambosee m3BEeCTHBIN SOMAKapCKUW Jilarep-
MITETT TAaKOTO THUIIa HAXOMHUTCS B TOpax KUTaHCKOI
npoBUHIUU ['yHWKoy W TpencTaBiseT coO00W MOIIl-
HYIO, C JIECATOK METPOB, Mayky GpochoputoB BeHb-
ssH (Bo3pactoM 630-620 MIIH J1€T), OTHOCSIIYIOCS
k opmaruu Jloymantyo. 3neck Obuin 0OHAPYKEHBI
TUTaHTCKHE aKpUTapXH, BOJOPOCIH, Mpeanoara-
emMble IMOPHOHBI, T'YOKH, KOpaJlibl M JpeBHEHIINE
Bilateria — Vernanimalcula ¢ xpoBeHOCHO# cucTe-
MO, MapHBIMH [EJIOMaMH, KUIIEYHHUKOM M T. II.
(Li et al., 1998; Chen et al., 2004; Liu et al., 2008).
OcoOeHHO OOJNIBIION pe30HaHC BhI3Baja CTaThs
o Vernanimalcula, nossuBmiasics B “Science”: ben-
rTcoH ¢ koyuteramu (Bengtson et al., 2012) momacuu-
Talld, 9TO 3a HEIOJIHbIE JEeCATHh JIET Ha Hee cocla-
nuck 6omnee 160 paz, B TOM YHCIIe B JAIEKO YIIEAIIHX
B CBOMX BBIBOJAX ITYyOJIMKAIUAX O MPOUCXOKICHUHU
IBYCTOPOHHEH CHMMETPHH, IUPKYJIATOPHBIX CH-
CTeM, IJa3, Jake pakoBBIX 3a0osieBaHuil. Bripouew,
cratbs C. beHrrcona ¢ coapropaMu Hecily4yailHO Ha-
3pIBajlach «MUpHas cMepTh “mepBoro Oumnatepus’
Vernanimalcula» — B Hell Ha OCHOBE HCCIEAOBAHUN
Kpuctamiorpadpuyeckux ocobeHHOCTe# ¢Topana-
THTa, 00Pa3yIoOIIero 3TO MCKOMaeMoe, OIMpeaesIeHo,
YTO BCE €T0 “TKAHEBBIC CJIOW U “OpTaHbl’ SIBISIOT-
csi He Ooiyee yeM couetaHueM (GochaTH3nPOBAHHBIX
CJI0€B, 00pa30BaBIINXCS HA PAa3HBIX CTAAMSAX auare-
HETHYCCKUX (BTOPUYHBIX aOMOTEHHBIX) Mpeodpa3o-
BaHU OpPraHUYECKOro BEIIECTBA HESICHOU MpPHUPO-
OBl M OCIIOKHEHHBIX MUKpOTpemmuHamMu. CXOoaHyTo,
HEOPTaHWYECKYI0 MPUPOLY MUMEIOT W “‘CHUKYJIbHBIE
ryoku” u3 dochoputoB BeHBSH: HI MUKPOCTPYK-
Typa, HU XMUMHYECKHIA COCTaB HMTOJbUaThIX 00pazo-
BaHWI MUKPOHHOW Pa3MEPHOCTH HE COOTBETCTBYIOT
kakomy-nu0o Tumy cnukyia (Yin et al., 2001). A “ko-
pauiel”’, cyas MO0 UX MHUKPOCKOIMYECKUM pazMepam
(mmameTp < 100 MKM), OYEHb TPABUJILHOMY AUXOTO-
MHYECKOMY BETBJIEHHUIO M PACIOJOKEHUIO “IHHUIL”,
a TakXe OTCYTCTBHIO NEpPEropo/IOK, MPEICTaBIISIIOT
co0o0if O0OBIYHBIE IS DIUAKAPCKOTO—KeMOpPHUIHCKO-
ro TMEPHOJOB PEHAIBIMABI — OPraHU3MBl HESICHOTO
MPOUCXOXKIEHUSA, IO MUKPOCTPYKTYpE CKeleTa Ha-
MMOMHUHAIONINE HEKOTOPBIE BOJOPOCIU W3 TPYIIIHI
Viridiplantae, a taxke Rhizaria (Liu et al., 2010;
Zhuravlev et al., 2011a).

C docdaru3upoBaHHBIMA SMOPUOHAMHU BCE TOXKE
0Ka3aJloch OYE€Hb HEMpOCcTo. OMOpHOHAMHU OBLIH
Ha3BaHBl cepuueckue MUKpodocciu (B cpem-
HeM 300-650 MKM B TIONIEpEYHHUKE) C OTUCTIUBBIM
Ne6 2014
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MOJIUTOHATBHBIM OPHAMEHTOM Ha IMOBEPXHOCTH, CO-
crosiiue U3 emre Oosee menkux chep (Xiao et al.,
1998). OmHako BHENIHE TaK MOTIH ObI BBITJISICTH
U 1ucThl oxHokieTouHbix Holozoa (Huldtgren et
al., 2011), m BompBomuas! (Viridiplantae), u ruranr-
ckue cepHeie Oaktepuu (Bailey et al., 2007), u gaxe
eCTECTBCHHBIC CTsDKeHUs QocdarHoro MuHEpana
(Bengtson, Budd, 2004). N3yuenune MuHEpasoruu
3TUX MUKPO(MOCCHINN W pacupe/ie]ieHUus B HUX XU-
muueckux sneMmenToB (C, Ca, P, u F) mokasamno, 9yro
cJOHCTasi TEKCTypa He SBIsAETCs MOA00HueM NepBUY-
HBIX KJIETOYHBIX CJIOE€B U B OCHOBHOM C(OPMHUPOBa-
Jach Ha MO3JHEH CTaJuy AuareHes3a, YTo UCKIIIoYaeT
MPUHAJICKHOCTh 3TUX HMCKOMAeMBIX K KOJIOHHAJIb-
HBIM OaKTepHsIM HJIM K CIOXKHBIM dMOpHOHAaM, TO-
noOueM ractpyie (Cunningham et al., 2012a, b).
bnarogapst (a30BO-KOHTPACTHOW CHHXPOTPOHHOU
MUKpPOTOMOTpaHH HEKOTOPBIX BEHBSHCKUX MH-
KPOOOBEKTOB B PEHTI'CHOBCKOM CIIEKTpE W3ITyUeHUs
yIAJI0Ch YBHIETH, YTO HETPABUIHHO-3JUIMIICOU THEIE
32-xmeTtoursie (OpMBI HAITOMHUHAIOT dMOPHOHBI CO
ciemxaMu ApoOIeHNUsS Ha MUKPOMEPHI, COCPEIOTOYEH-
HBIE y OJTHOTO ITOJTI0Ca, 1 MaKpOMEpHI, IIEMOYKOi pac-
MIOJIOKEHHBIE Y MTPOTHBOIIOJIOXKHOTO TOJTI0Ca, OIMKE
K “OpIOIIHON” CTOpOHE; B TacTpyJaX IBYyCTOPOHHE-
CUMMETPHUYHBIX KUBOTHBIX TaKasl IIETIOYKa Tpeie-
CTBYET 3aKJIaJIKC KUIIECYHHUKA, TOT/Ia KAK MUKPOMEPHI
JIat0T Havyaio0 mokpoBHbBIM KiieTkaM (Chen et al., 2009;
Yin et al., 2013, 2014). IlpaBna, pacnonaras MuJi-
TuoHaMu  (GochaTH3UPOBAHHBIX MHKPODOCCHUITHH,
Cpelli HUX MOXXHO HalTH OO0BEKTHI J1I000H (Gopmbl
U CIOKHOCTH, TaK K€ Kak Ha OOHIMPHOM TrajeqyHOM
IUSDKE OTBICKATh KaMyIeK, YIUBUTEIBHO MOXOXKHM,
CKa)keM, Ha KYpUHYIO KOCTh. Tak uTo moka dochopu-
T JlOymIaHTyo CBHIETENCTBYIOT O CYIIECTBOBAHUHU
B Hayaje HIUAKapCKOTO MepHo/ila MHOTOKJIETOYHBIX
Bomopocneit (Viridiplantae wmm Stramenopiles) —
HO OHM TosBWIHNCH paHbine (Butterfield, 2009) — wu,
BO3MOXHO, MTPOCTHIX YMOPHOHOB Ha paHHEH CTaguu
JIpoOIeHMUS.

Bos3ppamasch kK KeMOPHHUCKHM JIarepIITeTTaM,
CTOWT 3aMeTHTh, uYTO mpeobmananne Ecdysozoa
BO BCEX 3THX KOMILUIEKCAX MOXET OBITh CBA3aHO HE
TOJILKO C TIOBBIIICHHON COXPAaHHOCTBHIO UX MOKPOB-
HBIX TKaHEU, HO U C OCOOCHHOCTSIMU T€OXHUMHUHU M-
AKapCKOIrO—PaHHEKeMOPHICKOTO OKeaHa, KOTOPBIN
elle HE IOJIHOCTBIO BBIIIEN U3 COCTOSHHUS CTpaTH-
¢unupoBanHoro okeana Kandwuinga, Ha3BaHHOTO Tak
M0 UMEHU T€OXUMHUKA, MPEJIOKHUBILEIO 3Ty MOACIb
(Canfield, 1998). B rnyOuHax Takoro okeaHa, a BO
BpEMSI perpeccuii — u Ha MEJNKOBOJbE, Mpeodiama-
JIMW BOCCTAHOBHUTCIIbHBIC 3YKCUHHBIC 10 3aKHMCHBIX
YCJI0BUA, 4YTO BBIABIACTCA MO CCAMMCHTOJIOTHUYC-
CKOMY, MHHEPaJIOTHYECKOMY, H30TOITHOMY aHaJIH-
3y (**S/32S, 13C/?C) u mOBBIIIEHHOMY COAEPKAHHUIO
Ne5 2014
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TaKUX XHUMHYECKHX DdJeMEHTOB kKak Mo, U u V
(Lietal.,2010; Gilletal.,2011;Pietal.,2013). Kmoa-
pOOHBIM yCIOBHSIM TIpucmocobiieH psa Ecdysozoa:
cpenu Jopunudep, Omaromaps TUAPOreHOCOMOIIO-
JMOOHBIM KJIETOYHBIM OpTaHEeJIaM, €CTh OOJUTaTHBIS
aHa’poObl, BEDKUBAIOIINE B YCIOBUAX CEPOBOIOPO/I-
Horo 3apaxkenus: (Danovaro et al., 2010), npuamny-
JIUJBI U KPYTIIBIE YEPBU BBIICPKUBAIOT JJIUTEIIbHBIC
anokcuu (Oeschger, 1990; Vanreusel et al., 2010), xa
U aHannu3 Hambolee TTyOOKOBOTHBIX KEMOPHHCKUX
coo0061iecTB (CyOnuTOpab) B IIEJI0M MOKA3BIBAET, YTO
OHH COCTOSIU U3 BHJIOB, UMEBIIHUX Pa3IUYHbIC aJal-
TaIWH IS )KU3HU B Cpefie C TOHMKEHHBIM CO/IepKa-
HueMm kuciopona (Ivantsov et al., 2005).

OT10T TahOHOMHYECKHH IKCKYPC TTOHATOOMIICS TT0-
TOMY, 4TO 00 00JIMKE APEBHEUIINX OPTaHU3MOB U UX
poJIM B TIAJICOCOOOIIECTBAX Mbl CYJAMM B 3HAUUTEIb-
HOM CTEMEeHW WMEHHO M0 aHaJIN3y JIArepiTeTTOB.
A mogoOHBIN aHaNN3 HEBO3MOXeH 0e3 0a30BBIX 3HA-
HUW O 3aKOHAX CEJUMEHTOJIOTMH — HayKu 00 oOpa-
30BaHUU OCAJOYHBIX OTIOKCHUU — U TaQOHOMHH —
HayKH O MPEBPAIlEHUU MEPTBBIX TEJl B HCKOMAEMbIC
octatku. COBpEeMEHHAsl MAJICOHTOJIOTUS Ha TaKUX
3HAHMSIX U OCHOBBIBACTCSI.

HNmenno 1o Ta)OHOMHYECKUM ITapaMeTpaM BBIBO-
JIbI aBTOPOB CTaTeH, HEIaBHO MOSBUBIINECS HA CTpa-
HUIIAX Cpa3y ABYX CEpPbE3HBbIX XypHasoB — “Nature”
u “Paleobiology” (Smith, Caron, 2010; Smith, 2013),
MpeAcTaBisoTCs ciiabo 000CHOBaHHBIMU. B my0Onn-
KaIMsAX PAacCKa3blBaeTCs O HAXOJAKE B KEMOPHICKUX
OTJIO)KCHUSAX JOBOJHHO MHOTOUYHCIICHHBIX 00pa3IloB
C OTIeYaTKaMHu MATKOTEJIOTO TOJIOBOHOTOTO MOJLIIO-
cka Nectocaris pteryx (paHee 3TOT OpTaHH3M MbITa-
JIUCh TPUBSA3aTh K WICHHCTOHOTHM WM XOPJOBBIM)
(puc. 2, 3). CToib IpeBHEE TOJIOBOHOT0E, IO MHEHHUIO
aBTOPOB, OOJIaJlafollee TapHBIMH CTeOEIbuaThIMU
rJa3aMi KaMepHOTO THIa, OOKOBBIMH IUTABHUKAMHU
U pa3BUTBHIMH >KaOpamH, a TakKe BOPOHKOH, MpH-
TOAHOW JJIs TPONYJIbCUBHOTO JIBMJKCHHS B TOJIIIE
BO/IBI, OYKBalIbHO TEPEBEPHYIIO C HOT Ha TOJOBY BCE
MpeCTaBICHUsI 00 PBOTIONNHU TOJIOBOHOTHX. Jl0 cux
MOp MO TMAJCOHTOJIOTUYSCKUM J[AHHBIM CYUTAJIOCh,
YTO MATKOTEJbIE TOJIOBOHOTHE B JICBOHCKOM MEPHOIE
(oxomo 400 MutH JeT Ha3ad) MPOU3OIILINA OT HAPYKHO-
PaKOBUHHBIX TOJIOBOHOTHX, & T¢ B KEeMOPUHCKOM Iie-
pHoie OT KaKMX-TO MOHOIUTAKO(OP UK TacTPOTIOL. . .
U BoT: Bce HE Tak? HeynuBUTENBHO, YTO MaIaKoJIO-
U KPUTUUYECKH OTHECIUCH K aBTOPCKUM HHTEpPIIpe-
TaIMsIM: OTMETHJIM, YTO €CIU XOPOIIO pa3audyumast
B HCKOIMAEMBIX OTIeYaTKaxX OcCeBasl MOJOCTh SIBIS-
JaCh MAHTUWHOM, TO y KHUBOTHOTO HE OBLIO KHUIIIEY-
HOTO TPaKTa, a €CJIM 3TO KUILICYHBIH TPAKT, TO B HEM
HE MOTYT HaXOJUTKCA KaOpbl; 4TO BOPOHKA JIUIIIEHA
3aMBIKATEIbHOTO MAaHTHIHO-BOPOHOYHOTO armapara,
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pasBepHyTa pacTpyOOM HapyKy H, Takum oOpa-
30M, BpsJ JIKM NpUTOAHA JId CO3JaHU I/IMHYHBCHOﬁ
CTpyH, oOecleunBaroIell JBUKCHHE, U YTO IIyIa-
ner; Bcero oxna napa (Kroger et al., 2011; Mazurek,
Zatdn, 2011; Runnegar, 2011). Cama 1o cede BrIOOp-
Ka M3 TMOYTH COTHH JK3EMIULIPOB MOJIIIOCKOB, €CIIH
TaKOBBIM cuMTaTh Nectocaris, y KOTOPBIX JaXe HET
PAaKOBHHBI, YK€ BbI3bIBACT COMHCHMHE. HpI/I‘-IeM aB-
TOp YKa3bIBaeT, YTO B MOKPOBax ITOTO MCKOIMAEMO-
T0, 3aMCUICHHBIX INIMHUCTBIM MUHEPAJIOM XJIOPUTOM,
HAOIIOaeTCs TOBBIICHHOE COJEPKaHue KallbLus
(Smith, 2013). Xnoput nonobHoro cocraa oopasy-
€TCd B NpoUeccCCe 3aMCUICHUA TTIMHUCTBIMHU MHHEPaA-
JIaMU 1100 MEPBUYHO CUJIbBHO MUHEPAJIU3UPOBAHHBIX
TKaHeH, 1o u3BecTKoBOro ckeyiera (Zhuravlev et
al., 2011b). XKabps1 y Nectocaris, kak cuutaeT CMHUT
(Smith, 2013), 3amecTunucek pocharom. OgHako mo-
JIOKEHHE 3TOTO KOMILJIEKCA OPraHOB — BJIOJIb OCEBOU
MOJIOCTH, pelibe(PHOCTh U PochaTHBIN COCTAB YKa3bI-
BarwT Ha TO, YTO OTO OBLIM KHIIEYHEBIE JAUBCPTUKYJIIbL
(Butterfield, 2002; Zhang, Briggs, 2007; Zhuravlev
et al., 2011b). HaoGopoT, coOCTBEHHO ka0pbl B KEM-
OpUHCKHMX TIMHHUCTBHIX JIarepmreTTax gocdarom He
3amerarorcs. (PocharusupoBaHHbie xaOpbl BCTpe-
YaloTCsi B OCCKUCIOPOIHBIX OTIOKEHUSX Me30300i-
CKMX MOPCKHX 0acCelHOB, HO B 3TOM ciy4ae ¢oc-
(aTuzanuu noIBepraTCs U Apyrue MArkue TKaHH. )
IToatoMy oceBas nonocts Nectocaris siBIseTCA Npsi-
MBIM KHIICYHBIM TPAKTOM C TCPMUHAJIBHBIM aHy-
COM M POTOBBIM OTBEPCTHEM Ha KOHIE ‘‘BOPOHKH,
C KOTOPOM KMIIEYHMK HAIpsIMYyI CThIKyeTcsl. Torma
cama “BOpOHKa” — 3TO POTOBOH XOOOTOK, IIyITayh-
1[a — IapHble MPeApOTOBBIE NPUIATKHA, a TpedeH-
YyaThle IUTACTHHBI, PACTIOJIOKEHHBIE BIOJIb TUIaBHU-
KOB, — HapyXHEIE )Ka0epHble prmamMeHTsl. Bech aTOT
KOMIUIEKC OPTaHOB THIHUYEH ]IS PaclpoCTpaHEeH-
HBIX B KeMmOpuiickux narepmrertax Ecdysozoa —
anomanokapuaua (Budd, 2001; Daley et al., 2009)
(puc. 2, o, u). Hamnaune rira3 kaMepHOTO THIIA TAKOMY
BBIBOJ/IY HE TPOTHBOPEYHT: MMOAOOHBIE I1a3a BCTpeya-
fotest u cpean Ecdysozoa — y coBpeMeHHBIX 4YJIeHU-
cronorux (Land, 2005) u ounxodop (Mayer, 2006),
a Takke y KemMOpuiickux kceHy3uil (Schoenemann
et al., 2009) — GMU3KUX POICTBEHHUKOB BCE TEX XKE
aHOMAaJIOKapHIH/I.

Pazbop paborer CMuTa HEOOXOOUM TOTOMY, UTO
BBIBOJIbI TMOJOOHBIX MYyOJHMKAIMH TOPON CIUIIKOM
OyKBaJIbHO BOCHPUHUMAIOTCS HEOHTONoramu. U
€CJIN OHH OIyOJIMKOBAHBI B PEUTHHTOBBIX XKypHAJax,
TO UM YTOTOBJICHA JOJITAas KU3Hb U, KK TIPABUIIO, YTO
BEPHO MOAMEYEHO beHTTCOHOM M KOJuIeraMu, HU KeM
He3aMeueHHas “‘MHpHas cMepTh”’. Bcio 3TO oTHIONB
HE 3HAYMT, YTO MAJCOHTOJIOTHYCCKHUE JaHHBIC HUKY-
Jla He TOJIHBI, HETOXKUMH OBIBAIOT UX HHTEPIIPCTAIINH.

JKYPABJIEB

KAK MOIJIEKVYJIAPHAS BUOJIOT WA
ITAJIEOHTOJIOTUIO BCTPETHUIJIA,
1 YTO U3 DTOrO JJid CPABHUTEJILHOM
AHATOMUMU BbIIIJIO

Tpuxonnakc u 6eHO0OUOHMDL

N3yueHne MOIHOTO MUTOXOHIIPHAJIBLHOTO T€HOMaA
Trichoplax moka3ano, 9T0 OH COCTOUT M3 YYaCTKOB
YHUKaJIBHBIX i1 Metazoa, a Takke BKJIFOUAeT WH-
TPOHBI, CXOJHBIE C TAKOBBIMH y BOPOTHHUYKOBBIX
KTYTUKOHOCIIEB ¥ TPUOOB; KPOME TOTO, 3TOT TEHOM
KpyIHEe, YeM MHUTOXOHJPUATBHBI TEHOM JIFOOBIX
npyrux Metazoa — 43079 map HYKIECOTHIOB — 3a
cdyeT OOJBIIMX HEKOAWPYIOIIMX Y4YacTKOB (creiice-
POB) U TEHOB, KOAUPYIOMUX OCJIKU ¢ HEU3BECTHBIMU
¢bynknusmu (Dellaporta et al., 2006). 1 xots mpo-
YUTAHHBIN O3[IHEE MOJHBIA F€HOM 3TOTO OpraHu3Ma
OKazayicsl CIIOKHEe, YeM TMPEeIoJiarajJoch, yKa3bl-
Basi HA BTOPUYHOE YIPOIIEHUE CaMOIr0 >KUBOTHOTO
(Srivastava et al., 2008), Tpuxorutakc ObU1 BOCIPUHST
Kak ujaeajbHas MOAEJb “‘UCXONHUKA™ IJIsI BCEX MHO-
rokiIeTouHsx KkuBOTHBIX (PokroB, 2010; Sperling,
Vinther, 2010). [Tocieanue aBTOPHI MPUILIA K TaKO-
MY BBIBOJTY, U3Y4YHUB JIOKOMOIIMIO TPUXOILJIAKCA U TIPO-
Bells JeTalbHOE CPaBHEHUE €ro CJCJOB IMUTAHHS
C TaKOBBIMHU BeHJ00MOHTOB. OHAKO MaJIOBEPOSTHO,
YTO THI JIOKOMOLIMH MIJITUMETPOBOTO TPHUXOILTAK-
ca — C TIOMOIIBIO KI'YTHKOB OPIONIHOTO STUTEIHS —
MOT HCIIOJIb30BaThCS OpPraHU3MaMU, KOTOpPbIE OBLIH
Ha TPpU MOPSIKA ero KpyIHee.

Benpobuoramu 3eiinaxep (Seilacher, 1989, 1992)
Ha3BaJ KpymHBIE (10 1 M ATHHON WU BBEICOTOM) DU~
aKapcKue McKomaemble (OpPMBI, COCTOSIINE U3 CET-
MEHTOTOJIOOHBIX €IUHUIl — (PPOHIIETOB, KOTOPEIE,
B OTJIMYHME OT HACTOSIIMX CETMEHTOB, pacrioyiara-
I0TCSl BJIOJIb JIFOOOW OCH OpraHn3Ma aCHMMETPHYHO
U CO3JAI0T peibeHYI0 MOBEPXHOCTh, HAIOMHHAIO-
myr creraHoe oxesuio (puc. 3, a—3). [lpexne >t
WCKOTIaeMble OBIIM paclpelelieHbl Ccpeau Memys,
MOJUTIOCKOB, KOJBYEIIOB, WIJIOKOXKHUX U T.J., XOTS
MOXOKM OHHM Ha 3TUX JKUBOTHBIX pa3Be UTO Ha Xy-
JOXKECTBEHHBIX pekoHCTpyKuuax (Glaessner, 1984;
Jenkins, 1992; Dzik, 2011). ABTopsl, TIOpOH, naxe
HE 3aMEYaloT, YTO MCKOMMaeMbId OpraHU3M, OTHECEH-
HBII K Proarticulata, Tuimb 4yTh MeHee BEIPaKEHHBIM
CIUPAILHBIM PaclojoXeHrneM (QPOHIIETOB OTIHYa-
eTcd OT CJIETKa, pacCMaTPUBAEMOTr0 Kak JABYCIOIHOE
KUBOTHOE [CpaBHUTE, Hanpumep, Paravendia janae
(MBanmos, 2004) u Eoandromeda octobrachiata
(Zhu et al., 2008)] (puc. 3, o, 3).

CornacHo paguOMETPUYSCKUM JaTHPOBKAM, BEH-
JOOHMOHTHI BCTPEUAIOTCS B OTIOKEHHSIX BO3PACTOM
579-543 mnu netr (Martin et al., 2000; Laflamme
Ne6 2014
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Puc. 3. Dnuaxapckue Vendobionta: a — Tribrachidium (Triradialomorpha), 6, k — Beothukis (Rangeomorpha), ¢ — Fractofusus
(Rangeomorpha), ¢ — Charniodiscus (Arboreomorpha), 0 — Pteridinium (Petalonamae), e — Dickinsonia (Proarticulata), o —
Paravendia (Proarticulata), 3 — Eoandromeda, u — Nilpenia. PeKOHCTPYKIIUHU )KUBOTHBIX C M3MEHEHHUSIMHU J1aHbl 110 MBaH1oB (2004);
Cepexnnxosa (2007); Grazhdankin, Seilacher (2002); Brasier, Antcliffe (2008); Zhu et al. (2008); Brasier et al. (2012); Droser et al.
(2014). ©Xynoxuuk BeceBonaox A6pamos.

et al.,, 2013). M.A. ®enonkun (1983, 1987) ObL1
HepBbIM, KTO OOpaTuj BHHUMaHUE Ha TO, YTO MHO-
U U3 HUX UMCIOT CXOIHBIA THIT YJICHCHHS — CHM-
METPHIO CKOJB3SIIET0 OTPAXKECHHS (C MOJTYIIArOBbIM
CMENICHHEeM YCJIOBHO JIeBBIX (POHIIETOB OTHO-
CUTEJIBHO IpaBbIX BIOJb OCH Tejia), HE XapakTep-
HBIA ISl KAKUX-TMOO MHOTOKJIETOYHBIX KHBOTHBIX
(puc. 3, 6—orc). Takue GHopMBI YACTO U MPUHUMAIOTCS
3a JpeBHEHUIIMX uepBed U ujeHuctoHorux. ITomu-
MO 0c000ro TUHa CHMMETPHHU, CXOACTBO OCHOBHBIX
rpynn BeuaoountoB [Triradialomorpha (puc. 3, a),
Rangeomorpha (puc.3, 6, ¢), Arboreomorpha
(puc. 3, 2), Petalonamae (puc.3, 0), Proarticulata
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(puc. 3, e, ac), Bilateralomorpha] Mexay co6oit u ux
pasHuIa ¢ Metazoa onpenenstoTcs OTCYTCTBHEM PO-
TOBOTO U aHAJFHOTO OTBEPCTHH, KUIIIEYHNKA, KAKHX-
00 300MJI0B, IIyHaJel] WU KOHCUHOCTEH, a TaKKe
HEOTPAaHWYCHHBIM, HEM30METPUYHBIM THIIOM pPOCTa
Tella ¢ TEPMHUHAIBHBIM, B TOM YHUCJE OUIOJISIPHBIM,
ACHMMETPHUYHBIM 3aJ0KEHHEM HOBBIX (POHIJIETOB
(Zhuravlev, 1993a; Grazhdankin, Seilacher, 2002;
Peterson et al., 2003; Antcliffe, Brasier, 2008; Haii-
Mapk, MBannos, 2009). Kpome TOro, BeHJ00HMOHTHI
9acTo M B OOJBIIIOM YHCIIE TIPEKPACHO COXPAHSIOT-
cs1 B rpy0O3EpHUCTHIX IEeCUYaHHWKAX, HE yTpauuBas
HU MaJielleil JeTald CTPOEHHUs, YTO COBEPILICHHO
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HEBO3MOXHO JaXXe I 3aXOPOHCHHUH OpraHu3MOB
C MHUHEpaJbHBIM CKEJIETOM; W 4eM Ipybee OCaloK,
TeM peiabedHee BEHIOONOHTHI BBITVISIAT; a €CIIA Te
JKe camble (OpPMbI 3aXOPAHUBAIOTCS B TOHKO3CPHU-
CTOM OCaJIKe, TO y HUX Ha MOBEPXHOCTU OCTACTCS
JKECTKas OpraHMYecKas IMJICHKA, KaK y rprUOOB WIH
BOJIOPOCIICH, MPUCYTCTBYIOIIMX B TEX K€ CIOAX
(Grazhdankin, Seilacher, 2002; Grazhdankin, 2004;
Zhu et al., 2008).

Ho rnaBHOe oTiiMuue mposiBISIETCSl BO BHYTPEHHEM
CTPOCHUW — B HAJIWYWU TPOHU3BIBAIONIEH BCE TEIO
CHUCTEeMBl TPyOdUaThIX Kamep KBaJpaTHOTO CEYCHHS
(nmMHA KOTOPBIX HA ONMH-ABA MOPSJKA TPEBbIIIA-
eT pa3mep nonepeunuka) [Petalonamae (puc. 3, 9),
Proarticulata (puc. 3, e), Bilateralomorpha] nnu pac-
MOJIOKEHHBIX B OJIHOM TUIOCKOCTH TOHKHX OUQYpKH-
pyromux kaHaioB [Rangeomorpha (puc. 3, 6, g, x),
Arboreomorpha (pwuc. 3, 2)], BBIIBICHHBIX C MTOMO-
IO JIA3EPHOTO CKAaHMUPOBAHUSI BBHICOKOTO paspeliie-
HUS U HU(POBOrO KAPTUPOBAHUS; 9TA CUCTEMA U TIPH-
JTaeT TIOBEPXHOCTH BEHIOOMOHTOB OOJUK “CTEraHOTO
omesa” (Xiao et al., 2005; Brasier, Antcliffe, 2008;
Brasier etal., 2012). OGe cucTeMbl — 3aKpBITOTO THIIA,
T.€. HE UMEIOT CBSI3M C OKpYXKalolel cpejoil dyepes
Kakue-1u00 mopel. TpyOUuaTeiec KaMepsl 110 BCEH JTH-
He colpukacaroTcst cBoumu cteHkamu (Grazhdankin,
Seilacher, 2002; Brasier, Antcliffe, 2008). Kanamsr
PaBHOMEPHO 3aIOJHSAIOT BCE TEJIO, BKIIOUYAs ‘“TO-
noHOU otaen” y Proarticulata u Bilateralomorpha
(UBannos, 2004, puc. 4-6); mo Mepe NpUOIMKEHUS
K IOBEPXHOCTH OMPYPKUPYIOT OT TPEX 10 MATH pas,
MOCTOSIHHO YMEHBINAsICh B JMAMETPE; W CO3JAI0T
KapTHHY, HAIIOMUHAIOMIYIO0 (hpaKkTadbHbIi OPHAMEHT
Ha rpaslopax Mopuna Duepa u3 cepun “beckoneu-
HOCTH: TIPaBIIbHOE WICHEHUE TIOCKOCTH . Y HEKO-
tTopbix Proarticulata, nanpumep Dickinsonia, cucre-
Ma TpyOok coueraercs ¢ kaHanamu (MBanuos, 2004,
tabmn. I, hur. 7).

Bce aTo cBugerenscTByeT 00 000CO0IECHHOM T10-
JIOKCHUH BEHJOOMOHTOB CpEJ MHOTOKJICTOYHBIX
(hopM — 0 TOM, YTO OHHM HE UMEIOT MIPSIMOT'0 OTHOIIIE-
HUS K 3BoJirounu Metazoa. B cBoro ouepens pacnpo-
CTpaHECHHE BEHAOOUOHTOB B a()OTHUECKYIO 30HY OKe-
aHa WU CYIIECTBOBAHUE O]l TOBEPXHOCTHIO OCaaKa
UCKJIFOUAeT WX BOJOPOCIEBYIO sensu lato mpupony,
a Takke Hanmuuue ¢porocumOuonToB (Grazhdankin,
Seilacher, 2002; Peterson et al., 2003). PaBHO He
MMEJIM OHHU MPSMOr0 OTHOIICHUS M K rpudam uiu
JTUNIAfHUKaM, ¢ KOTOPBIMU MX WHOTJAa CPaBHHUBAIOT
(Retallack, 1994; Peterson et al., 2003), mockob-
Ky HalOMHHAromas (ppakTajbl CIUIOIIHAS CHCTEMa
KaHAJIOB Pa3HOTO CEUCHHUS U TeM Oojee TpyOdaThIx
KaMep, XapakTepHas JUisl BEHJIOOMOHTOB, HE HMe-
eT HHYero OoOIero ¢ MIIMHAPUYECKUMHU Trudamu

XYPABJIEB

rpubOB, KOTOPHIC TPU COMOCTABUMOM MPOTSIKEHHO-
CTH TOJPA3/CISAIOTCS CeNTamMH. JTa pa3BeTBICHHAs
CUCTeMa KaHaJIOB/KaMmep MO3BOJsija BEHJIOO0MOHTaM
0ocMOTpPO(HO BcachlBaTh PACTBOPEHHOE OpraHuye-
CKO€ BEIIECTBO, CO3[aBasi TUIOTHBIE MHOTOSIPYCHBIE
TIOHHBIE CO00TIeCTBa (BEPXHUH APyC JOCTUTAT 2-Me-
TPOBO BBICOTHI) IPH OYEHBb HU3KHUX CKOPOCTSIX MPH-
TMOHHBIX TeueHuH, He Oomee 1-5 cm/c (Burzin et al.,
1998; Sperling et al., 2007; Laflamme et al., 2013;
Ghisalbert et al., 2014) (puc. 3, 6, ¢). Umenno cu-
cTeMa KaHalloB/KaMep U GPOHIJIETOB, 3a CUET yBEJIU-
YEeHHsI KOTOPOH MPOUCXOAMI POCT 3TUX OPTaHU3MOB,
MO3BOJIAJIa BEHJOOMOHTAM COXpaHSATh OTHOLICHHE
IUIOIIAAM Telda K ero oobemy Ha yposHe 1 - 10°—
110> mM!, mpu TOM 9TO y OCMOTPO(HBIX Mera-
OakTepuii 5T0 cooTHomenue gocruraer 1 - 10! mm!
u Ooisiee, XOTs uUx pasMep He mnpesbimaet 0.75 Mm
(Laflamme et al., 2009). buoMexaHUYECKHUE OIBITHI
C TUIACTMKOBBIMH MOJEIISIMU JIOTIACTEBUJIHBIX CTe-
OesbuaThIX BEHAOOMOHTOB B aKBapHUyMax IMOKas3aiH,
9TO “‘CTeraHbIil” peibed HaINpaBisLT BOAHBINA TOTOK
BJIOJIb TIOBEPXHOCTH Tejla, & BO3HUKABIIAS IIPU 3TOM
BHOpanus JIOMAaCcTH, BBITHOAIOMIEHCA TapaielbHO
TEYEHUIO, CHUIKAJIa HATPY3KY NTOTOKA U OJJHOBPEMEH-
HO ycwimBana oOMeH (ionnaMu ¢ OKpyKaromiei
cpenoit, cnocobcTByst 1 dy3un pacCTBOPCHHBIX Be-
LIECTB: CKOPOCTh TEUCHHS 3a CUET pebeda Jonactu
CHIDKAJIaCh, a IepeMeIINBaHue BOJHOM MacChl BIOJIb
Hee ycuuBanoch (Singer et al., 2013). dunbsrpanus
TpeOyeT HaJIM4uusl TOCTOSHHBIX, JOCTATOYHO CHIIb-
HBIX (Oosee 5 cm/c) TeueHM W/MIU OOBEMHOH CH-
CTEMBl OpPraHoB (UIbTpalUu (KTYTHKOBBIE KaMepbl
ry0ok, mododop Opaxuornon, kadpbl U cU(OHBI ABY-
CTBOPYATHIX MOJUIIOCKOB), MPUYEM caM (QHIBTPATOP
JOJDKEH PacIioiaratbes MepreHInKYISIPHO TEISHHIO
(Vogel, 1988), a HE TOXUTHCS BAOIb HETO, YIIOIO-
ONsAsICh TaJuIOMaM JIEHTOBHIHBIX BOAOPOCHEH, Kak
BEHJOOMOHTEIL.

Ocmotrpodamu, BEpOsSTHO, ObLTH U CBOOOIHO JIe-
JKaIIre Ha TOBEPXHOCTH HA BEHJOOMOHTEHI, U TE, KO-
TOpBIE JKUJIU TIOJ TOBEPXHOCTHIO, IPOpacTas CKBO3b
TPYHT WJIH JaXke CKBO3b cocemauue (yxe orMepriue?)
ocob0u (Grazhdankin, Seailacher, 2002; Droser et al.,
2014), MOCKOIIbKY YCTPOEHBI OHU TOYHO TaKXke Kak
u credenpuateie hopmbl (puc. 3, a, 6, 0—u). Cnenbt
BEHIOOMOHTOB — 3TO HIMEHHO CJIE/IbI BCAaChIBaHUS, a0-
copO1MH, Ha KOTOPBIX MPOCMATPUBAIOTCS OTICYATKU
BCE TOM K€ pa3BETBICHHON cucTeMbl KaHanos (UBaun-
noB, 2011, ta6n. I, ¢pur. 4). OHU MOITIH MOSBUTHCSA
JUIIb B TOM CJydae, €ClIM OpraHu3M O4YeHb IMJIOTHO
Bceil MOBEpXHOCTBIO MpHcocajcs K rpyHTy. Heo-
OBIYHOE, THCKPETHOE, MepeMeIleHNe BeHT00HOHTOB
Ha pacCcTOsSHHE, HE TPEBBIIIAIONINE TPETh UX JJIUHBI
(MBanmoB, Mamaxosckas, 2002; HMsanmos, 2011),
TaKkKe KaK HEKOTOPOE COKpaIleHHWEe IOBEPXHOCTH
Ne6 2014
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(Brasier, Antcliffe, 2008), BeposTHO, OCYIIECTBIs-
JINCh 3a CYET BCE TOM K€ CHCTEeMbI KaHAJIOB. M3me-
HEHHE B HEH OCMOTHYECKOIO JaBJICHUS TO3BOJHUIIO
OBl M COKPATHUTH IUIOMIAb TOBEPXHOCTH, U OTOPBATH
OpTaHU3M OT TPYHTA; ISl €T0 MaJTbHEHIIEero cMele-
HUSI TIPU COOTHONICHHUSAX TOBEPXHOCTH K 00BEMY,
yYKa3aHHBIX BBIIIE, OBLIO MOCTATOYHO Ja)ke HEOOJb-
IIOro TeYCeHHUs Wian BoHeHUs. Celdyac MOX0KUU Me-
XaHU3M MCTIOJIB3YIOT XHIIHbIE TPHOBI, CTOCOOHBIE 3a
CYEeT M3MEHEHHSI OCMOTHYECKOTO JaBIeHUsS B THU(aAxX
owicTpo — Beero 3a 0.1 ¢ — BcocaTh B KIIETKHU JJOTOJI-
HUTEIBHYIO BOJIY M, YBEIUYUB UX 00BEeM, MONMaTh
U O0C3JBMKUTH KPYIJIOTO YEPBS WM THXOXOIKY
(Heintz, Pramer, 1972; Chen et al., 2001). Curaaiom
K JICHCTBUIO TpU0a CIY)KUT U3MEHEHHE COOTHOIICHUS
HEKOTOPHIX d5IeMeHTOB, Hanpumep C/N, Bo BHEIIHEH
cpene. [lpu ucromenun pecypca — 0CeBIICH OpraHu-
YeCKOW B3BECH MM OAaKTEpHUAIBHOTO MaTa — TaKOi
CHUTHAJI M YIIOBUJI OBl BEHTOOMOHT.

ConmepkaHue  pacTBOPEHHOrO,  KOJUIOWJHOTO
U B3BCUICHHOI'O OPraHWYecKOro BEIIecTBa B /M-
aKapCKOM OKeaHe B 2—3 pa3a MpEeBBIIIAJ0 HBIHEII-
HUN ypOBEHB, YTO OMPEACINSCTCS 10 COOTHOIICHUIO
nzoronoB Ca, N u opranmueckoro yriepoxa (Fike
et al., 2004; Shields-Zhou, Zhu, 2013; Kikumoto et
al., 2014). He ciy4aifHO sl DIMAKapCKUX OTIIOXKE-
HUI XapakTepHbl M APYTHE TUTaHTBI-OCMOTPOQBI:
KoIIOHUHW Oaktepuid, rpudsl (Mapycun u np., 2011).
B coBpeMeHHOM OkeaHe camble KPyIHBIE OCMOTPO-
(b1 — MerabakTepun — COCPEIOTOUYCHBI B 30HAX arl-
BEJUIMHTA, T.€. B YCJOBHSX CTaOMJIBHOIO MPHUTOKA
ouorenoB (Schulz H.N., Schulz H.D., 2005). 1 au-
BepcuUKaus BEHAOOMOHTOB Hadallacb HMEHHO
B 30HE KOHTYPHBIX TCUCHHH M alBEJUIMHTA MPHUIIO-
nspabix Mopeit (Pegonkun, 2000; Laflamme et al.,
2013), u mpomomkanach B YCIOBHSIX MOBBIIICHHOTO
COJICp)KaHUsl B OKeaHe OPTraHMYECKOTO BEIECTBa,
MIPY YaCTHIX MAJIEHUSIX YPOBHS KUCIOpoa 1 6e3 1aB-
neHus OMoTypOaTopoB M XUITHUKOB. CHIDKEHHE 3Ha-
YUMOCTH II€PBOT0 U3 ATUX (PAKTOPOB U PE3KUil pocT
BJIMSIHUS MIOCTICAHUX U3 HUX IIPUBEIIN K IIOJTHOMY HC-
Ye3HOBEHHUIO BEHO0OMOHTOB Ha py0Oeke dIuaKapcKo-
ro u kemOpuiickoro nepuonoB. M3oronHsle aHoma-
JUH yIiiepoaa, NPUYPOUCHHBIC K OTIOXKEHHUSIM 3TOTO
BPEMEHH, KaK pa3 CBHJETEIBbCTBYIOT O KPYIHOH I1e-
pecTpoiike yriepoJHOro IHUKjIa, HEe MMCEIoIel aHa-
JIOTOB BO BCEH mocieayoiei ucTopun 3emiau. XoTs
HAXOJKH BeHJO0OMOHTOB U3 0ojee MO3JHUX OTIOXKE-
HUM yHOMHHAIOTCA Hepeako (Hampumep, Conway
Morris, 1993; Babcock, Ciampaglio, 2007), Hu ojHa
N3 TaKHX HaXOAOK HE OTBCYACT BbIIIC Ha3BaHHBIM
MOP(}OIOTHYECKIUM KPUTEPHSIM: OHU JTHOO MPeJICTaB-
JSIOT COOO0M 0CTAaTKU OOBIYHBIX, (PAaHEPO30HUCKUX, Op-
raHU3MOB, JIM00 HCKOIIAa€Mble CJI€bl, HHOTAA HEOp-
TaHWYeCKUe 00pa3oOBaHMS.
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OcobeHHoe CTpOCHHE UMEIOT U dIHaKapCKue CKe-
JIETHBIC OPTaHu3MbI. Tak, camoe pacrpoCTpaHEHHOE
n3 Hux — Cloudina — UMeeT COBEpIICHHO HEOOBIU-
HBII CKEJET, COCTOSALINM U3 SKCIEHTPUYHO BIIOKEH-
HBIX JIPYT B JAPYyTa, 3aKPBITHIX CHU3Y, HEMPABUIbHBIX
M3BECTKOBBIX KOHYCOB; MHUKPOCTPYKTypa CKejleTa —
NPUMHUTHBHASI — BCTPEYACTCS] Y KPACHBIX M JIPYTHX
0OBI3BECTBIICHHBIX  Bojpopocieit  (Viridiplantae),
dopamunudep (Rhizaria), rybok u kaumapuii (Hu3-
mue Metazoa); y KOJIbUEIOB, BKIJIF0Yas OTOHO)OP,
nomo0OHass MUKPOCTPYKTypa He o0pasyercs; MpoTo-
koHX y Cloudina orcyrcTByeT — 0a3ajbHas 4acTh
orkpsitast (Cortijo et al., 2010; Vinn, Zaton, 2012;
Zhuravlev et al., 2012). Namacalathus oGnanaet u3-
BECTKOBBIM CKEJIETOM B BHJIE TOPUCTOTO MHOTOTPAH-
HUKa HAa HOXKE; CTOJIOH U MPU3HAKH MOJTUIIOUTHON
opranmu3anuu y Hero He otmedeHnsl (Grotzinger et al.,
2000). Namapoikia — 6ecopMeHHasT COTOTIOTOOHAS
Mmacca, Suvorovella n Majaella — BO3MOXHBIE CKe-
JICTHBIC BEHIOOMOHTHI, Sinotubulites — MUIUHIPU-
YyecKas paKOBMHA M3 HEYMOPSIOYCHHBIX HACIOCHUN
aparoHuTa, aHabapuThl — CIHUPaAJIbHO-3aKPYUYCHHBIC
KOHUYECKHE PAKOBUHKH C Tpems Jionactsimu (Bojor-
nuH, Macnos, 1960; Kouchinsky, Bengtson, 2002;
Wood et al., 2002; Chen et al., 2008; Zhuravlev et al.,
2012). Bce ot apeBHEHIINE CKEIETHBIE OPTaHU3MBI
WCYE3NIM B KOHIIE DIMAKAPCKOTO — Hadasie KeMOpuii-
CKOTO IepuoJa U, Cylsi IO WX HEOOBIUHOMY CTpOE-
HUIO, HE UMEIOT OTHOIICHUS JIaXKe K MMOCIeAYIONIeMY
“xeMOpuiickoMy B3pbIBY” . HcKiloueHre, BO3MOXKHO,
npencrasisier Namacalathus, Ho 00 5TOM HIKE.

IybKu: He monNbKO CRUKYTbL

[TepBriMu Metazoa B uckomaeMoi JIE€TOMUCU CUH-
TarTCs TYOKHU, XOTS BCE JIPEBHEHIINE HAXOAKU 3TUX
OpTaHNW3MOB HE UMEIOT OAHO3HAYHOTO HCTOJKOBAHHS.
BuomMapkepsl [Hepas3JIoKUMBbIE OCTATKH HEKOTOPHIX
apoMaTH4YeCKuX W anu(arudecKux YTrIeBOIOPOIOB
(Peters, Moldowan, 1993; Summons et al., 2006)],
a WUMEHHO 24-WU30MpONUIXOJIECTaH, CHCIU(UUHBIC
JUTSL TOH TPYIIIBI U OOUIIBHBIC B 3IMAKAPCKUX He(Te-
HOCHBIX W W3BECTKOBBIX OTIIOKEHHSX, MOJICKa3bIBa-
0T, 9YTO TYOKH MOTJIM CYIIECTBOBaTh 635 MIIH JIET Ha-
3ax (Love et al., 2009). Bnpouewm, JlaB u ero Kosieru
HE MCKITIOYAIOT, YTO ATO MOJIEKYIISIpHBIE OCTaTKH “‘Of
their ancestors” (Love et al., 2009, p. 719). Bnonue
BO3MOXXHO Tak)Xe, 9TO 3TH OMOMapKephl MpHHAIJIE-
xKat BoopocisiM (Stramenopiles) u quareHeTnyecku
n3menennl (Antcliffe, 2013). Paiitnep u Bépaiine
(Reitner, Worheide, 2002) oTmMedaroT HaXOIKH CITH-
Kyl B KpuoreHoBoMm posiomute HyH-/lell Bo3pacTom
okxosio 750 miH net B HeBaze; n3o0pakeHus: caMux
CIIUKYJI HUTNIE HE MPHUBOIATCS, HO Ha ATy padoTy
4acTO CChUIAIOTCSI Kak Ha mepBoucTouHuk (Miiller
et al., 2007; Sperling et al., 2010). OTu xe aBTOPHI
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moMecTuan (ororpaduio “CIUKYIbHON TYOKW’ w3
BeH/a bemoro Mops, KoTopas, BO3MOXHO, SIBISIETCS
ocTaTKaMH  cTe0eIpdaToro BEHJIOOMOHTA, IMOH00-
Horo Palaeophragmodictya spinosa, OTHCaHHOTO
u3 Toro xe MecrtoHaxoxaeHus E.A. CepexxHUKOBOI
(2007). U cama “ry6ka” — Palaecophragmodictya c
Onunakapckux xonMmoB (Gehling, Rigby, 1996) — ume-
eT (PpakTalIbHYH CHUCTEMY KaHaJIOB, CBOHCTBEHHYIO
ocMoTpodaM — BEHIOOMOHTaM, a He QUIBTPATo-
pam — ryOkam. [To3nHesquKapcKue CuKyIbl U3 ara-
HoyioMcKO# cBuTBhl Monrosiuu (Brasier et al., 1997)
0Ka3aJlMCh HEOPraHWYECKUMU MHUHEPAJIbHBIMU KPH-
crannamu (Antcliffe et al., 2011). CnoxxHo npezacra-
BHTbH, 4TO T'yOKOH Oblna sauakapckas Coronacollina
(Clites et al., 2012) — numeanpbHOE YETHIPEXIIYUIEBOE
pacmoyio)keHue “‘CIIUKyN” W OJWHAKOBOE HMX YHCIIO
MpU JTOCTATOYHO Pa3HBIX pa3Mepax dK3EeMIUIIPOB
3TOr0 HMcKomaeMmoro (ot 1 g0 22 MM B TOTepeyHU-
Ke) CKOpee YKa3bIBalOT Ha €ro MUHEPAJOTHYECKYO
npupony. I[lpomomkaroT HaXOIWTh HOBBIE TyOKO-
nogoOHble 00pa30BaHMsl B IPEBHUX CIIOSIX M TOHBI-
HE: HampuMep, HEOObIYHBIC, BOBMOXKHO, CKEJICTHBIC
octarku u3 Gpopmanuu Tpezona Bozpactom 660-635
miH sieT B FOxxnolt ABctpanuu (Maloof et al., 2010b)
u Otavia 13 OTI0XKeHU# Bo3pacToM 760—635 mMiH et
Hamu6un (Brain et al., 2012), HO OTOXIEeCTBICHHE
3TUX HAaXOJOK UMEHHO ¢ ryOKkamu, Ja u ¢ Metazoa
B LIEJIOM, OCTAETCs HEOOOCHOBAHHBIM.

JleTonuch ry0OK HauMHAETCs JHUIIb B KeMOpHUii-
CKOM mepuoje, korjga nossisitoress Hexactinellida,
Demospongiae u Calcarea, u3BecTHbIC KaK IO CITH-
KyJlaM OIpeNeICHHOW CUMMETPUH U XUMHUYECKOTO
cocTaBa, TaK M IO IedbIM ckeneram (puc. 1). Jlums
uckonaemble Homoscleromorpha nocrosepHo He u3-
BecTHBI. Hao0opoT, B kKeMOpHUiickoM Tieproae ObLITH
pacnpocTpaHeHbl HECKOJIBKO BBIMEPIIUX I'PYHI Ty-
OOK: reTepakTUHUABI U apxeouuarsl. [locnennue u3
HUX ObUIM CaMbIMM MHOT'OYMCIICHHBIMH M 3aKOHYH-
JIM CBOE CYILIECTBOBAHME YK€ B PAHHEKEMOPUHCKYIO
SMOXY; JIILIb J1Ba BUJA U3BECTHBI U3 CPEIHE- U MO3/-
HEKeMOPHICKUX OTIOXKEeHHH. [IpuHaaIexKHOCTD ap-
Xeonuar K ryokam, Kak GuiIbTpaTopoB, MOATBEPKAA-
eTcsi OMOMexXaHMYEeCKUMU UCCIIeI0BAaHUSIMU MOIeTIei
WX CKEJETOB — OOBIYHO JIBYCTEHHBIH MOPUCTHIN Ky-
00K C BEpPTHKAJIbHBIMU H/MIU TOPU3OHTAIBHBIMHU
MOPUCTHIMHU TUIACTUHAMHU, COCAMHSIONIMMH CTCH-
KM, — B akBapuymax (Savarese, 1992) u ananuzom
TEHJICHIIUI B DBOJIOLUOHHBIX MPEe0Opa30BaHUAX UX
CKEJICTHBIX 3JIEMEHTOB, HAIPaBJIEHHBIX Ha yiIydlle-
Hue ¢miprpanun (Zhuravlev, 1993b). Cyas mo mu-
KPOCTPYKTYpE CKeleTa, o0leMy IJIaHy CTPOEHHS,
XapaxkTepy Oecrojoro pasMHOXXEHHS M MMMYHHBIX
peakumii (B pudax mpeKpacHo COXPAHSIOTCS CKele-
Thl B IPHKU3HEHHOM IOJIO)KEHUU U B3aHMMOCBSI3H C
POIOCTBEHHBIMH M HEPOICTBEHHBIMH OpPraHU3MaMHu),

XYPABJIEB

OJIMKe BCEro apxeouuarbl ObLIM K OOBIKHOBEH-
HBIM T'yOKaMm, Cpely KOTOPBIX U HBIHE BCTPEYAIOT-
¢ GopMBI ¢ OOBI3BECTBICHHBIM OCCCIUKYIbHBIM
CKEJIETOM, ITOBTOPSIONIUM CTPOCHHE apXxeonmar —
Acanthochaetetes, Vaceletia (Zhuravlev, 1989;
Debrenne, Zhuravlev, 1994) (puc.1). CampiMu
KPYIHBIMH W JOCTAaTOYHO OOWIBHBIMHU, XOTS U OJI-
HOOOpa3HBIMU KEeMOpPUUCKUMH PpUPOCTPOUTEIIMHI
BO3MOXKHO TYOKOBOUW MpPHHAIIICKHOCTH, OBUIH TIO-
mychepruuecKkrue pajHolHuaThl — UX CKEIET COCTOSII
13 TaHTEICBUIHBIX JIEMEHTOB CO 3BE3[4aThIMHU ILJIa-
CTUHKaMHU Ha KOHIAaX, KOTOPbIE, CMBIKASCh JTy4aMH,
00pa3oBbIBaIM MOPUCTHIE HAPYXHYIO W BHYTPCH-
HIOIO CTeHKHU. EMMHCTBEHHBIMH MX aHAJIOraMH |, Be-
POSITHO, MOTOMKaMU OBUIM OPJOBHUKCKHE—TIEPMCKHE
peUenTaKkyInuThl, Y KOTOPBIX 3Be3/14aThlie MIACTUHKH
CO BpPEMEHEM CMEHUJIUCH CIUIOMIHBIMH POMOOBHII-
HeIMH TaOnmukamu (Zhuravlev, 1986).

[To rerepakTHUAAM — BBIMEPIIMM T'yOKaM, CKEJIET
KOTOPBIX COCTOSJI W3 MPABUIBHBIX MHOTOJTYYEBBIX
CIUKYJ, U MO3TOMY MX paHbIIE paccCMaTpUBaId Kak
oTAenbHbIl oTpsan cpeam Calcarea, — WHTEpeCHBIN
Matepuai coopanu bortunr u barreppunn (Botting,
Butterfield, 2005). OTu naneontonorn oOHapy UIN
y JpeBHeWIel rerepakTuHuibl Eiffelia nByxcnoii-
HBIC IIECTU- M YETHIPEXITYUEBBIC CIUKYIIBI HECKOJb-
KHX IOPSJIKOB, OCEBasi YacTh KOTOPBIX COCTOSIIA U3
BBICOKOMArHE3MaJIbHOTO KaJIbIIUTa, a 000JI04Ka — U3
kpemHe3ema (omamna) (puc. 1). Ilockompky miecTu-
Jy4eBble KPEMHEBBIE CIMKYJIBl BCTPEYAIOTCS JIMIIb
y TEKCAaKTHHEJIHJ, a KaJbIIUTOBBIE HYETHIPEXIIy-
94eBble — TUNUYHBI IS M3BECTKOBBIX T'yOOK, OBLIO
MPEIIONI0KEHO, YTO TeTePaKTUHUIBI SBISIOTCS IIe-
pexonapiMu popmamu ot Silicea k Calcarea. Dto
MPEIOoNIOKeHHE TTOATBEPKAaeTCS M (QUIIoreHeTHye-
ckuM aHanuzoMm MUKpoPHK (Sperling et al., 2010),
a Taxke Ooiee MO3AHMM MOABICHUEM CIHKYI HU3-
BECTKOBBIX I'yOOK B IaJCOHTOJIOTHYECKOH JIETOMH-
CH, YeM CIHKYJ IIECTUIYYEBBIX M OOBIKHOBEHHBIX
(Zhuravlev, Wood, 2008).

Kuuoapuu: kyoa ynnviiu medysvi?

Kuaunapusimu, B OCHOBHOM Mey3aMH U MOPCKUMH
nepesimu (Octocorallia), panee cuutanu OOJBIINH-
cTBO »auakapckux opraHuzMoB (Glaessner, 1984;
Jenkins, 1992). Onnako 3TH “MOpcKHe mepbs’ sB-
JSIOTCS BEHAOOMOHTAaMHU, a dAUAKapcKue “Meay3bl”
MPEeCTaBIAIOT CO00M MPUKPENUTEIbHbIC JUCKU BEH-
NO0OMOHTOB, a TAK)KE KOJIOHUH BOJIOPOCIIeH n/uinu Oak-
tepuii (Grazhdankin, Gerdes, 2007; Serezhnikova,
2007; Cepexnukona, 2013). bonee pazHooOpa3sHbIMU
OKa3zaJIMCch KeMOpuiickue “mMeay3sl”, Cpeld KOTOPBIX
ecThb Hckomaembie cienbl (Jensen et al., 2002), Gpa-
xuomnojsl (Zhang et al., 2009), kceny3un (Ramskold,
Chen, 1998), mapomcoHeMumpl — TeJarudeckas
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TpyIIlia OPTaHW3MOB C MHOTOJIONTACTHBIM, BO3MOKHO
XUTUHU3UPOBAHHBIM, TUIABATEIBHBIM JIUCKOM H TIOJI-
BEIIEHHBIM K HEMY CIHPAbHO-CBEPHYTHIM KHIIICU-
HUKOM C BEHYHMKOM BETBAIIMXCS MIyNajel BOKPYT
POTOBOTO OTBEPCTHSI, KOTOPHIX CPABHUBAIOT C J10(O-
¢doparamu u BropuaHOpoTHIMU (Ppena u ap., 2002;
Zhu et al., 2002), u gaxke pOTOBbIC JOMACTH BBIMEP-
mux Ecdysozoa — anomanokapumun (Whittington,
Briggs, 1985). Bo3MoxHBIC OTTHEYATKH MEOYy3 W3-
BECTHBI JINIIb M3 CPEOHEKEMOPHUHCKUX OTIOKCHHI
(Young, Hagadorn, 2010). x npuHay1e)KHOCTH K Ka-
KHM-JIN00 COBPEMEHHBIM I'pyIlIaM HE yCTaHOBJICHA,
XOTSI MOJKHO BCTPETUTH U OOpaTHBIC yTBEPKACHHUS.
Tak, Kaprpaiit ¢ komneramu (Cartwright et al., 2007)
Mo JiecsITH 00pasiiaM OMUCcaIl MeIy3bl, PEACTaBIIS-
IOIIME TPU COBPEMEHHBIX KJlacca M YEThIPEe CeMeHCT-
Ba — Hydrozoa, Scyphozoa (2) u Cubozoa. IIpasna,
BCE UYCTHIPE MMEIOT OAHY Pa3MEpPHOCTh ‘“30HTHKA”
(7-8 mMm), xommyecTBO “mrymanen’’ (mpuMepHo 18),
a HaJIWM4#e TeX WM WHBIX THarHOCTUYECKUX MpU3Ha-
KOB aBTOPBI ONPEEIINIIH 110 OTIeYaTKaM pa3HOH cTe-
MIEHU COXPaHHOCTH WJIM MIOJIOKEHHSI Ha TIOBEPXHOCTH
HarutactoBanus. MHpIMH croBamu, nu0O0 3TO OAMH
BUJ], COUCTAIONIUI MPU3HAKK BCEX TPEX COBPEMECH-
HBIX KJIACCOB, TUOO OTISITH JK€ COBCEM HE MeJy3a.

JpeBHelilne KHUIApPUU U C MUHEPAJIbHBIM, U C
XUTHHU3UPOBAHHBIM CKEJIETOM, TOSBISIOTCS JIHIIb
B KeMOpHUIICKOM IMepHuoj, T.e. IO MECHbIEH Mepe Ha
30 MJIH JIET paHblll€ YIOMSHYTBIX BbIIIE CPEIHEKEM-
Opuiickux ‘“‘Meny3”’; cHadalla OYEeHBb MPOCTHIC OIH-
HOYHBIC OpPraHU3MBl, a 3ateM, uepe3 10—15 mun ner,
MOIyJIbHBIE (GOPMBI, OJTU3KHE MO CTPOCHUIO K OPIO-
BHUKCKUM Kopajuiam — Tadynstam (Zhuravlev et al.,
1993; XKypasnes, 1999; Fuller, Jenkins, 2007; Park
et al., 2011) (puc. 1). Kpome HUX, BO3MOXKHBIMU
KHHJAPHUSIMH SIBIISUTHCH TEKCAKOHYISIPUH — CUJSTYNE
dopmer ¢ pocharaeiM (mm mocmepTHO (ocdaTu-
3UPOBAaHHBIM) CKEJIETOM B BHJE IEPEBEPHYTOH Iie-
CTUT'PAHHOM MUPAMUIKHU, KOTOPbIE U3BECTHBI TOJIBKO
n3 0a3anbHbBIX clloeB KeMOpuiickoi cucteMsl B FOx-
HoM Kutae m MHanu, — M KOHYJASPHUHM C YETBIPEX-
rPaHHBIM OPraHUYEeCKHM, BO3MOXHO MpPH JKU3HU
XUTHHU3UPOBAHHBIM CKEJIETOM, 3aKPBITBIM CBEPXY
Kak y ¢urypku opuramu. KoHyiaspHii, MOsSBUBIINX-
Csl B TMIO3JTHEKEMOPUHCKYIO ATIOXY, U TeKCAKOHYIISIPUN
COIIOCTABISIIOT CO CTaBPOMEAY3aMM, €CIM KaK OcC-
HOBHOW NPHU3HAK PACCMATPHUBAIOT YETHIPEXJIYUEBYIO
CUMMETpPHIO, JTU00 ¢ KOpOHATAMHU, €CJIM O0paIlaroT
BHHMaHHUE Ha CTPOOMIIO-TIO0OHBIE TIEPEXUMBI (van
Iten et al., 2006, 2010). ViMeHHO TeKCaKOHYISPHUIM
MpPHUHAJJIEKAT HEKOTOPhIe KeMOpUHCKHE dSMOPHUOHBI,
KOTOpbIe U3BECTHBI Kak Punctatus n Olivoodes n Ha-
MMOMHUHAIOT IOBEHWJIbHBIE IOJHIIBI KOPOHAT, 3aKJIO-
yeHHble B mepuaepmy (Bengtson, Yue, 1997; Dong
et al.,, 2013). [IIpaBma, HekoTopwie u3 Olivoodes
Ne6 2014

JKYPHAJI OBLIEN BUOJIOTUU oM 75

423

U “MATKHX KOPa/UIOB” BMECTO YETBIPEXIIYUeBOM
CUMMETPHH MMCIOT TSTHIIYYCBYIO, a TaKXKE MHKPO-
CKYIBIITYPY TIOBEPXHOCTH, HE HCKIIOYAIOIINE HUX
npuHAIC)KHOCTh K Ecdysozoa (Liu et al., 2014;
Steiner et al., 2014).] K oroit xe rpymnme memys
MPEATON0KUTETFHO OTHOCSTCA XWOJHTTEIbMUHTEI
Byronia w Sphenothallus — 00p19HBIE B KEeMOPUHCKUX
oTnoxkeHusAx (¢ocdarapie TPYOKH C MOMEPEIHON pe-
OpUCTOCTBIO U MHUKPOJIAMEIUIIPHON MUKPOCTPYKTY-
poii (Bischoff, 1989; van Iten et al., 1992; Zhu et al.,
2000; Vinn, 2006). x yacTo cpaBHHBAIHM C KOJbUE-
LaMU HJIM MOroHo(opamMu, HO 0COOEHHOCTH MUKPO-
CTPYKTYpBI, a TakKe HalM4he MNPUKPETUTEIbHBIX
JVICKOB M TICEBJOKOJIOHUH Y IBYX TOCIeAHUX (HopM
CKOpee YKa3bIBaeT Ha UX OTHOILICHHE K KHUJAPUSIM.

Ucrtopus xHumapuii, kKak U ryOOK, MPOTHBOPEUUT
npeanonoxenuto Jproan (Dewel, 2000) o Tom, uto
Bilateria Mornmu mpou30MTH OT KIOHAIBHBIX KUBOT-
HBIX, MOJAOOHBIX MOPCKHM IMEPbsM, KOJIOHHAJIbHAS
OpraHu3anusi KOTOPHIX Jalia Havyallo TPEeXCIONHBIM
npenkam Bilateria. JIpton cuuTanma MOPCKUMH Tie-
pPhSIMH BEHAOOWOHTOB — HCKOMAEMYIO TPYIIY, KO-
TOpas OTHOIICHHUS K MPOUCXOXkaAeHUIo Bilateria, kak
u Metazoa B ienom, He umena. Eciu ke onuparbes He-
MMOCPEACTBEHHO Ha MaJICOHTOIIOTHIECKYIO JIETOTHCH,
TO TIEPBBIE HCKOITAEMbIE OPTAaHM3MBI B KaXKJI0H OCHOB-
Holt BeTBH Bilateria — Ecdysozoa, Lophotrochozoa
n Deuterostomia — mpencTaBIsOT cO0O OCTAaTKU
MTOJIBMKHBIX HEKJIOHAJIBHBIX (popM. Bomee Toro, naxe
Cpelu JOCTOBEPHBIX UCKOMAEMbIX I'yOOK U KHUJAPHUI
BCE CaMble JIpEBHUE (POPMBI SBIISIFOTCS OAMHOYHBIMHU
opranu3zmMamu. Tak, Ha XOpOLIEM CTAaTHCTUYECKOM
marepuane (Bce 305 u3BECTHBIX POJOB) MOKA3aHO,
YTO JIPEBHEUINNE apXCOIMATHI ABJISIOTCS OJUHOYHBI-
MU (popMaMu, JTUIIb MO3HEE Ha UX OCHOBE BO3HHKA-
IOT CHaJdajia BETBUCTHIC (MAJOMOIYJIBHBIC), & 3aTeM
U MaccWBHBIC (MHOTOMOAYIhHEIE) (opmbl (Wood
et al., 1992). (TepMuH “MOIYTBHBIN" HCIIOIB3YETCS
3/1eCh, MOCKOIBKY BCE KOJOHHAIBbHBIE OPTaHU3MBI
SIBJISTIOTCS. MOAYJTBHBIME (POPMaMH — COCTOSIIIIAMH 3
OJTHOTUIHBIX €IWUHUIl, MOIYyJEeH, HO JaJIEKO HE BCe
MOJYJIbHBIE ()OPMBI MOXXHO CYUTATh KOJIOHHABHBI-
mu. Hampumep, y OonbIIMHCTBA apXeoIUaT MOIYIH
pasleneHbl BTOPUYHBIMUA CKEJICTHBIMU OTIOXKCHUS-
MH | TIPH )KU3HU TEPSIU CBSI3b JIPYT C IPYTOM, JTaKe
€CIIM Pa3BUBAIHUCH 33 CUCT JICJICHHS WJIH TIOYKOBAHHUS
eJMHOM MaTepuHCKOH ocobu.) To ke BepHO U JyIst
KeMOpuiickux crnukyinbHbIX ry0ok (Hexactinellida,
Demospongiae, Calcarea) — cHavyana B MCKOIIaeMOM
JICTOTIMCH TOSBJISIOTCS OJMHOYHBIC (POPMBI U JIMIIb
MHOTO TIO3JIHEE OUCHb PEJIKUE MAJIOMOYTbHbIC KOH-
CTPYKIIMU — MX IOJHBIE, HE PACCHIMABIINECT HA OT-
NeTbHBIE CIUKYIBI CKEJIEeTHl, BCTPEUAIOTCS B Jarep-
mTeTTax u nutudunupoBanueix pudax (Rigby, Hou,
1995; Rigby, Collins, 2004; WBanmoB u ap., 2005;
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Kruse, Zhuravlev, 2008; Wu et al., 2014). B uenowm,
cpenu 4367 ponoB KeMOPUHCKUX HCKOIAEMbIX Opra-
HH3MOB, H3BeCTHBIX K 2001 1., mus 3.5% sBisroTcs
MOIYJIbHBIMU (hOpMaMU (apXeonuarsl, pagruonnuaTsl
U Ip. TYOKHU — 75 ponoB; KopaiaoMopdsl — 25; MIIaH-
KU — 2; TpanToiuThl U nrepobdpanxuu — 48) (Wood
et al., 1992; XKypasnes, 2001). 3a mocnenxnee aecs-
TAsieTHe ObLIO omucaHo enie npumepHo 400 pomaos,
U3 HUX He Oojiee 5 — MOLYJBHBIX, TaK YTO 00IIas ux
JI0JIs1 TOJBKO CHU3MJIACh. M HU OAMH 13 HUX HE SIBJIS-
eTcsl JPEBHEHIIUM IPEJICTABUTENEM XOTh KaKONH-TO
rpynnsl Metazoa.

BH’IOPZ/IUHOPOI’}’Ible 6 Kasvlukax u 6es

XoTsl cpean KeMOPHICKMX MOIYJIbHBIX OPTaHU3-
MOB TpETb HIPUXOAUTCA HAa TEMUXOPIOBBIX, APEB-
Helmme mnpexacraBuTenn Deuterostomia He ObuH
KOJIOHHaNbHBIMH ~ (popMamMu. Cpeaum TreMuxopao-
BbIX KpPBUIOKaOCpHbIC MHOSABISAIOTCS JIMLIbL B CPe-
HEKEeMOPHICKYIO DIOXY, U camble paHHHE M3 HHUX
ABIISIIOTCS OYEHb MPOCTHIMH OAMHOYHBIMH (opMa-
Mu — “Rhabdopleura” u Cephalodiscus? (Durman,
Sennikov, 1993; Harvey et al., 2012), B pe3ynbrare
arperaiyy KOTOPBIX, BEPOSITHO, BOSHUKIIM MPOCTHIC
KoJIoHUaNbHEIE popMbl (Maletz, 2014). lanpHelimee
YCIIO)KHEHHE 0JIacTOreHe3a MPOUCXOAMIIO Y TpamnTo-
autoB (Cooper et al., 1998). [IpuHamIe)KHOCTh BCEX
9TUX (OpPM MMEHHO K KpbLI0XKaOEepHBIM yCTaHOBJIE-
Ha 110 CTPOCHMIO TPYOUaTOro OPraHuvdecKoro cKee-
Ta, KOTOPBIA M y KPBUIOKAOEPHBIX (IIEHOCTEYM), U Y
rpantoauToB (pabmocoma) COCTOMT M3 KOJIJIareHo-
BBIX (y3emripabix cinoeB (Mierzejewski, Kulicki,
2001).

[IpobGnemaTnanbIe JIpeBHEHIINE KeMOpuii-
CKHe KpBLIOKaOCpHBIC — Galeaplumosus
u Herpetogaster — TpeACTaBISIIOT co00H oTmevar-
KM OAMHOYHBIX OPTaHU3MOB C BEHUMKAMH IEPUCTHIX
mrynanerr 6e3 mernocteyma (Caron et al., 2010; Hou
et al., 2011). Ux npuHaUIe)KHOCTH K ATOH TpyIIe HEe
JI0Ka3aHa, MOCKOJIBbKY 300U/Ibl KPBUIOXKaOCPHBIX JIeT-
paaupyIoT B TEUCHHE HECKOJIBKUX JIHEH, HE COXpaHss
HUKAaKWX OTYETIMBBIX MPU3HAKOB KJlacca WIU Jlaxke
tuna (Briggs et al., 1995). Kpome Toro, mymnanbua
COBPEMEHHBIX KPbIJIOXKaOEepPHBIX Pa3BUBAIOTCS U3 Me-
30COMBI, WJIM BOPOTHUYKA, @ HE U3 MepeaHel JacTu
OopraHu3Ma — MPOCOMBI, WJIM TOJOBHOIO IIUTa, IJe
OHU pacronoxeHsl y Herpetogaster (Maletz, 2014).

bonee wHTepecHBl [1Ba CpelHEKEMOpPHICKHX
MCKOTIa€MBbIX, KOTOPBIX paHee OTHOCHIM K KOJIbYe-
naMm u npuanymunam, — Oesia u Spartobranchus: nx
kpynHoe (10 10 cm) yepBeoOpa3HOe TEIO CO CKBO3-
HBIM KUIICYHUKOM IOJpa3fesisieTcs Ha TPH OTIAela,
¥ BTOPOM W3 HUX HECET MHOTOYHCICHHBIE kabep-
HBIE Menu; y Spartobranchus poToBOE OTBEpPCTHE

XYPABJIEB

PACIIOJIOKEHO Ha CTHIKE FOJIOBHOTO M IIEHHOTO OTJIe-
J1a, ¥ B TOJIOBHOM OT/IeJie HAOIIOAA0TCS CTPYKTYPHI,
HarmoMHuHaromue croMoxopa u “Buiodky”’ (Conway
Morris, 2009; Caron et al., 2013a) (puc. 1). [IpaBnaa,
y HEro €CTh BHEIIHSS OpraHuyeckas TpyOka, oXBa-
THIBAIOIIAs OPraHU3M TMPUMEPHO HAa YETBEPTh JJIH-
Hbl, MHOIZla BETBANIAACA, KOTOpas, BIIPOYEM, MOIJIa
OBl OBITH TPEIICCTBCHHUKOM IICHOCTEYMa KPBLIO-
xabepHbix. CeCTpUHCKHE OTHONICHUS KPbIJIOXKa-
OCpHBIX ¥ KHUIICYHOABIIIANINX MPEIONAratoTcs 1Mo
MOJICKYJIIDHBIM W CPAaBHUTECJIbHO-aHATOMHUYCCKUM
nanaeIM (Brown et al., 2008; Swalla, Smith, 2008;
Philippe et al., 2011), yTo HE HCKITI0OYaEeT BO3ZMOXKHO-
CTU NPOUCXOKACHU IICPBLIX U3 HUX OT IMOCJICIHUX.

Uto kacaeTcs HaXOMOK PaHHEKEMOPHHUCKHUX XOp-
JOBBIX, TO HAJIMYHE Y TPEINoNaraeMblx 00O0J0YHHU-
koB (Cheungkongella, Phlogites, Shankouclava; Shu
et al., 2001; Chen et al., 2003) mrymanpienoqo0HbIX
CTPYKTYp CKOpee OTBEYaeT IJIaHy CTPOCHUS IyHalb-
uesbix (Caron et al., 2010; Shu et al., 2010). Bronue
BO3MOXHO, 4YTO M ‘““MATKOTEINbIE KpPBUIOXKAOEepHBIE™,
1 “000JOYHUKH” TIPEJCTABIISIIOT COOOW OCTATKH IIIY-
MaJbIEBbIX, COXPAHIIOMUXCS 32 CUET XUTUHU3ALNH
MMOKPOBHBIX TKaHEeW: “000JI0YHUKHA~ OYEHb HAIIOMU-
HAIOT KEeMOPHUUCKHUX OpaxroIon ¢ HEMUHEPAIH3UPO-
BAHHOM PAKOBUHOMN — Yy HUX MOKHO BBIJICJIUTh HOXKY,
pakoBuHY U nododop, a Herpetogaster oTnndaercs
OT TAapOICOHEMH[, YHOMSHYTBIX B IpPEIbIIyILEM
paszene, TOJbKO OTCYTCTBHEM IUIaBaTEILHOTO JH-
cka. MaTepecno, uro Cheungkongella yxe ycnena
MOCIIYKUTh THINOTHYECKUM IISITHIYYEBBIM IPEIKOM
XOPJIOBBIX, XOTSI €¢ HEeBaKHAsi COXPAHHOCTh M OT-
CYTCTBHE OTIEYATKOB CTOPOHBI, TA€ PACIOIOKEHO
POTOBOE OTBEPCTHE, BOOOIIE HO MO3BOJSIOT CYAUTH
0 CUMMETPHUH 3TOT0 OPraHU3Ma.

HpO6JIeMaTI/I‘lHLI€ poAbl, OTHOCHUMBIC K XOpP-

noBeIM  (Pikaia, Metaspriggina, Yunnanozoon,
Cathaymyrus, Haikouella, Myllokunmingia,
Haikouichthys,  Zhongjianichthys), TOSBISIOTCS

B HIDKHE- W CPEAHCKEMOPUICKUX OTIOKCHUAX —
B UeHipssiHe W ciaHie béppkecc COOTBETCTBEHHO
(Chen et al., 1995a, 1999; Shu et al., 1996, 1999,
2003a; Shu, 2003; Conway Morris, 2008; Conway
Morris, Caron, 2012). Yunnanozoon wn Haikouella,
a taxxe Myllokunmingia w Haikouichthys, Bepo-
STHO, TPEJCTABISIIOT cOo0O0¥ pasHble BapHAHTHI CO-
XPaHHOCTHU OJHHX U TeX ke (HOpM; OTIUYHS MEKTY
HUMU — B JIy4ieM ciydae sunoBsie (Hou et al., 2002;
Chen, Huang, 2008). Cpennexembpuiickas Pikaia,
KOTOPYIO MEepBOil cpelin uckonaemMbix GopM Mpu3Ha-
JIN XOPJIOBBIM, UMEET aHTCHHOIOJ00HBIC MPUIATKH
Ha FOJIOBHOM OTJICJIC H IMOYTH IUIOCKUE TPAHUIIBI MU-
OTOMOB, YTO TPEJIOJaraeT OTCYTCTBHE Y 3TOH (hop-
MBI CUCTEMBbI MYCKYJIOB, XapaKTCPHOU JJIsI XOPAOBBIX
Ne6 2014
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(Lacalli, 2012). Haobopor, Yunnanozoon, HecMoTps
Ha HAJINYUE CETMEHTUPOBAHHOTO CIIMHHOTO TpeOHs,
BIIOJIHE BITUCBIBACTCS B IIJIaH CTPOCHHMSI ATOTO THUIA:
rpebeHb, momoOHO V-00pa3HBIM MHOCENTaM, MOT
CITYXKHUTbh JIOTIOJIHUTEIHLHOU OMOPOH JIJIsi MYCKYJIbHBIX
OIIOKOB, CHIIKAasi HArpy3Ky Ha MHOCENTHI U TEM ca-
MBIM CIOCOOCTBYSl aKTHBHBIM ILIaBATEIbHBIM JIBH-
xenusm (Lacalli, 2012) (puc. 1). Xotsa kemOpuiickue
HCKOTMaeMbIe, OMUChIBAEMbIC KaK XOPIOBBIC, HEMPO-
CTBI IS HHTEPIPETAIUHU, KOJTHUECTBO IK3EMIUISIPOB
Yunnanozoon pocturaetT MHOTHX COTEH, M IIO3TOMY,
HECMOTps Ha TahOHOMUYECKHUE MCKaKEHUsI (HEBO3-
MOYKHOCTbh YCTAHOBHUTH HaJH4HMe HOTOXOpPHa), MOX-
HO C YBEPEHHOCTHIO TOBOPUTH O MPHUCYTCTBUHU y HUX
V-00pa3HbIX MYCKYJIBHBIX OJIOKOB — MHOTOMOB, Ka-
OepHBIX IIeNed, CBA3aHHbBIX C KUIIEYHUKOM, jkabep-
HBIX JIyT, MapHBIX TOHAJ U MOCTAHAIBHOI'O XBOCTO-
BOTO OTJieja, YTO YKa3blBaeT Ha MPHHAIICKHOCTh
91Ol (hOpMBI UMEHHO K X0poBBIM (Shu et al., 2003b,
2010; Donoghue, Purnell, 2009; Lacalli, 2012).
DTO MOATBEPKIAIOT M OMBITHI IO MOCMEPTHBIM H3-
MEHEHUSIM OCTAHKOB COBPEMEHHBIX KPYIJIOPOTHIX
u Apyrux XopnoBbix (Sansom et al., 2011). Ecnu
ocobeHHocTH Yunnanozoon, a taxxe Cathaymyrus
U Metaspriggina, W3BECTHBIX MO CIUHUYHBIM IK-
3eMILIApaM, YKIAIbIBAIOTCS B IUJIAH CTPOCHUS Iie-
¢danoxopaoBeix, To Myllokunmingia co cnMHHBIMU
Y OpIOIIHBIMY IJIABHUKAMH M HOCOBBIMH KaICyJIaMu
MOXET paccMaTpUBaTbCS Kak JApeBHEHIIee MO3BO-
Hounoe (Hou et al., 2002; Conway Morris, 2008;
Shu et al., 2010). OctaTku 000H/IEHHOTO BHUMaHUEM
Zhongjianichthys (Shu, 2003), K coXXaJICHHIO, CIIHIII-
KOM (parMeHTapHbl, 4TOOBI CYIUTh 110 HUM O TPH-
HAJIEKHOCTH DTOTO OpraHU3Ma.

K xem0Opuiickum Deuterostomia, BO3MOXXHO, MTPH-
Hajuiexut u Odontogriphus w3 cianna bépkecc,
KOTOPOTO B IMOCJEIHEe BpEeMs TMBITAIOTCS 3alu-
cath B Msrkotenbie Mmosutrocku (Caron et al., 20006;
Conway Morris, Caron, 2007; Smith M., 2012).
IIpaBna, U3 Bcex NPU3HAKOB MOJUIFOCKOB OH 00Ja-
JaeT TOJBKO POTOBBIM OTBEPCTUEM, OKPY>KEHHBIM
3y0uMKaMu, KOTOpbIE CPAaBHUBAIOT C paaysoi, a Ty-
JIOBUILHBIA OTHEN C BBIPAXKCHHOU MONMEPEUYHOU cer-
MEHTAlUell 3TOMY IUIaHy HUKAaK HE COOTBETCTBY-
et (Conway Morris, 1976; Butterfield, 2006). IIpu
TakoM cTtpoeHun Odontogriphus ¢ paBHOU nosein
YCIIOBHOCTH MOXET paccMaTpHUBaTbcs M Kak Mpea-
CTaBUTEIb XOPAOBBIX, MNONOOHBIX Yumnanozoon,
B TOJIb3Y YEro CBUACTEIBCTBYET M HEMOJLIIOCKOBBIN
THII €10 COXpaHHOCTH. OCOOEHHO 3TO CXOJCTBO MOJI-
YepKHYINM HenaBHHE uccienoBaHus Cmuta (Smith
M., 2012), uzyuuuiero 165 o06pa3ioB poToBoTro afn-
napara Odontogriphus ¥ PUBEAIIETO BECKUE JTOBO-
IbI B TIOJIb3y TOTO, YTO 3TO MCKONAEMOE HE MOXKET
OBITH KOJBUEIIOM: MHOTOPSIIHBIN 3yOHOH ammapar,
Ne6 2014
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HaJinyue 0a3aJibHOW MEeMOpaHbl U, BEPOSTHO, MOJI-
JIEepKUBAOINX CTPYKTYp. OAHO W3 BaKHBIX Ha-
omonenuit CMuTa, Ha KOTOpOE caM OH He 00paTui
BHUMaHUs1, cuntas Odontogriphis MOJITIOCKOM, KaK
pa3 MoKa3bIBaeT, YTO MOJUIIOCKOM OH HHKaK OBITH HE
MOr: B 3y0ax, UMEIOIUX IOJIOCTH, OTMeYaeTcs I10-
BhbIIeHHOE conepxkanne Ca u F, xoTtopeie oTcyTCT-
BYIOT B JIPYT'MX 4acTsX Tesa. DTO 3HAYUT, 4TO 3yObl
Odontogriphus nmenu kanpuuii-pocaTHbI COCTAB,
KaK y XOPJOBBIX.

K nmocneaHum OTHOCSTCS U MOSIBUBLIMECS B CPEA-
HEKeMOPHUHUCKYIO 3TI0XY KOHOZOHTO(POPHUIBI, IMHPOKO
W3BECTHBIC BILIOTH JI0 TPHACOBOTO MIEPHO/IA 10 MHO-
TOYHCICHHBIM QoCchaTHBIM 3yOUNKaM — KOHOJOHTAM.
JIuie B Tpex Maneo30HCKUX MECTOHAXO0KICHUSIX OT-
MeYaTku KOHOAOHTO(OPH COXPAHUIUCH IICITUKOM.
[To HUM MOKHO CYJUTH, YTO y 3TUX KHUBOTHBIX ObLIN
KpyTMHbIE I71a3a, CIOXKHBIA 3yOHOU ammapart, xabep-
HBIC IIeJI, V-00pa3Hble MHOTOMBI M XBOCT € XBOCTO-
BbIM 1aBHHKOM (Aldridge, Briggs, 1986; Donoghue
et al., 2000) (puc. 1). OgHako 6ojee BaKHBI IS TO-
HUMAaHUS TIPUHAJICKHOCTH dTUX KUBOTHBIX UMEHHO
3yObl, HaJM4Ke B KOTOPBIX TPEX CIOCB, B TOM YHUCIIE
SMalM U ACHTHHA, CBUJCTENILCTBYET 00 WX MpUHAM-
JIG)KHOCTH K OECUCIIOCTHBIM IO3BOHOYHBIM, MPH-
4yeM akTUBHBIM XHInHMKaMm (bapckoB u ap., 1978;
Donoghue, 2001; Goudemand et al., 2011; Nemliher,
Kallaste, 2012).

Cuuraercs, UYTO HOTOXOpA Y Yummanozoon,
Cathaymyrus m Myllokunmingia pacnojoxeH Ha
CIIMHHOH cTOpoHe, Hax kumednukoM (Chen et al.,
1999; Shu et al., 1999). Onnako, kak yxe oTMeYa-
JIOCh, C YBEPEHHOCTbIO ONPEAENIUTh Kakas U3 HUCKO-
[IAEMBIX CTPYKTYpP OTBEYAECT ITOMY OpraHy, JOBOJIbHO
TPYAHO. Y TOro *e Yunnanozoon moj KUIIEYHUKOM
PacloyoKEHO CTEepKHEBUAHOE oOpa3oBaHHE, KO-
TOPOE HE CUYUTAECTCA HOTOXOPAOM, MOCKOJIbKY “...B
BEHTPAIbHOM TIOJIOKCHHH OHO HE MOTJIO OBl YpaBHO-
BeIIUBATh JAelicTBHE [MyCKylIbHOU cuctembl]” (Shu,
Conway Morris, 2003, p. 1372d). Ho y Yunnanozoon
JUTA B3aUMOJICUCTBUS C MYCKYJIbHOM CUCTEMOM Ccyliie-
CTBOBaJI CEIrMEHTHPOBAHHBIN I'peOeHb, a HOTOXOPI
MOT OBI B3sITh Ha ce0s ATy (PYHKIUIO, OKa3aBIIUCH
B JOPCAJbHOM HOJOXEeHUH. KOHEYHO, CMECTUThCS
3TOT OPTaH caM 1o cede He MOT, a BOT 1edaaoxopao-
BBIM TOJHBIN NEPEBOPOT 3aKa3aH He ObLI, KaK B CBOE
Bpems nokaszan B.B. Mamaxos (1977), ucxons u3 1mo-
BEICHYCCKUX OCOOCHHOCTEH NaHIeTHHKa (1medano-
XOPIOBBIC) U COBIMAJCHUS TUIaHA CTPOCHUS y KUILIEU-
HOJBIIAMINX U XOPAOBBIX (IIOJIOKEHHE MPOTOLEIIs,
OTBEpPCTHM LIEJIOMOB, HEPBHOM IIACTUHKHU, HAaIpaB-
JICHUE TOKa KPOBHU M 3aKjajiKka OJacTornopa) npu modi-
HOHM 3epKajbHOCTH 3TOr0 IIaHa cTpoeHus. To ke
neiTasics gokazate JKoddpya Cenr-UMiep (Geoffroy
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Saint-Hilaire, 1822), vo 190 neT Ha3am eMy HE MpH-
XOAMJIOCHh PACCYUTHIBATH HAa METOJbI MOJEKYJISIPHOH
Oouonoruu. Y maHHBIE MO HKCIIPECCUH PETYIATOPHBIX
T€HOB B OHTOT€HE3€ HePBHOW CUCTEMBI 1 TEHOB “00-
el pa3MeTKu” MpHU TracTPyIsuu (y MO3BOHOYHBIX
Chd mapkupyeT CUMHHYIO CTOpoHY, a BMP-4/2 —
OpIONIHYI0; Y HACEKOMBIX UX opToJioru — Sog u Dpp,
Ha000pOT, — OPIONIHYI0 W CIMHHYO) MOATBEPIUIH,
YTO JIOpCalibHbI HEPBHBIN TAXK MO3BOHOYHBIX TOMO-
JIOTWYEH OPIOITHON HEPBHOM I[EMTOYKE KOJIBYAThIX Yep-
Beil m wienncrtonorux (Arendt, Niibler-Jung, 1994;
Brown et al., 2008; Lowe, 2008; Nomaksteinsky
et al., 2009). IlpaBna, HOBOE (“‘cIMHHOE™) POTOBOE
OTBEPCTHE Y COBPEMEHHOIO JIAHIICTHUKA Ipope3a-
ercs Ha mecrte xabepHoi menu (Benito-Gutiérrez,
Arendt, 2009), HO 1 y KeMOpHIICKOTO JTAaHIIETHUKA —
Yunnanozoon — poT 3aHUMaN HEe BEHTPaAJIbHOE IOJIO-
JKeHUe, a OJIiKe K TepMUHAIIBHOMY.

B y3kom cmbicie pasaenenue Bilateria Ha mepBud-
HO- ¥ BTOPUYHOPOTHIX YTPATUIIO CBOE 3HAUYEHHE, I10-
CKOJIBKY JIaKe Y MpHammyinj (roJoBOX0OOTHBIE) aHyC
B SMOpHOTeHe3e 3aKiaabIBaeTcs Ha OCHOBE OiacTo-
nopa, Kak y BTOPHYHOPOTHIX, U, OoJiee TOTOo, MocIe-
JIOBaTEIILHOCTh JKCIPECCHU PETYJISATOPHBIX TI'€HOB
IpH 3aKJIaaKe OJIaCTONOpa, POTOBOTO M aHAIBHOTO
OTBEPCTUH y MPHANYIUA U BTOPUYHOPOTHIX — OJHA
u ta ke (Martin-Duran et al., 2012).

B coBokymHOCTH TIaJCOHTONOTHYECKUE M MOJIIe-
KYJSIpHBIE JIAHHBIC, & TaKXKe HCCIeOBaHUS dMOpPH-
OHAJPHOTO PAa3BUTHUS IO3BOJISIOT MPEJIOJararh,
YTO OOOJIOYHHUKH HE OBLIH TPYMIONH 3BOIONHUOHHO
npeamecTBoBaBIieH 1edanioxopioBbIM U Jaxe I0-
3BOHOYHBIM; BIIOJHE BO3MOXKHO, YTO OHH SIBIISFOTCS
BTOPUYHO YIPOCTUBIIUMHUCS 1e(}HaToXopIOBbIMU,
yTepsBIIUMU psifi Hox-TeHOB, a BMECTE C HUMHU He-
hpuaum u cneasl meramepHoro crpoerus (Delsuc et
al., 2006; Brown et al., 2008; Putnam et al., 2008;
Cannon et al., 2009; Garcia-Fernandez, Benito-
Gutiérrez, 2009; Smith A., 2012; Caron et al., 2013a;
Maletz, 2014). Kakoe Ob1 MecTO kKeMOpUIiCKHE XOpP-
JIOBBIC CpPEeM BTOPUYHOPOTHIX HU 3aHUMAJH — IMPH-
MUTUBHBIC 11e()aJIOXOP/IOBBIC UJIU I03BOHOYHBIC, OHU
SIBIISTUCH OJIMHOYHBIMY (HEKIOHAIBHBIMK) TTOBUXK-
HBIMH HEKTOHHBIMH W HEKTO-OCHTOCHBIMH (opma-
Mmu. bonee Toro Hanuuue GochaTHOTO BHYTPEHHETO
CKeJeTa y MO3BOHOYHBIX Camo IO cede yKa3blBaeT
Ha TO, YTO WX MPEIKH OBLIU MOJBMXHBIMUA U OYCHB
AKTUBHBIMH JKUBOTHBIMHU, MOCKOIBKY BBICOKAS MbI-
IIeYHass aKTUBHOCTb BEJET K MOHMKeHHI0 pH BHY-
TPEHHEW cpejibl OpraHu3Ma J0 YPOBHS, IPU KOTOPOM
mumrb GochaTHBIA CKEIET 0CTACTCS HEPACTBOPUMBIM
(Ruben, Bennett, 1987; Wood, Zhuravlev, 2012).
Ecnu Obl mepBbie XOP/OBbIC BETU MAOMOBHIKHBIN
00pa3 ’KU3HH, TOJOOHO COBPEMEHHOMY JIAHIIETHUKY,

XYPABJIEB

TO CKeJIeT Obl OHU Havaau CTPOUTHh U3 DHEPICTHUYC-
cku Oomee BBI'OAHOTI'O Kap60HaTa, KaK HUITTIOKOXHUEC.

KemOpuiickue WITOKOXKHE TPEKPACcHO pPacIios-
HAIOTCS Ja)ke MO OTHENBbHBIM TallIMYKaM CO cTepe-
OMHOH CTPYKTYypO#, IpUcylieil TOIbKO 3TOMY THUILY,
KOTOpBIE BCErJa COCTOST U3 BRICOKOMArHe3uaabHOTO
kanbiuta. Cpefir 9THX UITIOKOXKHUX IO IMJIaHy CTPO-
CHUSI U HAJIHYNIO aMOYJIaKpOB BBIACISIOTCS YEThIpe
OCHOBHBIE TIpynmbl: 1) ABYCTOPOHHE-CUMMETPHY-
HBle, O0e3 amOymnakpoB (Ctenocystoidea); 2) acum-
METpHUHbIe, KaK ¢ amOynakpamu Tak u 6e3 (Cincta,
Soluta, Stylophora, u3BecTHBIE Tak)Ke KakK KapIo-
30M); 3) CIUPaTbHO-CUMMETPUYHBIE C MHOTOYH-
CJIICHHBIMH, PallajJbHO PACXOAAIIUMHUCS OT POTOBOT'O
orBepctus amOymakpamu (Helicoplacoidea); 4) -
TUJY4YEeBbIC C aHAJIOTHMYHBIM PACIOIOKEHHEM amOy-
nakpoB (Edrioasteroidea, Rhombifera u Eocrinoidea
sensu lato) (Zamora, Smith, 2012; Smith et al.,
2013). Cpenu IpeBHUX KEMOPHUHCKHX HIJIOKOKHX
eCcTh U (DOPMBI C COBEPIIICHHON TBYCTOPOHHEH CHM-
metpueii (Ctenoimbricata, Courtessolea), mopono-
TUYECKU 3aHUMAIOIINE MPOMEKYTOUHOE TOJOKCHHE
Mexay kiaccamu Ctenocystoidea u Cincta, KoTopbie
PAOM CHEIUATHCTOB CUUTAIOTCA 0a3albHBIMU IS
BCEX UITIOKOKHUX; MIEPUTIPOKT U aHAIbHASI TUPAMHUJIKA
y 9TuX (GOpM pacnojOKEeHBl Ha 3aJHEM KOHILIE Tela,
yKa3blBasg Ha Haiuuyue npsimoro, a He U-oOpasHoro
kuiieyHuka (Zamora et al., 2012) (puc. 1). Haxon-
KM B CpeIHEKeMOpHICKUX oOmIoKeHus HMcmanun
n @OpaHIUu IOBEHWIBHBIX WHIAUBUIOB Cambraster
u3 knacca Edrioasteroidea mokaspIBaioT, 4TO Ha paH-
HUX CTaJMsIX OHTOTEHE3a JaKe ATH COBEPIICHHBIC
MSATUIYYEBbIC TPUKPEIICHHBIE UTIIOKOKUE COXPaHsI-
JIU JIBYCTOPOHHE-CUMMETpHUHYIO hopMy (Zamora et
al., 2013, fig. 7). A Edrioasteroidea cuurarorcs Be-
POSATHOM UCXOAHOU IPYMIION I BCEX DIIEBTEPO30M-
HBIX UTJIOKOXKHX — MOPCKHUX 3Be3]1, €XKeH, ronoTypuit
u opuyp (Poxknos, 2012). DTu najseoHTONOTHYECKHE
JAHHBIC TAKXKE HAXOJAT CBOE MOJTBEPKICHUE B MO-
JEKYJISIPHOH OMOJIOTHH: WTJIOKOKHE COXPAHSIOT aH-
LEeCTpPalIbHBI KOMIIJIEKC T€HOB, XapaKTEPHBIX IS
JIBYCTOPOHHE-CUMMETPUYHOTO IJIaHa CTPOCHUS, KaK
y HX OOIIMX CO BCEMH BTOPHYHOPOTHIMHU MPEAKOB,
a CXOIHas JIMYMHKA — JUIUICBPYIa HapsIy € MoOJe-
KYJISIPHBIMU JTAHHBIMH TTO3BOJISIET PACCMaTPUBATh MX
KaK CECTPUHCKYIO I'PYIIy TeMUXOPIOBBIX B Npeie-
nmax BeTBH Ambulacraria (Morris, 2007).

OauH U3 KIIOYEBbIX MPU3HAKOB THUIIA UITIOKOKUX —
naTuiydeBas (M Jake paaualbHO-ITy4deBas) CUMMe-
TpUSl — Y MHOTHX ApPEBHEUIINX (OPM OTCYTCTBYET.
Pacno3HaeM Mbl UX MO CTEPEOMHOM CTPYKTypE CKe-
JIETHBIX DJIEMEHTOB, OOYCJIOBICHHOW CONPSIKEHHOM
OpHUEHTALMEd MUHEPAIbHBIX HAHOYACTHUL, KOTOPHIE
dbopMupYIOTCS W3 aMOP(HOTO MpeAIeCTBEHHUKA
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BBICOKOMArHe3uaJIbHOI'O KaJibIUTa U IPpUAAIOT BCEMY
IIOPUCTOMY 3JIEMEHTY ONTHYECKUE CBOWCTBA MOHO-
kpuctaiia (Killian et al., 2009). [TockoabKy cKeJIeThI
XOPAOBBIX U UITTOKOXKHX ObLIH MPUHOUIINAJIBHO pa3-
JUYHBI C CaMOTO Hadajla CTAHOBJICHHS ITUX TPYIIIL,
COBEPIIICHHO HECOCTOSATENbHOW (M yke 3a0bBITOi)
OKasanach KaJbIIXOpAaTHas KIaJUCTHYeCKas THIIO-
Te3a, COTNIACHO KOTOPOW XOPIOBBIE BBIBOAWIHCH OT
ACHMMETPHYHBIX KEMOPHUICKUX UTIIOKOKHUX — KapIio-
30it (Jefferies, 1986). Knaguctuka o4eHb Majio ITOMO-
raeT HaxOJUTh OTBETHI HAa BOMPOCHI, TOCTABICHHbIE
MaJCOHTOJOTUYECKUM MaTepUajoM, TaK KaK B 3TOM
clydae HEBO3MOXXHO MPOBOJHMTH aHAJU3 MO0 COTHSIIM
U THICSYaM TOMOJIOTUYHBIX PaBHOBECOMBIX MpPU3HA-
KOB (KaK B MOJICKYJISIPHON OMOJIOTHUHU MU CTPYKTYP-
HOIl JsMHrBHCTHKE). Ilo3TOMY cocTaB CTBOJIOBBIX
U TEPMHUHAJIBHBIX TPYII PE3KO MEHAETCA C KaxIoi
HOBOH kiagorpammoit (cp. Wills, 1995; Legg et al.,
2012, 2013). Tem He MeHee s MOHSTHH, BbIpado-
TaHHBIX KJIAJUCTHKOU, HampuMep “‘cuHarmoMophus’”,
“CTBOJIOBBIC” W “TepMHUHAIBHBIE” TPYIIIIHI, OKa3hbIBa-
F0TCs1 O0JIee IPUTOIHBI, YeM “TIpeakn’” U “IIOTOMKH,
JUISl XapaKTePUCTUKU HCKOMMAeMBIX TaKCOHOB BBICO-
KOTO PaHTa, KOTOphIE TUIOXO BIIMCHIBAIOTCS B PAMKHU
THTIOB M KJaCCOB, OYEPUCHHBIE HA COBPEMEHHOM Ma-
Tepuale, Kak Te )Ke KeMOPHIICKHE UTIIOKOKHE.

Hapsny ¢ urmoxoumu, TeMHXOPAOBBIMH U XOP-
JIOBBIMH B KEMOPHICKHX JareplITeTTaXx 4acTo TpPHU-
CYTCTBYIOT OCTAaTKH €Il€ OJHON WU JABYX T'PYIIT —
Vetulicolia n Banffozoa (Ha3BaHHBIE 1O TUIMHYHBIM
ponam Vetulicola n Banffia), xoTopble B TOClieHEE
BpEMS 4acTO MPHUYUCISIOT K BTOPUYHOPOTHIM, IPH-
4eM Jake K XOPJOBBIM. DTH OpraHU3MBbl, HECKOIBKO
CAaHTUMETPOB JJIUHOW, OMUCHIBAIOT KaK JBYCTOPOH-
HE-CUMMETPUYHBIX JKUBOTHBIX, OTYETIMBO pasjie-
JICHHBIX Ha IEPEIHUI OTAEN, HOKPBITHIA NaHLIUPEM
C OTKPBIBAIOLIUMHUCS B KHIICYHBIN TPAKT xKaOCPHBIMU
HIENSIMU, TJe Pa3iHuuMbl (QUIIAMEHTBI, YHIOCTHIEM
Y CIIMHHBIM TUIABHUKOM, U 3aJIHUH OTJEI B BUJIE CET-
MeHTHupoBaHHOTO XBocTa (Gee, 2001; Aldridge et al.,
2007; Shu et al., 2010; Vinther et al., 2011; Ou et al.,
2012a). MoXHO 9TH K€ OCTaTKH MPEICTaBUTh U TI0-
JIPYTOMY: Kaparmakc ¢ SYeUCTOW CKYIBITYpOid, depe3
KOTOPBIN MPOXOJUT KAIIEYHBIA TPAKT CO CKIIA4aThI-
MU TUBEPTHUKYIAMH, U YJICHUCTHII XBOCTOBOM OTIEN
(Briggs et al., 2005; Caron, 2006; Bergstrom, 2010;
Zhuravlev et al., 2011b) (puc. 2, ). B nepBom ciy-
Yyae MoJydaeTcs HeuyTo, HalOMHUHAIOIIEe XOPJ0BOE
WIH TeMHUXOPAOBOE, HO C YJIEHUCTBIM XBOCTOM, BO
BTOPOM — YJIEHUCTOHOTOE, HO 0e3 KaKuX-TMOO KO-
HEYHOCTEH. Y MOCIEeIHUX BCTPEHAIOTCA U STUEUCTHIE
Kapamakchl, M TOHKHE CKIaJ4aTbhle JHBEPTUKYJIBI
(Butterfield, 2002). [daxe ecnn mo0aBUTHh K OMHCa-
HUIO eIle OJIHY BaXXHYIO JIeTalb — TEPMHUHAIBHOE PO-
TOBOE OTBEPCTHE C ITUKINYECKH DPACTIOI0KEHHBIMHU
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3yOHBIMHU TUTACTHHAMU, O0TIIasi KAPTHHA HE CTAHOBUT-
Cs sICHEe, XOTS MPEAIOIIOKEHNE O TTPUHAIIEIKHOCTH
Vetulicolia n Banffozoa x BTOpU9HOPOTHEIM BCe-TaKH
Ka)keTcsl 0OJIbIIed HaTsKKOM. UIeHHCTOHOTMMH HX
TOXXC HC HA3BaTh BBUOAY OTCYTCTBI/ISI OHpelIeHSIIOIlIeFO
npuszHaka. Ho, BO3MOXHO, TO OBUTM paHHHE Tpe.I-
craputesin Ecdysozoa, Kyma BIOJIHE BIHCBIBAIOT-
cs )KUBOTHBIE, YICHHUCTHIEC JUIIL OTYACTH, MOJO0HO
AHOMAJIOKAPUIUIAM, KOTOPbIE OTIMYAOTCS OT BETY-
JIMKOJIMHA TOJIBKO HAJIMYUEM TMPEIPOTOBBIX KOHEYHO-
cTell U (paceTOYHBIX T7a3.

Droucoszou: obuibHbvle NI0ObLL APMPONOOUIAYUL

[lonsaTe apTpomoauM3anyy, YyAa4YHO HCIIOIB30-
BanHoe A.I. [Tonomapenko (1998, 2004), kak HEIb-
351 Jydiie OOBSICHSIET OCHOBHBIC SBOJIIOIMOHHBIC
MIPOIIECCHI, TPOTEKaBIINE B KEMOPHUIICKOM Mepuoe:
YWICHHUCThIE KOHEYHOCTH (COOCTBEHHO apTpoOIonn3a-
IYs) ¥ TaHOUPHU (apTpoAmu3anus) HE3aBUCUMO JPYT
OT Jpyra oOpeTalT He TOJBKO COOCTBEHHO uJle-
HHUCTOHOTHE, NMPUYEM, BEpOSTHO, HE OJUH pa3, HO
Y aHOMAaJIOKApHUIA/IbI, HEKOTOPhIE KCEHY3UH U BETY-
nukonnu. VIMEHHO 3TH KMBOTHBIE BMECTE CO CBOM-
MH YepBEIOAOOHBIMU POICTBEHHUKAMH, Oyraromapst
O6uoTypOanuu, opraHu3aluy MeUIETHOTO KOHBelepa
W CO3JaHHMI0 MHOTOCTyIEHUYaTOW Tpoduueckoil mu-
paMUBI C XHITHUKAMHU HECKOJIBKUX MOPSIKOB, OCHO-
BaTENbHO TNPOBEHTHJIMpOBaln okeaHn Kandumnaa,
OKOHYATEJIbHO C/AENaB €T0 MPUTOJHBIM AJIsl )KU3HU BO
BCceM ee MHOroo0Opasuu. HeynuBuTenbHo, 4TO OCTaT-
ku Ecdysozoa, kak yxe ckazaHo, coctaBisitoT 70%
KeMOpUHCKUX HMCKOIIaeMbIX KaK I10 pa3zHOooOpasuio
W YHUCIIy WHIWUBHIIOB, TaK W MO OmooOBeMy, Omaro-
napsl 4eMy WX PaHHSS dBOIJIOIUS MOXKET OBITh Tpel-
cTaBlieHa HanOoJee MOJTHO.

XOoTst MHOTMM HEOHTOJIOT'aM BCE €I1I€ KaXKEeTCs, YTO
BEepy B JIOKa3aTeIbHYIO CHIy 0000NIEHHOro “riiaHa
CTpOCHHS’, BBICTPAJlaHHYIO BEKOBHIMU padoTamu
CpPaBHUTEIHHBIX aHATOMOB, TIOJIOPBAIIH (PHIIOTCHETH-
YeCKUE CUCTEMBI, IIOCTPOCHHBIE HA MOJICKYIISIPHBIX
JIaHHBIX, 9TO JNajeko He Tak. “BekoBas Tpamunus’”
mpepBajach C MOSBICHUEM COBEPIIEHHO HOBOM TexX-
HUKHU HE TOJBKO JJIS MOJIEKYISIPHBIX HCCIIEIOBaHUMH,
HO M TOH, KOTOpas IO3BOJWIA 3alNIIHYThb BHYTDPb
MeIBYalIINX SKUBBIX OpraHuM3MOB Ha JTIIOOBIX cragusax
X pa3sBUTHUA U UX HUCKOMMAEMbIX OCTATKOB. HO3TOMy
MEePEeCMOTpP MPESKHUX MPEACTABICHUN O POJICTBE TH-
MOB U KJIACCOB MPOUCXOJUT U B COBPEMEHHBIX MOP-
¢donornyeckux, SMOPUOIIOTHYECKUX W TAJCOHTO-
JIOTHYECKUX HccleoBaHusAX. VIHTepecHo, 4To uies
CBSA3aTh KPYTJIBIX YePBEH M YJIEHUCTOHOTUX (HACEKO-
MBIX) — HE HOBa ¥, BOIIPEKH OBITYIOIIEMY MHEHHIO,
MPUHAJUIC)KUT OTHIONb HE MOJEKYISIPHBIM OHOoNo-
ram: CTO JIeT Ha3aJ ee BIepBbIe BhICKa3ad (PUHCKHUI
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sutoMoior Ono Peytep, oTMETUBIIINI CXOIHOE CTPO-
C€HHE XUTHHOBBIX 000JI0UEK, OTCYTCTBHE PECHHUYEK,
HaJu4Yie JUHEK, MOHIKEHHYIO CIIOCOOHOCTH K pe-
TEHEepalud U OTCYTCTBUE KOJBLEBON MYCKYIaTypbl
B otux rpynnax (Reuter, 1913; JlroOumes, 1982).
DTOro y4eHOTO MOXHO I10 TIPaBy CYUTATh THOHESPOM
SKIUCO30MHOM THITOTE3HI.

VY Ecdysozoa MOXXHO yKa3aTh TpH Ba)KHBIX, IPHU-
CyLIMX O5TOM rpymnmne mnpusHaka (cuHamomMopumn):
SMOpHOHAJIIBHOE PpAa3BUTHE, CTPOCHHE KYTHKYIIbI
M, OTYACTH, POTOBOro ammapara. Taxkke OoTMe4aer-
Cs TUCTOXMMHYECKOE CXOICTBO HEPBHON CHCTEMBI
Ecdysozoa (unenucroHorue, oHUXO(OpPHI, MpHUAIY-
JUJBI, BOJOCATUKU U KPYTJIbIE YEPBHU), MPOSIBIISAIO-
nieecs B OAMHAKOBOM BBIPAKEHHH €€ KOMIIOHEHTOB
P UMMYHOTHCTOXMMHYECKOM OKpAaIIMBaHUU OIpe-
JEICHHBIMU (EepPMEHTaMHU, KOTOpPbIE HE BBI3BIBAIOT
CXOIHOW peakluny y KHUAApUl, TpeOHEBUKOB, KOJIb-
YaThIX YEpPBEH, MOJIIIOCKOB, KOJIOBPATOK, IIETHHKO-
YEJIOCTHBIX, MIIAHOK JIn00 BropuyHOpoThiX (Haase
etal., 2001).

Ilo wmuenuto VYurepep u Ilomeuma (Ungerer,
Scholtz, 2009, p. 272), HOBbIC HCCIACAOBAHHUS M-
OpHOHANBHOTO Pa3BUTHS TMAHTOIO, a TaKXKe uJje-
Huctonorux (Alwes, Scholtz, 2004), THX0X0I0K
(Hejnol, Schnabel, 2005), kpyrasix uepseii (Schulze,
Schierenberg, 2008), mpuamymua (Wennberg et al.,
2008) u xuaopunx (Kozloff, 2007) BeIABAAIOT y HUX
“...rono0JaCTHYCCKUM, HENPaBUIbLHO-PaUaTbHBIN,
paBHOMEPHBIN WM OMU3KUHA K PaBHOMEPHOMY THII
TIpOOIeHMS U TACTPYIIAIHS, OTINYAIOMIASICS 3ama3bl-
BafOIIIel UNMMUTpaLAei KPYITHBIX 0JIacCTOMEPOB C T10-
CICAyIOIed UMMUTpAIUel MEJIKUX 0JiacToOMepoB”.
Takoit Tunm >MOPHOHANBHOTO Pa3BUTHSA, BEPOSTHO,
OopuT mcxomHBIM I BeeX Ecdysozoa, B amOpuore-
He3€ KOTOPBIX OTCYTCTBYIOT MPU3HAKU CIIHPAIBLHO-
ro JapoOneHus, a TakKe pPeCcHHYHas JUYMHKA WU
JIUYMHKA C TEMEHHOW IIJIACTUHKOW W PECHUYHBIM
CYJITaHOM.

Kyruxyna Ecdysozoa cocTouT u3 cloucToit »mu-
KYTHKYJIbI, KOTOPYIO CEKPETHUPYIOT MHKPOBOPCHH-
KM SIUJICPMATbHBIX KJIETOK, OCJIKOBOH 93K30KYy-
THKYJIBl M SHIOKYTHKYIBI, KOTOpas MOCTpOEHa W3
0-XUTHHOBBIX BOJIOKOH, COOpPaHHBIX B CIHPAIbHO
PACTIONIOKEHHBIC TUTACTUHBI, TOTHASI CMEHA KYTHKY-
JIBl — JTUHBKA — MPOUCXOIUT XOTSA OBl pa3 B TEUCHHE
JKU3HEHHOTO IIMKJa TIOJ JCHCTBHEM CTEPOMJIHBIX
TOPMOHOB — 3KJM30HOB, YTO OBIJIO MOKA3aHO y OHH-
x0(op, THUXOXOMOK, UJCHHUCTOHOTHUX, MPHAMYIUSI,
KMHOPHHX, Jopuiudep W BojocarukoB (Robson,
1964; Crowe et al., 1970; Plotnick, 1990, Schmidt-
Rhaesa et al., 1998; Lemburg, 1999; Nielsen,
2001; Schmidt-Rhaesa, 2006; Al-Sawalmih et al.,
2008). IIpuuem kak GpopMUPOBaHUE KYTHUKYIBI, TaK

XYPABJIEB

u nmuHbKa y Ecdysozoa BBI3BIBAIOTCS OJTHOW U TOH ke
IPYNION PETYISTOPHBIX TEHOB TOPMOH-PELIEITOPHO-
ro komruiekca — NHR-23 (Kouns et al., 2011). Xots
Y B3pOCIIBIX BOJIOCATHKOB KyTHKYJIA JIMIIIEHA XUTUHA,
0.-XUTHHOBBIE BOJIOKHA NIPUCYTCTBYIOT B 0a3ajabHOM
CJI0€ IMYMHOYHOHN KyTHKYJIbl, TOUHO TaK )K€ KaK B JIO-
pHKe THYUHOK npuamynun u jopunudep (Neuhaus et
al., 1996); y KpyTibIX yepBel o-XUTHHOBAsI Ky THKYIa
coxpaHWIach B TIoTouHO# oOmactu (Neuhaus et al.,
1997). A, Hanpumep, y KOJBYATHIX YePBEH CTPOCHHE
KYTHKYJIbl COBEPILEHHO MHOE: €€ CJIOM 00pa30oBaHbI
TOJICTBIMH KOJIJIATGHOBBIMH TSKaMH, CO3JA0LIMMHU
KBa3WOPTOTOHAIBHYIO PEIIETKY, U MPOHU3aHBI MHO-
TOYHMCICHHBIMUA BBIPOCTaMH SIMUTEIHAIBHBIX KJe-
TOK; XUTUH B HEH OTCYTCTBYET, U B opMe B-XUTHHA
€CTh TOJIBKO B IIETHHKAX; y MOJUIFOCKOB, Opaxu-
omoj W MIIAaHOK Bcrpewaercst y-xutuH (Plotnick,
1990). Ilnotnas cmeHsiemass kyTtukyia Ecdysozoa
CIIY’)KHT MPENSTCTBUEM i1 GOpMHUPOBAHMS KAKOTO-
00 TOMOOUS PECHUIHOTO IMUTENIHs Nake Ha JIU-
YUHOYHOM CTaJuU, KOTOPBIM KaK pa3 pa3BUBAETCS
y Lophotrochozoa, 9bsa KyTHKyIa HUKOTIA HE CMEHS-
€TCSl LIEJTMKOM, HO JIMILb IIOCJIOHHO OTIIETYILIUBACTCS
(Schmidt-Rhaesa et al., 1998). Kytukyna sxauco30ii-
HOTO THIIa €CTh IO KpaifHell Mepe B IByX KeMOpuii-
CKHX TpyNIax — y Hajeockoyieuu] (IPUMUTHUBHBIX
rOJIOBOXOOOTHBIX UepBeii) U KceHy3uil (0HUX0(hopo-
MOJOOHBIX OPraHW3MOB C TEPMHHAJIBHBIM IOJIOXKe-
HUEM POTOBOTO OTBEPCTHS), Y KOTOPBIX KYTHKYJSIp-
HBIE CJIOM cOoXpaHWINCh Onaromaps ¢ocdaTuzannu;
KOJIJITAr€HOBBIE BOJIOKHA Ha MCKOMA€MOM Marepuare,
KOHEYHO, OTCYTCTBYIOT, HO OTYETIMBO DPa3IMYUMBI
MHOTOYHUCIJICHHBIE MTOJIOCTH, B KOTOPBIX OHH 3aKOHO-
MepHBIM 00pa3zom pacnonaranuck (Zhuravlev et al.,
2011b). JIuHOYHBIE YeXJIbl U3BECTHBI Y Pa3IMUHBIX
HMCKOMIA€MbIX TOJIOBOXOOOTHBIX HYepBEH, KCEHY3Hil
U YJICHUCTOHOTMX, HEKOTOpble U3 KOTOPBIX ObLIN
orpebeHbl HEMOCPEACTBEHHO BO BpEMs JIMHBKU
(Miiller, Hinz-Schallreuter, 1993; Garcia-Bellido,
Collins, 2004; Topper et al., 2013b).

PannanbHO-CHMMETPHUYHBIN BTS)KHOH XOOOTOK —
HHTPOBEPT — MPEACTABIICT COO0N BaKHEHIIHI Op-
raH, KOTOpPbId KpOME€ HEPBHOIO LIEHTPA, BKIIIOYAET
CHUCTEMY MYCKYJIOB-PETPAKTOPOB U HECET HECKOJIBKO
KOJBLEBBIX PSAJOB U3 IMOJBIX CEHCOPHO-TOKOMOTOP-
HBIX MUMOB (cKanum). MHTpOBEpT UCIIONB3yeTCs He
TOJBKO JJIsI OPUEHTALMM B MPOCTPAHCTBE, MOUCKA
U 3axXBaTa MUIIU, HO TAK)KE U HEMOCPEICTBEHHO AJIst
MepeABMKEHUSA. XOTs Obl Ha JTUYMHOYHOU CTaguu
WHTPOBEPT NMPUCYTCTBYET y MPHUAITYIIUI, JIopUIudep,
KMHOPHUHX U BOJIOCATHKOB, KOTOpbIXx B.B. Manaxos
(1980; Mamaxos, AnupuaHoB, 1995) o0benuHuUI
B TUN rojioBoxo0oTHBIX uepBer (Cephalorhyncha),
a Hunbscen (Nielsen, 1995) — B Introverta, kyza Takxe
OBUIM BKJIFOUCHBI KPYTJIbIC YEPBU. Y COBPEMEHHBIX
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MAHTOIOJl €CTh HEBTSDKHOH XO0OTOK € pajuab-
HOW TpexrpanHod TioTkoi (Miyazaki, 2002), kax
y IpEBHEHIINX M HEKOTOPHIX COBPEMEHHBIX TOJIO-
BOXOOOTHBIX W Kpyribix depseil (Eriksson, Budd,
2001; Liu et al.,, 2014); u3BeCTHbI HCKOIIAEMbIC
IOPCKHE TAHTOIOJbI ¢ TUNEPTPOPHUPOBAHHO Pa3BH-
ThiM X000TKOM (Charbonnier et al., 2007). PoroBoit
anmapar THXOXOAOK COCTOMT M3 BBICTYIAIOIIETO
BTSDKHOTO POTOBOTO KOHYCa, OKPY>KEHHOTO KOJBI[OM
nepuOyKKaIbHBIX TUIACTUH, HAIMOMHUHAIOMIETO PO-
TOBOW KOHYC KHHOPUHX, U TPEXI'PAHHOW ITIOTKH CO
cruneramu (Dewel, Dewel, 1997; Kristensen, 2002;
Dewel, Eibye-Jacobsen, 2006). HeBTsxkHbIE X000T-
KM ¥ WUHTPOBEPTHl OOHAPYKEHBI Y pa3sHOOOpa3HbIX
TPy KeMOPUHCKUX TOJIOBOXOOOTHBIX YEpBEH, KCe-
Hy3ull u anomanokapuaua (Hou et al., 2006; Gamez
Vintaned et al., 2011; Zhuravlev et al., 2011b); y mo-
CJIETHUX POTOBOW KOHYC K TOMY YK€ UMEET TpeXJryye-
Byto cummeTputo (Daley, Edgecombe, 2014).

CoBpeMeHHbBIC JaHHBIC [0 OHTOT€HE3y OHUXOhOp
MOKAa3bIBAIOT, YTO JIMYMHOYHOE POTOBOEC OTBEPCTHUE
3aKJIaAbIBACTCA Y HUX TCPMHUHAJIBbHO, AaHTCHHBI U 4YC-
JOCTH POPMUPYIOTCS U3 3a4aTKOB XOAHBIX KOHEUHO-
CTCfI, " 4YCJIIOCTU T'OMOJIOTUYHBI TEPMUHAJIBHBIM KO-
TOTKaM Ha 3THX KOHCYHOCTAX, TAKXKEC N3 3a4aTOYHBIX
XOJHBIX KOHEYHOCTEH 00pa3yroTcs MayTHHHBIE CO-
COYKH, YTO BBIABJIACTCS 11O IPUCYTCTBUIO aHJIar¢Ha —
MPOMEKYTOYHOTO, HE BBIPAKCHHOTO Ha B3POCIIOHN
CTaJuHu 3a4aTKa He(i)pI/I)Z[I/ICB; BBIBOAHBIC KaHAJIbl Ta-
KUX He(pHUINEB, PACTIOJIOKCHHBIX B OCHOBAaHUH aH-
TE€HH N HeHmCTeﬁ, 3aKPLBITHI, XOTA U COXPAHAIOT MCp-
LATEJIbHbIM 3MUTENNH, a B Mape CIOHHBIX COCOYKOB
npeoOpa3oBanbl B cioHHbIe xkene3bl (Eriksson et al.,
2003; Mayer, Koch, 2005; Strausfeld et al., 2006).
OcrarTcs BONPOChl 0 OPMUPOBAHUHA POTOBOTO OT-
BEPCTHSI Y B3POCIIOTO KHUBOTHOTO ¥ O 3aKJIaJKE U TIep-
BUYHOW MHHEpPBALIMM AHTEHH: OJIHU HCCJIEA0BaTENIN
sMOpuoreHe3a oHUXO(Op CUUTAIOT, YTO POTOBOE OT-
BEPCTUC CMEIIACTCA U3 TCPMHUHAJIBHOTO B BECHTpPaJlb-
HOEC TIOJIOKEHHUE, @ aHTCHHBI OIISTh K€ Pa3BUBAIOTCS
Ha OCHOBE XOAHBIX KOHEUHOCTEH U MHHEPBUPYIOTCS
ot nporoiuepedpyma (Eriksson et al., 2003). dpyrue
MOJIararoT, 4YTO POTOBOE OTBepcTHe (HOopMUpYeETCs
3aHOBO 3a CUET CMEMIEeHHs AepuBaToB (TyOHBIE CO-
COYKH) aHTEHHAJIBHOIO, YEJIFOCTHOTO U TPETHETO Cer-
MEHTOB, @ aHTCHHbl HHHEPBUPYIOTCS OT JeiTouepe-
opyma (Ou et al., 2012b). Maptun u Maiiep (Martin,
Mayer, 2014) mokaszanau, 4TO aHTEHHBI OHHUXO(}Op
TEeM HEe MEHEE HHHEPBUPYIOTCS MPOTOLEPEOPYMOM U,
CIIeZIOBATEIbHO, TOMOJIOTHIHEI JIaOpyMy pakooOpas-
HBIX, KOTOPBIN 3aKiaJbIBa€TCsl KaK MHapHbIM opraH
B pe3yNbTaTe HKCIPECCHH PETYISATOPHOTO TEHa IIo-
npazneneHus koneanocteit Distalless (Browne et al.,
2005; Kimm, Prpic, 2006).
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Ucxonss m3 oHTOreHe3a OHHMXO(Op, MPEIKOBYIO
(dopMy 3TOH TPyNIbl MOXHO MPEACTABUTH KaK 4ep-
BEMOAOOHBII OpraHu3M ¢ MapHBIMU BTATHUBAIOIIUMHI
HeaudpepeHInPOBAHHBIMH XOAHBIMU KOHEYHO CTSIMU
(J1obomoausiMu) M XOOOTKOM, HECYHIMM TEPMHHAIb-
HOE pOTOBOE OTBepcTHe. IMEHHO Takue OpraHu3MBbI
U TIPE/ICTABIISIIOT OJHY U3 PACIPOCTPAHEHHBIX TPy
keMOpuiickux Ecdysozoa, KOTOphIX Ha3bIBalOT Kce-
Hy3uun (Xenusia), Tapaunonunoas! (Tardipolypoda),
WIX TIPOCTO JKUBOTHBIE ¢ JyoOomommsmu (Dzik,
Krumbiegel, 1989; Budd, 1998; Gamez Vintaned
et al., 2011; Ou et al., 2012b). K aT0i#i rpynme npu-
HaJJISKUT U 3HaMeHuTast Hallucigenia, mpaBaa, ep-
BOHAUAJIHHO €€ OTKMCAIN BBEPX HOTaMH M 3aJI0M Ha-
nepeJl: Ha caMoM JieJie TTapHbIe IUIbI PACON0KEHBI
BIIOJIb CIIHBI, @ THOKUE TPUIATKH SBIISIOTCS TTapHBI-
MU XOJAHBIMH KOHEYHOCTSIMH.

OpHako cpeau KCeHY3WH ecTh (OPMBI C BTSXK-
HBIMH XO0OTKaMH, KaK Yy T'OJIOBOXOOOTHBIX UEpBEid,
U KOHCYHOCTAMM, ABHO HCIPUIOAHBIMHU IJisA MCPC-
JOBUKCHHS 110 MOBEPXHOCTH CyOCTpaTa, HO MOAXOMASI-
UM 71 3aIKOPUBaHUA B HOpKax — Mureropodia
(Gamez Vintaned et al., 2011) (puc. 2, 6), a Takxke
oOuTtaBmme B HOpKax Facivermis, mepeaHsisi 4acTh
KOTOPBIX Heclia J0OOMOIHbIE KOHEYHOCTH, a 3aJIHS
nmMena ueppeodpasuyro ¢opmy (Liu et al., 20006). T.e.
3aJlHUE TYJIOBUIIHBIE U XBOCTOBBIE CETMEHTBHI Tella
Y HEro COBEPIIEHHO HE OTIIMYAIINCH OT TAKOBBIX IPEB-
HEWIIIX TOJIOBOXOOOTHBIX YePBEHl — ITAJICOCKOJICTTUI.
OOunbHBIE B KEMOPHIICKOM TIEpUOJIE U BBIMEPILINE
B CHIJIyPHICKOM TaJIeOCKOJICHIBI OTIMYAINCh OT
MIPOYHNX TOJIOBOXOOOTHHIX (hochaTu3npoBaHHON Ky-
THKYJIOH, COCTOSIIIEH U3 OPraHU30BaHHBIX B TIOBTO-
pAIOLIMecss TOMepeUHble PsAbl IUIACTUHOK TOU Ke
CII0XHOM MOP(OIIOTHH U CTPOCHHS, KaK Y KCeHY3Hi
(11 orrx0dop, XOTS y MOCHETHUX Ky THKYIISIPHBIC dJIe-
MeHTHI He (ocdaru3upyrorcs); npuieM HEKOTOphIe
Mayle0CKOJICIIHIBl COXPAHUIN Ha OPIOIIHOW IOBEp-
XHOCTH peIyIIUpOBaHHBIC TAPHBIE TOOOMOANH, KOTO-
PbIC, BEPOATHO, CTAJIM BBINIOJHATHL Y HUX (I)YHKIII/IIO
CEHCOPHO-XKEJIE3UCTHIX COCOYKOB — TyOyneil u ma-
i, kak y npuanyaun (Miiller, Hinz-Schallreuter,
1993; Zhang, Pratt, 1996; Zhuravlev et al., 2011b)
(puc. 2, a).

CoOCTBEHHO TOJIOBOXOOOTHBIC YEpPBH C IpU3HA-
KaMM IpHANyJIU] HAaYWHAIOT BCTPEYaThCsl B OTIIOXKE-
HUSX Bo3pacToM 520 MIIH JeT, cOpMHUPOBABIINXCS
OnmKe K KOHIy paHHeKeMmOpuiickoit smoxu (puc. 1).
MHorue aBTOpHI 0 CHUX MOP Ha3bIBAIOT BCEX MCKO-
MaeMbIX TOJIOBOXOOOTHBIX YepBel ‘‘Tpuarrynuja-
MH”’, XOTSl y HUX COBEPIICHHO WHOE W pa3sHOE CTPO-
eHUe KyTHKYJIBl U POTOBOIO ammapara; OblIn cpenu
HUX M TMTAHTCKHE (OPMBI C POTOBBIM OTBEPCTHEM,
npessrmaBmuM 0.2 M B monepeunuke (Omnidens).
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B HacTosimee BpeMsi UX OTHOCSAT K HECKOJIbKHM BbI-
MEpIINM KJIaccaM ToJIOBOXOOOTHBIX, Pa3IuvaronuM-
CsI TIO CTPOCHHIO TOJIOBHOTO OT/eNia (HHTPOBEPT WU
HEBTATHBAIOIINNCS X000TOK), HATMYHIO/OTCYTCTBHUIO
MEeHHOW 00JJaCTH W CTPOCHHIO CEHCOPHO-XKEIE3H-
cteix npupatkoB (Conway Morris, Robison, 1986;
ManaxoB, AunpuanoB, 1995; Hou et al., 2006; Maas
et al., 2007; Harvey et al., 2010; Zhuravlev et al.,
2011b; Liu et al., 2014). V3BecTHBI U TOCTOBEpPHEIE
HOPKH KEMOPHUICKHUX TOJIOBOXOOOTHBIX, B KOTO-
PBIX COXpPAaHMUINCH OCTATKU CaMHX 4YepBed, WHOTIA
omnpenenumeie naxe g0 Buga (Zhang et al., 2006;
Zhuravlev et al., 2011b; Huang et al., 2014): sto
npocteie U-00pa3Hbie XOAb! (pHC. 2, @) WIHN CIeTble
MEIIKOBUIHBIC HOPKH, TOXOXHE HA T€, B KOTOPBIX
00UTAalOT COBpEMEHHBIC MPHUAMYJIN/BI, H COBEPIICH-
HO HE IIOXOKHM€ Ha CIIOXKHBIC cleawl Treptichnus
pedum, oObIYHBIE B 0a3aJIbHBIX CJIOSX KEMOPUUCKOM
CHCTEMBI, KOTOphic BamHbe ¢ koimteramu (Vannier
et al., 2010) npunmcan npuanmynuaam. Tak 4TO HET
OCHOBAaHHMH CYHMTaTh, YTO TOJOBOXOOOTHBIE YEpBU
MOABUIIMCH paHbllie Kceny3uil. [lociaennue uszBecT-
HBI U3 OTJIIOKEHUH Bo3pacToM Oosee 525 MITH JIeT Kak
JIMHOYHBIE IIKYpKH (coOCTBeHHO Xenusion; Dzik,
Krumbiegel, 1989), u u3 cimoeB BO3pacTOM CBBI-
e 535 mutH Jiet kak (ocdaru3upoBaHHBIC KOTOTKU
U KyTUKYJISpHBIC IIWIIBI, a IEpPBbIC JOCTOBEPHBIC
TOJIOBOXOOOTHBIE — TAJEOCKONEIUIbI — TMOSBISIOT-
Cq B HCKOMAeMOH JIETONMHUCU HE paHee 525 MIH JeT
Haszana (Zhuravlev et al., 2011b; Caron et al., 2013b).
JlvunHkn npuanynua, JTopuiudep U BOJIOCATHUKOB,
Jaxke B3pocible GOpMbI COXPAHSIOT B CTPOCHUHU KY-
THAKYJIBl TPU3HAKK TANEOCKOJICIHT W WX JUIHHOK
(Maas et al., 2009; Peel, 2010). A KUHOPUHXH, XOTS
M HE BCTPEYaloTCs B MCKOIAeMOM COCTOSHHMH, UMe-
0T CepHallbHOE PACITONIOKEHHE MYCKYIBHBIX ITyd-
KOB, CONPSDKCHHBIX C KYTHKYJISPHBIMH CETMEHTaMH,
a TaK)Xe POTOBOM KOHYC KaK Y HEKOTOPBIX KeMOpuii-
CKHX TO0JIOBOXOOOTHEIX (Omnidens). O0parHOEe Ha-
IpaBJICHUE BOJIIOLUU — OT TOJIOBOXOOOTHBIX YepBe
K KCCHY3HMSM W YICHUCTOHOTHM, KOTOPOE CUUTAIOT
€MHCTBEHHO BEPHBIM MPAKTUYECCKH BCE CIECIHATH-
ctol (Dzik, Krumbiegel, 1989; Budd, 2001; Zhang,
Briggs, 2007; Daley et al., 2009; Liu et al., 2011;
Legg et al., 2013), ecTb He YTO WHOE KaK PEIHJIHB
AHHEJUAHO-apTPONOAHON runoressl. IIpespamenue
BBICOKOCTIEIIMATIU3UPOBAHHOTO HMHTPOBEpPTA JlaXKe
B IPOCTOH POTOBOH ammapar KCeHy3Wil, a ceHcop-
HO-KEJIE3UCTHIX MANUIUT — B XOJHbIE KOHEYHOCTH T'0-
JIOBOXOOOTHBIX YEpPBEH, KOTOPbIE M3 HOPOK JIOJKHEI
OBLIM BBUIE3TH HA TIOBEPXHOCTh I'PYHTA, HEBO3MOXK-
HO C TIO3HUITUN OMOMEXaHUKU: CTI0CO0 MepeaBUKESHUS
TaKUX YepBe 3a CUET TUPaBINIECKOTO0 HATHETAHHS
U TiepepacipeeIeHUs MOJIOCTHOM KUAKOCTU IPHUTO-
JICH TOJIBKO IS JABHIKCHUS B rpyHTe. [IpoTHBOpeuar

XYPABJIEB

TakoMy HamnpaBJICHHUIO 3BOJIOLNMH — OT YepBeil ¢
BTSDKHBIM XOOOTKOM K OHHXO(OPOTOJOO0HBIM Opra-
HU3MaM — W JIaHHBIE 110 OHTOI'€HE3y MO3ra OHUXO-
¢dop: mokazaHo, YTO MO3T y HHUX 3aKJaJbIBACTCSl HE
Kak okojyorimoTognoe konbmo (Eriksson et al., 2003),
a Kak JIByX4YacTHBII TaHTIIMOHU3UPOBAHHBIN CITMH-
HOM opraH, mporouepedpaibHas YacTh KOTOPOTO
WHHEPBUPYET aHTEHHBI U Ta3a, a JeiTonepedpaib-
Hasi — YENIOCTH; TPHUTOIEpeOpyM HE oOpasyeTrcs
(Strausfeld et al., 2006; Martin, Mayer, 2014). Cyxas
MO HAJUYMI0O AHTCHH U TJ1a3 y HEKOTOPBIX KCEHY-
3Wii, MOYKHO TIPEJIOoJIararh, 4To TaKke ObUI YCTPOCH
1 MO3T Y KCEHY3UH C HEBTSDKHBIMH XO0OTKaMH.

Kceny3un mpencTaBisiior co0oit ucxomgusie ¢op-
MBI HE TOJBKO ISl TOJJOBOXOOOTHBIX YEpBEH M OHH-
xo(op. TuXoxo/Ku, BO3SMOXKHO, TAKKE SIBISIIOTCA UX
ITOTOMKAaMH, TPUCIIOCOOMBITUMHUCS K MEHOOEHTO-
CHOMY OOMTaHHIO W, KaK CJIEICTBUE, MPUOOpETIINE
YOPOIIEHHYIO CHUCTEMY BHYTPEHHUX OpraHOB INpHU
COXpaHEHWN HMCXOJHOTO CTPOECHUS JIOOOMOITHBIX KO-
HEYHOCTEH C KOTOTKAMH M KYTHUKYISPHBIX IMOKPO-
BOB. CTHJIETBI THXOXOJOK SIBJISIIOTCSI HE YeM HHBIM
KaK WTOTOM TIpeoOpa3oBaHHS TMEPETHUX JT0OOTMOMI-
HBIX KOHEYHOCTEW BO BHyTpeHHHiH opraH (Dewel,
Eibye-Jacobsen, 2006; Halberg et al., 2009), Gna-
rojgaps 4eMy TPEXJIy4yeBOH pOTOBOH ammapar Mpuo-
Open 4epThl JBYCTOPOHHE-CUMMETPHYHOTO OpraHa.
[IpeoOpa3oBanre MyCKYIbHOW CUCTEMBI U3 €IUHOTO
KOMIUTIEKCa TPOAOIBHBIX W TIOTMEPEYHBIX MYCKYJIOB
K CEepHaIbHO PACIOJIOKEHHBIM ITyYKaM, CBS3bIBAO-
LIMM KOHEYHOCTH C MOKPOBHBIMH IUIACTUHKAMHM, Ha-
OmrofaeTcs yxe y keMOpulickux kcenysuit Hadranax
u Pambdelurion (Budd, 1998, 2001) (puc. 2, e),
a JIpeBHEHIIas — cpeIHeKeMOpHiicKasl — THXOXOAKa
KaK pa3 UMeeT MapHble PyIUMEHTHI J000TOIHBIX KO-
HEYHOCTEH Ha TOJIOBHOM OTJIeJIe B JIOMOJIHEHHUE K de-
TBIPEM TapaM XOAHBIX JIOOOMOJHBIX KOHEYHOCTEH
Y KyTUKYIJISpHBIE TUTACTHHKY, KaK y KCeHy3ui (Maas,
Waloszek, 2001). CmenctBueM »3TOrO TIpoIiecca,
CBSI3aHHBIM ¢ (QyHKUIMOHAJIBHOU AuQdepeHunannen
KOHEYHOCTEH, BEPOSATHO, OBIJIO M IMpeoOpa3oBaHUE
OpIOIIHBIX HEPBHBIX CTBOJIOB B CETMEHTHUPOBAHHYIO,
a B [M037]HEE — U B TAHITIMOHU3UPOBAHHYIO OPIOIIHYIO
nerouky (Whittington, Mayer, 2011).

Eme oxHO# rpymnIoi, BEpOSITHO, CBSI3aHHOM IPoO-
HUCXOXKICHUEM C KCEHY3HUSIMH, SBISIOTCS aHOMAJIO-
kapuguael (Anomalocaris, Peytoia, Amplectobelua
U JIp.) — camble KpyIHbIe oOWTaTea KeMOPHUUCKHIX
MOpEH, 10 OIHOTO MeTpa UIMHOH (pHcC. 2, i, u).
VY Hux coxpassics X000TOK C pajHajbHO PACIOJIO-
KCHHBIMU 3YOHBIMHU IJIACTUHAMHE, WHOTJIA HECKOJb-
KHX IOPSJIKOB, KaK Y TOJ0BOXOOOTHBIX (MIOTOMY HX
TaK € Ha3bIBAIOT PAaJUOJOHTHI UM JUHOKAPUIBI);
MpelpoToBasl TMapa WICHUCTBIX WM JIOOOMOIHBIX
Ne6 2014
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XBaTaTeJbHBIX KOHEYHOCTEH, OMSITH ke, KaK Y HEKO-
TOpPBIX KCEHY3Wi; KpymnHble (haceTouHble riaza (10
MATH MITYK), IO CBOEMY CTPOCHHIO CXOMHBIC CO 3PH-
TEIPHBIMU OpTraHamMu Hanbojee MPOIBUHYTHIX Ujie-
HHUCTOHOTHX; TOJIOBHOM IIHUT, MHOTAA COCTOSIBIIHNI U3
HECKOJIPKHX DJIEMEHTOB; TYJOBHIIHBIA OTIE C Tja-
BaTEJIbHBIMH JIOTIACTSIMHU, HECYIITUMH, BOBMOXKHO, JTBI-
XaTeJbHbIe (PHITaMEHTHI; XBOCTOBOW OT/IEI C IIEpKaMu
niau 0e3 M CKBO3HOW KHIIIEYHBIM TPAKT C CepUalibHO
PACIIOJIOKCHHBIMH TIAPHBIMH  [THII[EBAPUTEILHBIMU
nuseptukyinamu (Whittington, Briggs, 1985; Hou et
al., 2006; Zhang, Briggs, 2007; Daley et al., 2009;
Paterson et al., 2011; Daley, Edgecombe, 2014).
B sty ke rpynmy xopouio BnuceiBarotcs Opabinia
Y HECOCTOSIBIIMICS KaHAUAAT B APEBHEUILIHNE TOJO-
BOHOTHE MOJUIIOCKH U XOpAoBbIe — Nectocaris — C
TOJIOBHBIM IIUTOM, POTOBBIM XOOOTKOM, MapHBIMHU
MPEIPOTOBBIMHU MPUAATKAMH U HAPYKHBIMH XKabep-
HBIMH (QuiameHTaMu (puc. 2, 3). AHOMaJIOKapuIn
C TMPEIpPOTOBBIMU KOHEYHOCTSIMHU, KOTOPBIE CKOpee
BCETO WHHEPBUPOBAINCH OT MPOTOIEpeOpyMa, MOXK-
HO CYHUTATh MOTOMKAaMHU KCEHY3WH, MPUCIOCOOHB-
MIUXCA K HEKTO-OEHTOCHOMY aKTHBHOMY XHITHUYE-
CTBY W aKTUBHOW (UIBTPAIMM, HA YTO yKa3bIBaeT
CTPOEHHUE POTOBOIO anmapara u — y HeKOTOpbIX (popm
(Kerygmachela u Tamisiocaris) — npeIpOTOBBIX JIO-
oomoaubix npugarkos (Bergstrom, Hou, 2003; Hou
et al., 2006; Daley, Peel, 2010).

[lpu3HaBaTh BBIMEPIIMX B JEBOHCKOM IEPHOJIE
aHOMaJIOKapuauJ 0a3anbHOM IS YICHHCTOHOTHX
IPYIIIOH, KaK UX PACCMaTPUBAIOT B KIAJIUCTHUECKUX
MOCTPOCHUSAX, MOMEIAs MEXAY KCEHY3USIMH M Ha-
crosmuMH wieHuctonornmu — Euarthropoda (Budd,
Telford, 2009), Bpsin 11 mpaBoMepHO. Bo-mepBbIX,
KpOMeE MPEAPOTOBBIX — HE BCEIJa WICHUCTHIX — KO-
HEYHOCTEH M (PaceTOUHBIX Va3, APYTHX SBHBIX MPH-
3HAKOB WICHUCTOHOTHX y HUX HET. Bo-BTOpBIX, MO-
3aMYHOE COYETAaHWE NMPU3HAKOB Y PA3JIMYHBIX BUJIOB
AHOMaJIOKAPUIUI U CAMHUX KCCHY3HH PYIIUT BCE KJla-
JUcTUYeCcKrue cxeMbl. Hampumep, cpeaum KceHy3ui
Diania nMeeT CUIbHO KYTUKYJISPU3UPOBAHHBIE, I0-
YTH WICHUCTHIE KOHEYHOCTH M TOJOBHOW oTHen Oe3
NPU3HAKOB TarMO3MCa, XOPOIIO Pa3BUTHIH XO0OOTOK
(Liu et al., 2011; Ma et al., 2014) (puc. 2, 2), Hao0o-
pot, Antennacanthopodia — m0OONONHBIE KOHEYHO-
CTH 0e3 KOTOTKOB M TOJIOBHOW OT/EJN C MpU3HAKAMH
TarMo3uca ¥ peayuupoBaHHbIM x000TKoM (Ou et al.,
2011) (puc. 2, 0), a Mureropodia — UHTPOBEPT U pe-
OyLUHUPOBAaHHBIE JIOOOMOHBIE KOHEYHOCTH C KOTOTKa-
mu (Zhuravlev et al., 2011b) (puc. 2, 6). Aprponu3sa-
Usl ¥ apTponogu3anus HeoOs3aTeabHO UM B Tape
Ipyr C JIPYroM, a He3aBHCHMO Pa3BUBAIUCH Cpazy
B Heckosibkux rpynnax Ecdysozoa (ITonomapeHko,
2008; Mounce, Wills, 2011): cpeaun KceHy3uid, aHO-
MaJIOKapUANJ, BETYIUKOJIEH, OTYACTH THUXOXOJOK.
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WU we crour 3abbiBarh 0 KuHOpHHXaX (Schmidt-
Rhaesa, Rothe, 2006). OcraeTrcs Bompoc o mpouc-
XOXKJICHUHM TAHTOMOJ: SIBISIOTCS OHU HACTOSIIUMU
YJICHHUCTOHOI'UMU, OJMM3KUMHU K XCJIMUCPOBBIM, WU
00penu YJICHUCTHIN CKEIeT He3aBUCUMO, IOCKOIbKY
HCKOMaeMble KeMOpHiicKkue U IopcKkue QopMbl HUMe-
FOT IPHU3HAKH OPraHM3alliyd TOJIOBHOIO OTAENA, Kak
y kceny3uit (Waloszek, Dunlop, 2002; Charbonnier
et al., 2007)? Hy)XHO OTMETUTh, YTO paHHEKEMOPHIi-
CKHe 4WIeHUCTOHOTHe Fuxianhuia m Onm3kue K Hel
(dbopmbl ¢ HanbOJIee MPOCTHIM IIAHOM CTPOCHUS TO-
JIOBHOTO OTJIeJIa, HO YK€ C HACTOSIIIIUMY aHTEHHAMU,
BTOPOM CHEUAIM3UPOBAHHON Mapod YJIEHHUCTHIX
KOHEYHOCTEH W IMOJApa3Ie/IiCHUeM COMHTOB OpIOIIKa
Ha CTEPHUTHI M TEPrUThI, UMCIOT HeauddepeHn-
pPOBaHHbBIC MUIUHAPUICCKUE XOJHBIC KOHEYHOCTH C
OOJIBIIUM KOJHYECTBOM MIaaKuX MIMOAOMEPOB U 3a-
KpYIJICHHBIM JucTaibHbIM uwiecHukoMm (Chen et al.,
1995b; Bergstrom et al., 2009; Ma et al., 2012;
Tanaka et al., 2013; Yang et al., 2013), xoTopsie OT-
JUYAIOTCS OT JIOOOMOJHBIX KOHEYHOCTEH JIUIIb YyTh
OOJBIIEH CTENEHBIO CKIEPOTU3AINH, IPUMEPHO KaK
y kceny3uu Diania (puc. 1).

He nmpoTuBOpeyuT MCXOTHOMY IOJIOKEHHUIO KCe-
HY3W# Kak mpenkoBoil rpymmsl Ecdysozoa, Bkiodas
rOJIOBOXOOOTHBIX YepBEH, U HAJIMYHE IeJI0Ma Yy dJjie-
Huctonorux u onmxogop (Eriksson et al., 2003;
Schmidt-Raesa, 2006), MOCKOJIBKY pexyIHUpOBaH-
HBIA 1IEJIOM, OKOJIO TEpEJHEro OTJeNa KHIIEUYHUKA,
BcTpeuaercs u y npuanynug (Meiopriapulus; Stérch
et al., 1989). Kpome Toro, oT4eTINBOE OCEBOE MOIIO-
KEHHME KUIIEYHOTO TPAKTa y KCeHY3HH, ajeoCKoIIe-
IU U psiga IpYyruxX KeMOPHHCKUX TOJOBOXOOOTHBIX
mpenoiaraeT HaJlMunue HalpaBisioed CTPYKTYpPHI,
110100HOI ME3EHTEPUIO U, CIIEOBATEIbHO, LEJIOMU-
yeckoit osioctu (Zhuravlev et al., 2011b).

Uto kacaeTcsd “€CTeCTBEHHOCTH TaKOW TpYIIIbI,
kak Articulata, To 1aOpyM YJICHUCTOHOTHX 3aKjabl-
BaeTCs KaK MapHBIM OpraH U He TOMOJIOTHYESH TPOCTO-
MHYMYy KOJIbuaThiX uepBer (MenpHukoB, 1970; Menb-
HHUKOB ® Ap., 1992; Kimm, Prpic, 2006), a mapHbie
OpIOIIHBIC HEPBHBIC LEMOYKUA B ATUX JIBYX TIpyIIax
MMEIOT Pa3HOE MPOUCXOKICHUE U HE TOMOJIOTHYHEI
IpYT JIPYTY, €CIIA CUUTATh WCXOMHOW I WICHHCTO-
HOTMX HEPBHYIO CHUCTEMY OHHXO(Op C OPIOUIHBIMHU
TSDKaMH|, JIMIIEHHBIMU KaK TaHTJIMEB, TaK U BOOOIIE
CKOTUICHHWI TaHTIIMO3HBIX KieTok (Mayer, Harzsch,
2007; Whittington, Mayer, 2011). CxomncTtBo 00eux
IPYIII, BEPOSITHO, 0OYCIIOBIEHO TE€M, YTO U UJICHU-
CTOHOTHE, Kak mpencrasutenu Ecdysozoa, u Koib-
yaThle YepBH, Kak npeacrasurean Lophotrochozoa,
COXPaHUJIU ONPEeICHHBII Ha0Op MPU3HAKOB OOLINX
npeakos Bilateria, Bkitoyas koneunoctu (Balavoine,
Adoutte, 2003; Prpic, 2008; Williams et al., 2012).
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Hunscen (Nielsen, 2003), mwITasch CIacTH
ennaCcTBO Articulata (Annelida + Arthropoda),
K KOTOPbIM OH BCE€ PaBHO BBIHYXXJEH IIOJIBECUTH
Cycloneuralia ¢ kuHOpUHXaMHu (OHH XK€ — TOJO-
BOXOOOTHBIE), KaK IMPOMEXKYTOUYHOE 3BEHO MEXKIY
WICHUCTOHOTUMH W HIpHANyIuAaMU—HEeMaTOJaMu,
Ha3bIBaCT TPOXO(OPHYIO JIMYMHKY C IPEIPOTOBBIM
BEHUHMKOM PECHUYEK (IPOTOTPOXOM) CHHAIPOPMO-
¢ueil Bcex NEPBUYHOPOTHIX, U IPH 3TOM OTMEYaeT
ee SIBHOE OTCYTCTBUE Y WICHHUCTOHOT'HMX U LHUKJIO-
HeBpanui, T.e. y Bcex Ecdysozoa(!). Onnako ecnu
nepexoaHbie GOPMbI MEXKIY Pa3IuyHBIMHU I'pyIINa-
mu Ecdysozoa B mckomaemoii JieTonmucu BCTpeda-
I0TCSl B M300MIIMH, TO KaKue-1100 GopMBbl, KOTOPBIX
MOKHO OBLIO OBl HA3BaTh MPOMEXKYTOUHBIMU MEXKIY
KOJIBYaTHIMU YEPBSIMH U YJICHUCTOHOTHMH, B CIOSX
36MHBIX OTCYTCTBYIOT MOJIHOCTBIO. (CKaxeMm, ecliu
OBl TAKUMH TEPEXOJHBIMU (GOpMaMHU OBLIN aHOMA-
JOKapUAUABI, OONajaromme X000TKOM, HECKOJIBKO
MOXOKUM Ha OCEBYIO IJIOTKY HEKOTOPBIX MOJIHXET,
TO B MX IJIABAaTENbHBIX JIONACTAX COXPAHUIUCH OBl
OTIOpHBIE IIETHHKH, HEOoOXOoAMMBbIE sl Kperuie-
HUS MYCKYJIbHBIX IYYKOB JBUTaTEJIbHON CHCTEMBI.
[IpaBaa, 3aueM Obl KM TOT/A MOHAJIO0MIICS IEPEXOJ]T
Ha BHEIIHEE KPEIJIEHUE TOW )K€ MYCKYJIbHOU cHUCTe-
MBI — Hapy KHBIN MaHIUPb?)

Jlogpompoxozou: 6 wxaghy monvko ckenemoi

Camu KOJbYATBIC YEPBU, TOYHEE OTIEYATKH UX
MMOKPOBOB B KEMOPHUIMCKUX CIIOSX, KOHEYHO, BCTPE-
YAKTCSI, XOTSI U B THICSIYU pa3 pexke, 4YeM TOJI0BO-
x000THBIX. [IpeAcTaBiaeHB OHH HCKIOYUTEIh-
HO oOcCTarKkaMHu IIOJABUKHBIX MHOI'OIICTHUHKOBBIX
yepBel ¢ JBYBETBHCTBIMH MapanolusiMu (HOTO-
n Hepononuit) (Conway Morris, 1979; Conway
Morris, Peel, 2008; Vinther et al., 2011) (puc. 1);
JIUIIb OJIMH, HE CaMbli APEBHUM U3 KOJBYEUOB, —
Perochaeta — ¢ meTUHKaAMH B BUJIE TOJICTBIX KPHOU-
KOB MOT BECTH MAaJIONMOABMXHBIH 00pa3 XU3HU
(Merz, Woodin, 2006). IIpyuemM HH OJUH H3 KEM-
OpUICKUX KOJBYCIIOB IO COBOKYIMHOCTH IpHU3HA-
KOB HE BIIMCBIBACTCS B KaKyH-JIU00 COBPEMEHHYIO
TPyNIly: Y HUX OTCYTCTBYIOT AHTE€HHBI, OIIOPHBIC
OMICTUHKH, CIIMHHBIC U 6pIOHIHI)Ie YCHUKH, a IYIIUKH
ycTpoenbl odeHb mpocto (Eibye-Jacobsen, 2004;
Eibye-Jacobsen, Vinther, 2012). CkonexomoH-
THl — UCKOTTaeMbl€ YETIOCTH MOTUXET — MOSABISAIOT-
Csl TOJBKO B OPIAOBHKCKHX OTJIOKEHHSAX, a JOCTO-
BepHBIe Sedentaria — B ME3030HCKYIO dpy: JHUIIH
B TPHACOBBIX OTIOXKEHUSIX HAYMHAIOT BCTPEYATHCS
TpyOOUKH C XapaKTepPHOW IS KOJBYATHIX depBeit
MuKpocTpykTypo#t (Vinn, 2006; Vinn et al., 2008;
Vinn, Mutvei, 2009).

OrneyaTkn 0OoJjiee JIPEBHHUX KOJIBUCIIOB, TaKUX
Kak Protoarenicola n3 KpUOTEHOBBIX U 3IMAKAPCKUX
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otnoxkeHuit CeBepHoro Kuras, Ha caMoM nenie oka-
3aJIuCh OCTaTKaMu Bojopocieil ¢ cupoHoBoO# opra-
HU3aLMEN: X YIIIepoAncTas 000JI04YKa UMEET TaKylO
KE CTPYKTYpY, KaK y COBMECTHO BCTPEUAIOIIUXCS C
HUMH BOAOPOCJICBBIX TaJJIOMOB, a “BbIBOpa‘-II/IBaIO-
masics NIOTKa™ CIy>KHJ1a IPUKPENUTENBHBIM TUCKOM
(Dong et al., 2008; Butterfield, 2009).

B nenom mckomaeMasi I€TOMKUCH NPEBHUX KOJIbUE-
LIOB CIYXXUT XOpollel uirocTtpanuei ugen Bect-
xaiine (Westheide, 1997) o mpouCXOXACHUU MIETH-
HOK KaK IMOKPOBHBIX 3alIMTHBIX JJIEMEHTOB y TOJ-
BIDKHBIX SMHUOCHTOCHBIX (DOpM: MMEHHO TaKUMH —
“OIIETUHUBIIUMHUCS — MBI BUJIUM TEPBBIX MOJIHUXET,
Hanpumep, Canadia; 3aTeM, 10 Mepe pa3BUTHUS Yep-
BEBUIHOTO crioco0a MepeBIKEeHHs MO0 CyOcTpary,
B TIOKPOBE MNOABJIAIOTCA IIOINCPEYHBIC, JIUMIICHHBIC
HMIETUHOK MPOPEXH, YTO MpeaonpeaeisieT GopMupo-
BaHWEC HApYKXKHOHW cerMeHTanuu. B paboTax KOJIEeK-
tuBa Crpyka (Struck et al., 2011; Struck, 2013) no
MOJICKYJISIPHOW (DHIIOTEHETHUKE KOJBUAThIX YepBeEi
TOBOPHUTCS 00 OTYECTIUBOM pPa3/iclicCHUU ITOH TPyIi-
Bl Ha JiB€ OCHOBHEBIE BeTBU — Errantia u Sedentaria,
npudeM oOIIero MpejiKa BCeX KOJIbUCIIOB AT aBTOPHI
TOXE PEKOHCTPYUPYIOT KaK MOJBIIKHYIO CETMEHTH-
poBaHHYIO0 (GOPMY C Pa3BUTHIMH, METAMEPHO PacIio-
JIO)KEHHBIMU BIOJb BCEro Tena mapanoausmu (Struck
etal., 2011, fig. 2).

Hdpyrue depBu, NOpUHAIJIEKAIIHUE K BETBH
Lophotrochozoa, B xeMOpHICKHUX OTIOXEHHSIX HE
oOHapyxeHbl. Xors Archaecogolfigia w Cambrosi-
punculus n3 Yennzsna (Huang et al., 2004) yxe
0OBABIEHBl  NPEACTABUTEIAMH TEPMHHAJIbHON
TPYNIbl CUMYHKYIHUJ, YTO, MO MHEHHIO OiH0r03-
Sko6cena u Bunrtepa (Eibye-Jacobsen, Vinther,
2012), cHyXWT HOCTAaTOYHBIM OCHOBAaHUEM LIS
repecMoTpa HOBOUM cucTeMBl KombuenoB CTpyka
u ero koyuter. OIHAKO caMU OKaMEHEJIOCTH K Ka-
KHUM-TO OCMBICJICHHBIM YTBEP)KICHHUSIM SIBHO HE
pacroiaraipT: TPUCYTCTBHE UIyMayiel XOTs Obl
Ha OZHOM M3 YETBIPEX HK3EMILIIPOB 000UX POIOB
HEOYEBMUJIHO, a KUUICUYHBIH TPAKT HE MMEET BOJI-
HOOOpAa3HBIX HM3TrU0O0B, XapaKTePHBIX NI CHITYH-
Kynmua. bosee Toro, Ha MOBEPXHOCTH Tejla 3THUX
YepBeH OTYETIMBO BUAHBI CKaJUIbl U CKIECPUTHI,
KaKk y TMajeoCKOJNeIu], B W300MIIMHU BCTpEYalo-
muxcs B Tex ke cinoax Yennssna. Uto kacaercs
OpsIMOTO, “3aJlHEr0” oTaena KUIIEYHHKA, TO, CYIs
M0 BCEMY, 3TO OTIEYATKH MYCKYJIOB-PETPaKTOPOB
HHTPOBEPTA, KOTOPbIE OMSATH K€ M3BECTHBI y Ia-
neockonenna (Zhuravlev et al., 2011b). B aure-
patype 1o dIHakapcKoMy W KeMOpPUHCKOMY IepH-
oJlaM J0 CUX MOP MOXXHO BCTPETHTH YIIOMUHAHUS
0 HaxoAKax MOroHo¢op; Ha caMOM Jeje pedb UJeT
0 TOHKHX pPEOpPHUCTBIX OPraHMYECKHX TPyOOoUuKax
Ne6 2014

JKYPHAJI OBLUEM BUOJIOTUM  Ttom 75



PAHHASA UCTOPUA METAZOA — B3IJIAA ITAJIEOHTOJIOTA

433

Puc. 4. Kem6puiickue (a—u) n opnoBuxckuii (0) Lophotrochozoa: (a, 6) — Tommotuunst: a — Paterimitra, 6 — Camenella (s, 2) — ue-
nockieputodopsl: 6 — Halkieria, e — Allonnia (XaHUeTOPUUABI), O — KOIBYATHIH YepBb Plumulites (Maxaiipuann). PekoHCTpyKIIH
JKUBOTHBIX ¢ M3MEHEeHHsMH JaHbl 1o Bengtson (1970); Conway Morris, Peel (1995); Bengtson, Hou (2001); Vinther et al. (2007);
Larsson et al. (2014). ©Xynoxuuk BceBonon A6pamos.

MPOOTIEeMATHYHBIX CAOCTUTUAUTH, MUKPOCTPYKTY-
pa KOTOPBIX OTJIMYACTCS OT TAKOBOW MOroHOMOp
(Urbanek, Mierzejewska, 1983; Wpanmos, 1990).

[IpumeuarenbHo, YTO Cpead OPAOBUKCKUX—
KaMEHHOYTOJIbHBIX KOJIBYELOB, II0JI3aBIIMX IO
MOBEPXHOCTH OCaJKa, BCTPEYAIHCh CETMEHTH-
poBaHHBIE POPMBI C OOBI3BECTBICHHBIMHU JIIUTpPA-
mu (Machaeridia), mox KOTOPBIMU CKPBIBAJIHCH
mapanogun ¢ meTuakamu (Vinther et al., 2008;
Vinther, Briggs, 2009). Dautpsl MaxalpuIuii 1mo
CTPOCHHIO OJNM3KH K pPaKOBUHAM IOJHIIIAKOPOpP
U pa3zHoOOpa3HBIX KEeMOPHICKUX “MHOTOCTBO-
pok” (puc. 4, 0). He cayuaiiHo ux emie HeZaBHO
BKJIIOYAJIM B YHUCJIO MOJUIIOCKOB, NPHYEM Cpeau
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arutakodop, HO, pa3yMeeTCs, C MOMOIIbIO KIaJu-
cTHYecKuX MaHunymsinui (Sigwart, Sutton, 2007).

PasnooOpasuble MHOroctBopyarbie (HOpMbl —
Halwaxiida, wnu Halkieriidae — mnpencraBistoT
HauOONBIINN MHTEpPEC C TOYKH 3PEHUS MPOHCXOXK-
JIeHUs MOJUTIOCKOB W mpouux Lophotrochozoa. Mx
obveamHstOT Tarkke ¢ Siphogonuchitidae B oT-
psan Sachitida u ¢ orpsimom Chancelloriida B kmace
Coeloscleritophora  (Bengtson,  Missarzhevsky,
1981). CnoxHBI{ TOKPOBHBIN CKEJET 3TUX CYLIECTB,
WU CKJIEPHUTOM, PA3BUTHIM Ha CIMHHON W OOKOBOIt
CTOpPOHAX, COCTOUT M3 MHOTOUYHCICHHBIX M3BECTKO-
BBIX M/WJIM OPraHMYECKUX CKJICPUTOB U CIIHKYI pas-
JINYHOM (POPMBI U OJTHOM-JIBYX PAKOBUH Ha MEPEIHEM
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W 3aJHEM KOHIIaX TeJla, HAIIOMUHAKIIUX PaKOBUHBI
Opaxuonoj wiu MoHotuiakodop (puc. 4, 6). Kpome
HaszBaHHBIX rpyn, k Coeloscleritophora, BeposiTHO,
npuHajexar Maikhanella u npyrue Maikhanellidae,
KOJIMTAYKOBBIC PAKOBUHBI KOTOPBIX COCTOSIT M3 TECHO
CHassHHBIX CKJIGPUTOB, OYCHBb IMOXOKUX Ha CKIICpH-
ol cuoronyxutua (Bengtson, 1992). Ilonoxenue
BCEX 3THUX MCKomaeMmbix cpeau Lophotrochozoa u ux
poactBo ¢ Wiwaxia, uMeroleil OpraHuuecKud cKJie-
PUTOM, OCTAeTCs BEChbMa CIOPHBIM. Psiji aBTOpOB,
CpaBHUBAS KPYITHBIE TOPIIEBbIE PAKOBUHBI C TAKOBBI-
MU OpaxHomoJl, a MPOYHUE CKICPUTHI — C TUTPAMHU
W METHHKAMHU KOIBYaThIX YepBed, paccMaTpuBaioT
XaJIbKUEePUUJ] U XallbBAKCUUJ| KaK CTBOJOBBIE TPYII-
el Lophotrochozoa B ieinom (Conway Morris, Peel,
1995; Holmer et al., 2002; Conway Morris, Caron,
2007). Hpyrue, onupasch Ha JaHHBIC IO CTPOCHUIO
CKIICPUTOB, — HAJMYUE CIOKHON CHCTEMBI KaHAJIOB,
CBSI3BIBAIOIIUX BHYTPEHHIOK TOJOCTh CKJIEpUTA C
€ro MOBEPXHOCThIO, HEOTIIMUYUMOW OT KaHAJIOB, MPO-
HU3BIBAIONINX PAKOBUHBI XUTOHOB, Ky/Ia BXOJIST DITH-
TeTUATbHBIE COCOYKU — ICTETHI, U POTOBOM ammapar,
HANIOMUHAIOIIUI paayny, — CYUTAIOT UX HECOMHEH-
HBIMH MOJITIOCKAMHU, TPEIIICCTBEHHUKAMHU TOJH-
n amrakodop (Scheltema, Ivanov, 2002; Vinther,
Nielsen, 2005; Vinther, 2009; Smith M., 2012). UH-
TEPECHO, UTO JIaXKe B CAMBIX )KECTKHX DJIEMEHTAX TEX
)K€ CaMbIX CKJICPUTOMOB, €CIU MOJHOCTHIO PACTBO-
PHUTh UX MHHEPATLHYIO COCTABISIONIY IO, TPOCMATPH-
BAIOTCS KAMWJUIAPBI, TOYHO TAKUE JKE, KAK B IICTHH-
Kax OJIHOBO3PACTHBIX KOJBYATHIX YEepBEH, HATPUMED
Canadia (Butterfield, 1990, 2003, 2006). Oxnako
HEBO3MOXKHO OJJHOBPEMEHHO NPHU3HABaTh MO00HBIE
metnHku cuHanomopgueir Lophotrochozoa n cum-
TaTh WX MOPHU3HAKOM HMEHHO KOJBYATHIX YEpBEid,
Kak rmosiararoT Hexkotopsie aBTophl (Eibye-Jacobsen,
2004).

Eme Oonbme ycnoxHseT (mposicHsieT?) cuUTya-
uuio takas rpynma, kak Chancelloriida, ckiepuTs
KOTOPBIX OOBIYHO COOpaHBI B PO3ETKU C OJHUM IIO-
JIBIM LEHTPAJIbHBIM ILUIIOM U TpeMs U Ooiiee mepu-
¢depuueckumu. [IpuToM, YTO MUKPOCTPYKTYypa 3THX
CKJICPUTOB M OO TIaH CTPOEHUS (MOJIBIH TOHKO-
CTEHHBI YJUIMHEHHBII CKJIEPUT C OTYETIMBO BBIpa-
JKEHHBIM 0a3ajbHbIM (POpamMeHOM) HEOTIIMYUMBI OT
TaKOBOM XaJIbKUEPUU] U MPOYHX LEI0CKIEPUTOHOp
(Butterfield, Nicholas, 1996; Usanmos u ap., 2005;
Porter, 2008), oHm 00pa3oBBIBAIA COBEPIICHHO
WHYI0 KOHCTPYKIHUIO — MONyC(HEpUUECKUH WIH Y3-
KOKOHMYECKUH CKJIEPUTOM C OTKPBITOM BBEPX IOJIO-
cThio (puc. 4, 2). U3-3a 3TOro XaHUEIIOPUU JOJIT0E
BpeMs CUMTANIM I'yOKaMu, OJIM3KUMU K TeTEPaKTHHH-
JaM. HI>KHUM KOHIIOM TaKOM OpraHu3M 3aKperuisics
Ha cyOcTpare, 4TO JIOKa3bIBAETCS HAXOJIKAMH II0JI-
HBIX CKJIEPHTOMOB XaHIICJJIOPUUJ B JIareplITeTTax
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u pudoOBBIX M3BECTHSKaX, IZ€ OHU OBLIM 3aMypo-
BaHbl B NPWKWU3HEHHOM ToJoxkeHHn (Zhuravlev,
2001a). Ha ormewarkax XaHIELIOPUUA OOHApYXKEeH
HEIIOPUCTBIM JBYXCIOMHBI MHTET'YMEHT, BHEIIHHI
Oyrop4aThIii CJI0M KOTOPOTO MUHEPAIN30BaJICS B Me-
CTax pa3BUTHUS CKJIEPHUTOB, a BHYTPEHHUN — MOACTH-
JIaJl ero W 3aloJHsI B CKIepuTax kaHaisl (Bengtson,
Hou, 2001; Janussen et al., 2002).

Jnst cKIepuTOB KEeMOPHHMCKUX ‘“MHOTOCTBOPOK,
Bkiroyast Chancelloriida, xapakTepHo Hanmu4ue TOH-
KOTO BHYTPEHHET0 OPraHu4eCcKOTO CJI0sl, OTHOCUTEb-
HO TOJICTOT'O CPEJHETO CJIOsl, IOCTPOCHHOTO MEePBUY-
HO aparoHUTOBBIMH (HUOpaMH, OPUCHTHPOBAHHBIMU
BJIOJIb OCH CKJIEpHUTa I10j] HEOONBIIUM yITIOM K €ro
MIOBEPXHOCTH, 4YTO IpEeNONpele/sieT 4YelyHuaTyro
CKYJBOTYPY MOBEPXHOCTH, U TOHKOI'O BHEIIHETO Op-
FaHUYECKOI'O MOKPOBA; MHHEPAIbHBIA CIOH MOXKET
ObITh TIpoHM3aH kaHambmamu (Butterfield, Nicholas,
1996; Porter, 2008; Vinther, 2009). Ototr HabOp MU-
KPOCTPYKTYp HE UMEET ITOJIHBIX aHAJIOTOB CPEIn MHU-
KPOCTPYKTYP HacTOSILIMX MOJUIFOCKOB, HO 0COOEHHO-
CTH TEPEKPELICHO-IUIACTUHYATONH MHKPOCTPYKTYPHI
1 YelrydyaTold CKYJIBNTYPHI MOBEPXHOCTH (BEpOAT-
HO, OOBI3BECTBICHHOTO NEPHOCTPaKyMma) pPaKOBUH
MaiXaHeJUIH]l, KOTOPbIE MOTYT BXOAHUTH B COCTaB TeX
e CKJIEPUTOMOB (OTCYTCTBYIOT OHH TOJIBKO Yy XaH-
LEJUIOPUNL), OTISITH e YKA3bIBAIOT HA CXOJCTBO 3TON
IPYIIBl ¢ MOJUTIOCKAMH, & KOJAYKOBBIH THII IPOTO-
KOHXa CXOJICH ¢ TakoBbIM y MoHoIuTakodop (Feng et
al., 2003; Ponder et al., 2007).

XOTsl TPaKkTOBKM JPEBHEUIIMX  KOJMAYKOBBIX
U CIIUPaIbHO-3aBUTHIX KEMOPUIMCKUX PAKOBUH CYIIE-
CTBEHHO Pa3HHWINCh — UX OTHOCWJIM M K MOHOIIJIAKO-
¢dopam (Runnegar, Jell, 1976; Runnegar, 1996), u
Oproxonorum moJjuttockam (l'onmukos, Ctapo6oraTos,
1988), a Taxxe k BeIMepmmM kitaccaM Helcionelloida,
Paragastropoda u orgactu Rostroconchia (Pojeta,
Runnegar, 1976; Linsley, Kier, 1984; Peel, 1991),
HUKTO HE COMHEBAJICS, YTO 3TO UMEHHO MOJLITIOCKH.
30—40 ner nasax Moxencon (Yochelson, 1975, 1978),
npaBja, CYMTal, YTO IMOJOOHBIC PAKOBHHBI MOIJIH
OBl pUHAIC)KATh YEPBSAM, HO B TO BpeMs He ObLTH
WCCIIeIOBaHbl HU MUKDPOCTPYKTYpa, HH TPOTOKOH-
XU, HI MYCKYJIbHBIC OTIICUATKH Ha 3TUX PAKOBUHAX,
na u obmas ux Mopdoiorus Oblja U3ydeHa BechMa
NPUOIU3UTENBHO.

[LIO. ITapxaes (2004, 2014; YmaruHnckas, [lap-
xaeB, 2005; Parkhaev, 2008), coOpaBuiuii HauboJsee
OONIMPHYIO KOJIJICKIIUIO JIPEBHEUIINX MOJUTIOCKOB
BCETO MHpAa, HA OCHOBAaHMHM HM3YUYCHUS MYCKYIBbHBIX
OTIIEYATKOB, MUKPOCTPYKTYPbl U CTPOEHHUS IPOTO-
KOHXa C CENTaMM, OTAEISIOMMMHI €ro OT TeJIEKOHXa,
CUMTAET, YTO B OOJBITUHCTBE 3TO OBLIM MPUMUTHB-
HbIE OSHJOracTPUYECKH CBEPHYThIC OPIOXOHOIHE,
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KOTOPBIX OH BblAenseT B kiacc Archaeobranchia.
Hapsny ¢ HUMH B paHHEKEMOPHICKYIO 310Xy MO-
SBIISIIOTCS TIEPBBIC TPEACTABUTENN OoJiee TPOJIBH-
HYTBIX TOJKJIaccoB OproxoHormx — Divasibranchia
(Khairkhaniidae) u Dextrabranchia (Onychochilidae)
(Parkhaev, 2008). Ectb cpenu apeHeimux dhopm
u Hactosimue aABycTBopku (Vendrasco et al., 2011),
paHHee 000COOJICHHE KOTOPBIX CPEeId PAaKOBHHHBIX
MOJUTIOCKOB TIOJITBEPKJAETCSl aHaJU30M TIOJHOTO
MuToxoHapuaibHoro renoma (Plazzi et al., 2013).

MUKpPOCTPYKTypa MHOTHUX PpAKOBUH JIPEBHUX
U COBPEMEHHBIX MOJUTIOCKOB, KOHEYHO, HUMEET OIpe-
JIeICHHBIC aHAJIOTH CPed MUKPOCTPYKTYP PaKOBHH
OpaxmoIo/l U CKEJIETOB MIIAHOK, TOCKOJIBKY BCE OHU
ABIISIIOTCA TpeacTaBuTe siMu BeTBu Lophotrochozoa
(kcTaTt, MHUKPOCTPYKTYpHas OOIIHOCTh pPAaKOBUH
MOJUTIOCKOB, OpaXHITO/1 M MIIAHOK SIBJISICTCS JIJISl TOU
BETBH XOpolIel cuHanoMopduei, Ha KOTOPYIO Majo
obpamator BHUMaHue). Kpome Toro, B pakoBHHax
KEMOPHIICKIX MOJUTIOCKOB BCTPEYAIOTCS TepeKpelie-
HO-IIJIAaCTHHYATAs, JIaMeJUI0-(pUuOpUIIIApHas, Yelyii-
9aThle KaJIbIUTOBAs M aparOHUTOBAS M IPyTHE THUIIBI
MUKPOCTPYKTYp, NpPHCYIIHE HMEHHO MOJUIFOCKAM;
pa3HMIa MeXAy KEeMOPUHCKHMH U Oojiee MO3THUMHU
(opMaMH 3aKII0YACTCS B TOM, YTO B XOJI€ IBOJIOIIH
MOJUTIOCKOB TIOSIBHJIUCH U HOBBIE MUKPOCTPYKTYPHI,
B TOM uucie nepaamyTp sensu stricto (Checa et al.,
2009; Vendrasco et al., 2010, 2011, 2013). Bo3Huk-
HOBEHHE HOBBIX THIIOB MUKPOCTPYKTYp, Bce Ooiee
YCTOWYHMBBIX K MEXaHUYECKOMY CTpecCy, ObUIO BBI3-
BaHO POCTOM Pa3HOOOPA3Hsi XWIIHUKOB U UX TEXHH-
YECKUX BO3MOXKHOCTEW /IS B3JaMblBaHUsI PAKOBHUH
(Vermeij, 1990; Wood, Zhuravlev, 2012; Vendrasco
etal., 2013).

Kax 051 TO HE OBITI0, B OCHOBHOM KOJITIAYKOBBIE pa-
KOBUHBI JIEHCTBUTEIBHO MPUHAIIEKAT APEBHEHITIM
MOJUTIOCKAM, T.€. UCXOJIHBIM (pOpMaM, MOJIOKHUBIITUM
HavaJlo JaibHEHIIeH MO3THEeKeMOPHUIICKO-OPIOBHK-
CKOHl pajgmalnuy TacTpoIoj, cKadoIoa, MOJHILIaKo-
dhop u ronosonorux (XKypasies, 2001). Jleno B ToMm,
yTo paznudHbie Bilateria Ha mpoTsKEHUU BCell CBOCH
9BOJIOIMOHHON HCTOPUU COXPAHSIOT MEepBOHAYAITb-
HBIIl COCTaB PaKOBHHBI, KOTOpas (opmupoBanach
B PaBHOBECHH C OKPYKAIOIIEH Cpejoii: KUBOTHEIE,
TOSIBUBIIIAECS B XOJIOAHBIE “‘aparOHUTOBBIC” DITOXH,
MOJIYYHJIM PAKOBUHBI M3 aparOHUTA UJIM BBICOKOMAr-
HE3UaJbHOTO KaJbIUTa, a y TeX, 4TO oOpean MUHe-
palbHBIA CKEJeT B TEIUIbIe ‘‘KalbIIUTOBBIC” SIIOXH,
OH MMEET HU3KOMAarHe3WJIbHOKAJIBIIUTOBBIM COCTaB
(Wilkinson, 1979; Zhuravlev, Wood, 2008; Porter,
2010). [UepenoBanue “aparoHUTOBBIX~ H ‘‘KalbITH-
TOBBIX DMOX 3aBUCEJIIO B OCHOBHOM OT THAPOTEP-
MaJIbHOTO PEKHMa, BIUSBIIETO HA COOTHOIIEHHUE HO-
HOB MarHus M KaJIbIIUs B OKeaHe, U OT MapIHajbHOTO
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JABJICHUS YITIEKUCIIOTO Ta3a, BO3ICHCTBOBABIIIETO HA
KWHETHKY 00pa30BaHUs KPUCTAIIOB, YTO OTIPEICIIsI-
710 GopMy TOCIEAHHUX: KPUCTATUIMYECKHE PEIIEeTKH
y KaJbliuTa U aparonurta — pasusie (Sandberg, 1983;
Stanley, Hardie, 1999; Morse et al., 2006).]

PaxoBuHa  gpeBHEHIIEro  TOJIOBOHOTOIO  —
Plectronoceras — wWMeeT aparoHUTOBBIM COCTaB
(Landing, Kroger, 2009), xoTs Bpems ero mossJe-
HUS TPUHATICKUT K “KaJbIUTOBOW~ 3moxe. ODTO
O3HayaeT, 4To JaHHas (opmMa HECOMHEHHO HMela
paHHEKEeMOPUHCKHUX MPEJKOB C HAPYKHOW aparoHu-
TOBOM pakoBuHOM. HoBeillune wucciegoBaHus Kak
Nautilus, Takx ¥ BHYTPUPAKOBHHHBIX TOJOBOHOTUX
MOKa3aju, 4TO OOIIMI TUIl OHTOIEHE3a Y HUX TaKoh
e, KaK y OpIOXOHOTHX MOJUTIOCKOB: SMOpHOHATHHEIE
OpraHbl KOHLEHTPUYECKH pPACIOJaraloTcs BOKPYT
IepelHe-3aHEl OCHU Tella, Ha CIMHHON CTOPOHE
KOTOPOTO HAaXOJUTCA paKOBHHHAs IUIACTHHA (Jaxke
Yy KOPOTKOTIEPHIX KaJbMapoB C MPAKTHUYECKH peay-
[UPOBAHHBIM CKEJIETOM), @ BOPOHKA, OyydIH JacCThIO
MaHTUMHOW CKJAQJKH, 3aKIaJbIBACTCS Ha 3aJHEM
KOHIIE YMOpPHOHA, pa3BOPAYNBAsACh B CTOPOHY TOJIO-
BBI TI0 MEpe pocTa JIUYNHKH; Y BHYTPHUPAKOBUHHBIX
TOJIOBOHOTHX TPOUCXOAHT IOCTETIEHHOE CMEIeHue
3a9aTOYHON pakoBUHBI BHYTpE (Shigeno et al., 2008;
Kroger et al., 2011). Plectronoceras n HEKOTOpHIE
IpyTue IpeBHEUINEe TOTOBOHOTHE COXPAHSIIH OTIpe-
NeJeHHBIE IPUMHUTHBHBIE YE€PTHI U BO B3POCIOM CO-
CTOSTHMM: PaKOBHHA pacIiojiarajach Ha JOpCcaibHOM
CTOpOHE Tella, a BOPOHKA — C3a/IH; MapHbIe OTIIeYaT-
KH MYCKYJIOB HAallOMHHAJIH TaKOBBIE Y MOHOTLIAKO-
¢dbop (Mutvei et al., 2007; Kroger et al., 2011). Kpome
TOTO, Y Plectronoceras v GOIBIINHCTBA IPEBHEUIITNX
MpeACTaBUTENIed TOJOBOHOTHX HaOmrogaercs Oec-
MPOTOKOHXHBIN (MPSMON) THIT Pa3BUTHS, YTO TpPEI-
roJiaraeT MX MPOUCXOXKJEHHUE OT OCHTOCHBIX (HOpM;
MIPOTOKOHX TOSIBUJICS TO37HEE W HE3aBUCHMO B Pa3-
HBIX JUHUSX Pa3BUTUSA T'OJOBOHOTHX, MEPEHISANINX
K IUJIAaHKTOHHOMY o0pa3y xwus3Hu (bapckos, 2012).
HeynuBurensHo, 4To Hanbosee MONHbIE MOJIEKYJIISIP-
Hble HcclenoBaHus 1mo 1185 reHoMHBIM ydacTKam
MOJIITIOCKOB, IPOBE/ICHHbIE IO BBIOOPKE U3 15 BUAOB
(B COBOKYMHOCTH € IPEKHUMH JaHHBIMH ), TPEACTAB-
JSIOLIUX BCE KJIACCHI, BKIIOYasi MOHOMIIAKO(OP, IS
Yero crenraibHO OBLIM OTJIOBJICHBI CBEXHE 0COo0U
MOCJIEIHUX, BBIIBHIIN, YTO MMEHHO MOHOILIaKO(O-
PB! SIBISIFOTCS CECTPUHCKOM TI'PYNIION T'OJIOBOHOTHUX
B mpexaenax Conchifera, BTOpylo BeTBb KOTOPBIX
COCTaBWJIM CKa(oOIo/bl, OPIOXOHOTHE W ABYCTBOP-
ki (Smith et al., 2011). [pyras coBpeMeHHas MO-
JeKyJasipHasi (UIOTeHHs, B KOTOPOH CECTPHUHCKH-
MU Tpynmamu okaszanuck Cephalopoda u Aculifera
(Aplacophora+Polyplacophora) (Vinther et al,
2012), 6pla mOCTpoeHa MO pe3yjbTaraM CEKBEHHU-
poBaHuA 7 AEpHBIX TEHOB “JOMAaIHEro Xo3siicTBa”
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y 14 BHUIIOB MOJUIIOCKOB, HO HE BKJIIOUAJIA TAHHBIE
no MoHorakodopam. HakoHer, eme oHa MOJEKY-
nspHas QUIIOreHEeTUYEeCKasi CXeMa, CBs3aBIIas MOJIN-
u MoHotutakodop (kr1aga Serialia), 6bI1a TOCTpOCHA
¢ yueroM ananu3a JIHK y moHomiakoQopsl, moasepr-
nreiics gecTpykTuBHOM ¢ukcaunn (Giribet et al.,
2006). Tak 9TO MOAIEPKKY U B MOP(OTOTHICCKUX,
U B OHTOTCHETHYECKHX, U B IMaJCOHTOJOTHYECKHX
JIAHHBIX HAaXOJUT MMEHHO MOJENb MPOUCXOXKICHUS
TOJIOBOHOTHX OT TIOABM)XHBIX PaHHEKEMOPHICKUX
HapY>KHOPaKOBUHHBIX MOJITIOCKOB, & HE OT KaKHX-TO
WHBIX KIIOHAJBHBIX CHUISYUX OPTaHU3MOB HIIA MST-
KOTEJIBIX HEKTOHHBIX (QopM. Mexy BpeMEHEM II0-
SBJICHUS] KOJIMAYKOBBIX TacTPOIOA U MOHOIUTAKO(POP
U BpeMEHEM BO3HHKHOBEHUS TOJIOBOHOTHX IPOIILIO
He MeHee 30 MITH JIeT — CPOK BITOJTHE JOCTATOTHBIM.

K 3tomy ocraercs 106aBUTh, 4YTO HAXOIKH B Xepe-
dopammpe CHIypUHCKHX MOJUTIOCKOB (Acaenoplax,
Kulindroplax wn np.), coueTaromux Opu3HaKu MOJH-
1ako(op (HECKOJIbKO PSIAOB N3BECTKOBBIX CIIMHHBIX
IUTACTMHOK) M aruiakogop (MaHTUHHBIA Kelo0oK,
IPOXOJSIINKA BIOJIb OPIOIIHONW CTOPOHBI; WM TOJI-
HOCTBIO PEIyLHPOBAHHAS IOJOIIBA), IMOATBEPXKAA-
I0T TPEIOJI0KEHHE O MPOUCXOKIACHHH aruiakoop
OT TOJHUIUIAKO(POp C H3BECTKOBBIMU CKJIEPUTAMHU
W HOPMaJbHO Pa3BUTOM HOTOM, CYIIECTBOBABIIMX
B KeMOpuiickom niepuoje (Sutton et al., 2001, 2012)
(puc. 1). DTOT HCTOpPHYECKHH CLEHApUHl MOBTOPS-
eTCS U B DMOPHOHATHLHOM Pa3BUTHH ariakodop, mo
kpaiiHeli mepe Caudofoveata (Scheltema, Ivanov,
2002; Nielsen et al., 2007).

Ecnu camble npeBHUE MOJITIOCKH, 332 HCKIIOYEHH-
€M XaHIEJUIOPUUI, U KOJBYaThle YepBU OBLTH Ipe-
CTaBJICHBl UCKIFOUUTENBHO TOBIKHBIME (hopMamu,
MHas KapTUHA HAOII0HaeTCsl Cpea PeBHEHIINX LIy~
nanpleBblx. Cpeau HUX BCTPEYAIOTCS B OCHOBHOM
cuasiane Gopmbl, pazIMYAIONINECs YUCIOM CTBOPOK:
OT ABYX, KaK y THIIMYHBIX OPaxuoIo/ BCeX TPeX MOJ-
tumnoB — Linguliformea (mpexxuHue 6e33aMKoBBIe Opa-
xuomnonbl ¢ docdarnoit pakoBunoit), Craniiformea
(dacTp 0e€33aMKOBBIX Opaxuomoi ¢ H3BECTKOBOU
pakoBuHo#) um Rhynchonelliformea (ocranbHbIE
0e33aMKOBBIE M 3aMKOBBIC OpPaxMOIIOABI C U3BECTKO-
BOH pakoBuHOM), 1o 30 u Oonee, xak y Paterimitra
u Eccentrotheca, TIpUHAIICKAIMINX K BBIMEpPIICH
rpynne Tommotiida, koTopas Obla oTkpbiTa B CH-
oupu (Muccapxkesckuii, 1989). ¥V Eccentrotheca —
OHOW W3 IPEBHEHITUX TOMMOTHHI — (ocdaTHbIE
MOPHUCThIC PAKOBUHKH (CKJICPUTHI) ObUIM JBYX TH-
MOB: HENPAaBUJIBHON KOJMAYKOBUAHOW M YIUIOIICH-
HOi (hopmbl. CKIICPHUTHI, paclojarasch Mo CITHpPaTH,
00pa3oBbIBaJIN y3KOKOHUYECKUH HapyKHBIH CKe-
aeT 4-MUIJIUMETPOBOM BBICOTBHI, OTKPBITBIM CBep-
xy u cum3y (Skovsted et al., 2011). Ckueputrom
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Paterimitra B o0mux dYeprax OBLT yCTPOEH, Kak
y Eccentrotheca, HO CO CKJEpUTaMHU TpeX THUIIOB,
JIBa U3 KOTOPBIX HAMIOMUHAJIN PAKOBHHBI OPaxUOIO/]
(Skovsted et al., 2009¢) (puc. 4, a). CxonacTBo ¢ 1o-
CIeTHUMH YCYTYOISIeTCS TOXKIECTBOM MHKPOCTPYK-
Typbl C OOIIUPHBIMH TOJOCTAMH MEXIY CIOSIMHU
PaKOBUHBI 1 MUKPOCKYIBITYPHI C XapaKTepHOH CeT-
4aTOW TIOBEPXHOCTHIO, a TAK)KE HAJTUYHEM IIOpP C OT-
revyaTkaMu IMEeTHHOK (3a cueT pocdaTuzanuu nHoTIa
COXPaHSIOTCS M CaMH IIETUHKH), YTO ITO3BOJISIET pac-
CMaTpUBaTh TOMMOTHH/] KaK HCXOAHYFO JUIsl Opaxuo-
oJi Tpynmy, IpudeM HauOoliee APEBHUE PAKOBUHBI
Opaxuonon (Aldanotreta, Askepasma, Salanygolina
u3 kiiacca Paterinata) B cBOtO ouepe/ib UMEIOT MUKDPO-
CTPYKTYpy TommotuuaHoro tumna (Bengtson, 1970;
Holmer et al., 2008b, 2009; Skovsted et al., 2009c,
2011; Topper et al., 2013a). OcoOeHHO WHTEpPECHBI
KaK IepexojHbie GopMbl JBYyCTBOpYATAs TOMMOTHH-
na Micrina u Tannuolina ¢ HeOOIBIINM KOTUIECTBOM
ckineputoB (Donmn, CMupHOBa, 1967; Laurie, 1986):
y Micrina obHapyxeHa >MOproHaIbHAs paKOBHHA —
JIBYCTBOPYATHIA IPOTETYIIOM C KapMaHaMH, T1e Qop-
MHPOBAJUCH IMETHHKHU; MPOTEryIIOM Yy 3MOpPHOHOB
Opaxuomnon oOpa3yeTcsi HaKaHyHe BBIXOZa W3 fAHIla,
MpuUYeM OJHa M3 CTBOPOK MpoTerymioma y Micrina
MMEET TIONEepPEeYHO-CKIauaThlii 3aJHUN BBICTYII,
CXOIOHBI C aHAJIOTHMYHOH CTPYKTYypoHl y KeMOpuii-
ckoii Opaxmomoasl Mickwitzia m apyrux Lingulata
Y CBHUJICTEJILCTBYIONIUI O HAIMYUU 3MOPHUOHAIBHOM
Hoxku (Balthasar, 2004; Holmer et al., 2008a, 2011;
Balthasar et al., 2009; Skovsted et al., 2009D).

[Ipenmonaraercs, yto Linguliformea u Rhyn-
chonelliformea Mo HE3aBUCHUMO DBOJIIOLIMOHH-
poBarb mytem mnexomMop¢do3a ABYCTBOPYATOU JIH-
yuHKH 1o700HbIX TomMoTHuA (Holmer et al., 2011;
Skovsted et al., 2011). bosiee Toro, pa3Hbie Kiacchl
Linguliformea Moriu nmpou3oWTH OT pa3HBIX TOM-
MoTui: Paterinata ot Eccentrotheca, a Lingulata ot
Tannuolina-Micrina (Larsson et al., 2014). B nenmom
cpeau paHHHX Opaxwuorioi HaOIomaeTcs HWHTepec-
Has W MO3aW4YHas KapTUHA: B PaKOBHUHAX IpejcCTa-
BHUTEIeH OOoNbIIMHCTBA ApeBHUX KiaccoB — Chileata,
Obolellata, Kutorginata, Paterinata, BeIMepmux yxe
B KEMOPHUICKOM MEpHOJic WK B PAHHEM Maleo30¢e, —
COYETAIOTCS MOP(OIOrHUECKUE U MUKPOCTPYKTYP-
ueie npusHaku Linguliformea u Rhynchonelliformea
(Ymraruuckas, 1987, 1998; Popov et al., 1996;
Williams et al., 1996; Manaxosckas, 2008; Balthasar,
2008; Holmer et al., 2009; Zhang et al., 2011)
(puc. 1). Eme Gomnblie ycyryOlsroT pasHUILy MEXIy
KEeMOPHIICKUMH W COBPEMECHHBIMH OpPaxUOMOAaMH
HAXOJIKM HCKOMAeMbIX C COXPaHWBIIMMHUCA Opra-
HaMU — HOXKOMW, BHCIIEPaJbHOW TONOCTHIO, JIOGO-
¢dbopoM: oka3piBaeTCs MPHU MOYTH MOJHOM MOA00UU
PAKOBHH JIDEBHEUIINX U COBPEMEHHBIX JIMHTYJISAT UX
Ne6 2014
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BHYTPCHHEE YCTPOMCTBO CHIILHO Pa3HHIOCH, a IO-
JIO)KEHWE HOXKU U cTpoeHue 10popopoB y MHO-
TUX KeMOpHMICKHX Opaxuornoj] He MMEIOT aHaJoroB
Cpeou HBIHEUIHUX NpPEeACTaBUTEIEH ATOH TrpymIlbl,
HATMpUMep, y KPYMHBIX CBOOOTHO JICKAIIMX HA JTHE
Heliomedusa nnoTHO cuasiife MeplaTeibHbIC IIe-
THHKH JBYMS [IMPOKHMHU MOJYKPYKbSMH BBICTYIIa-
IOT 32 BHCIIHWI TEPUMETP PAKOBUHBI, KaK Yy JIHUH-
HOK coBpeMeHHbIX Lingula wnu Glottidia (Zhang et
al., 2004, 2009, 2011).

WHTepecHO, 4TO /BE TpYNITBl TOMMOTHHU], TPE-
CTaBIICHHBIE ©IUHCTBCHHBIM pOJOM KaXaas —
Camenella w Sunnaginia, OTIUYAIOTCS TUIOTHOU
CJIOWCTOCTHIO HETOPUCTHIX TMapHBIX (3epKalbHO-
CUMMETPHUYHBIX) CKJIIEPUTOB, KOTOPBIC, BEPOSTHO,
pacronarajiuch Ha IOBEPXHOCTH JIBYCTOPOHHE-
CUMMeTpHUYHBIX XUBOTHBEIX (Skovsted et al., 2009a;
Murdock et al., 2012) (puc. 4, 6). 3HauuT cpeau nep-
BbIX Lophotrochozoa OblIM HE TOJBKO CHISUYUE Ce-
cToHO(Aaru, HO W MOJBIKHBIC SITMOSHTOCHBIE (MHAYE
3aueM WM 3alllUTHBIA MOKpoB?) nerputodaru. Bor
TOJABKO Jajli OHM Hadalo KaKUM-JIMOO HBEIHEHTHHM
mrynaneieBsiM Lophotrochozoa, win ncuesnu 6e3
ciena Mojo0HO XaHIEUIOPUUIAM, CIHMHCTBEHHBIM
CUJIYUM JPEBHUM MOJUIFOCKO-TT000HBIM (hopMam?

ITocne HaxOMOK MOTHOTO CKIEPUTOMA XaTbKUEPHU-
U], PEIOoNarajioch, 4TO 3TH CBOOOIHO TIOJI3aBIITHE
M0 TPYHTY CYHIIECTBA MOTJIM OBITh MPEAKAMU Opaxuo-
01, JIMIIb MO3/IHEE MePEUISAMUMHA K HEIOBHIKHO-
My o0pasy XKM3HH W yTPATHBIINMHU BCE CKIIEPHUTHI,
KpOME JIByX CaMbIX KPYIIHBIX, U3 KOTOPBIX 00pa3o-
BaJIACh JBYCTBOpYATas paKOBUHA C IIEPETHOOM TIepe-
nue-3amHei ocu (Nielsen, 1991; Cohen et al., 2003;
Mamnaxos, 2010). OgnHako HOBeHIIue NaHHBIE MO
SMOpHOHAIBHOMY pa3BuTuio Novocrania anomala
(Craniiformea) BBISIBUIIH, 9TO BO BpeMs MeTamopho-
3a ee JIMYMHKA JIS)KHUT Ha OPIONIHOM CTOpOHE, 3aKpe-
NUBIIMCh KOHYUMKOM 3aJHEW JIMYMHOYHOMW JIONACTH,
KOTOpasi MPHU ATOM TOJBOPAYMBAETCS HAa OPIONTHYO
CTOpPOHY, a TICPEIHSs JIMYMHOYHAS JIONacTh o0pa3sy-
€T CIMHHYIO JOMAacTh MAHTHH U BBIJCIACT CIIMHHYO
CTBOPKY; Pa3BHUTHE OPIOIIHON CTBOPKH 3amas/bIBa-
€T, U B UTOTE OHa 00pa3yeTcs OPIOMIHOHN JIOMACTHIO
manTuu (Altenburger et al., 2013). Biiarogapst Tomy,
YTO B JIATEPIITETTaX y OpaxHoIo/a COXpPaHAETCS KH-
IICYHBIH TPaKT, BUIHO, YTO B CAMBIX Pa3HBIX TPYyII-
max 3ToT oprad umen U-obOpazuyio popmy (Zhang et
al., 2004, 2009), u, kak yKa3pIBalOT MaJCOHTOJOTH-
YeCKHUe JaHHbIC, OpPaxXUOMObl MOTJIU MIPOU30UTH OT
CHUIAYUX TOMMOTH/I, TPEACTaBIABIINX coO0H apxa-
nyHyto rpynny Lophotrochozoa.

N3 cuasuux TpyOYaThIX TOMMOTHHJ, MOXOOHBIX
Eccentrotheca, BuBOmaT u ¢oponug (Skovsted
et al., 2011). bansracap u barrepdwmin (Balthasar,
Ne6 2014
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Butterfield, 2009) npemyarator Apyroi myTh HpOUC-
XOKICHUS (POPOHUA — OT KeMOPUHCKHUX Opaxuornon
C HEMHUHEPAIU3UPOBAHHON, XUTUHOBOW PAKOBUHOM,
Bpoxae Lingulosacculina, 3a cdeT MUHUATIOPHU3AINU
OpraHoB, KOTOpbIe Y (POPOHMI MMEIOT BIOJHE Opa-
XHOTIOI0BOE YCTPOMCTBO: IepMaibHast MyCKYJIaTypa;
U-o00pa3HbIii KUIEYHBIN TPaKT; OOKOBBIE ME3CHTE-
pHUH, HECyllue TOHaJbl; 3aJHUI BBIPOCT LEJIOMHUYEC-
CKOM TOJOCTH, WCIIOJIB3YeMbIH IS 3asKOpUBAHHS
B rpyHTe. OTHaKO pa3mMepsl BCEX 3TUX OPTraHOB CHIIb-
HO peAyLHpPOBAHBI, a METUHKU OTCYTCTBYIOT. MOX-
HO ObUIO OBI BBIBECTH Ha OCHOBE MCXOAHO Opaxmuo-
MOZI0BOM KOHCTPYKIIMH ¥ MIIAHOK, KaK KIOHAJIBHBIX
MOJIyJTbHBIX TIOTOMKOB TOMMOTH/I, YTPaTHBIIUX (OC-
¢daTHBI cKeneT: oOmIbHBIE NepBHUYHOPOCHATHBIC
(OpMBI CyIIEeCTBOBAIM B HAadaJle paHHEKEMOPHIICKOM
SMOXH, TIOKA OKEaH OTIMYAJICS TOBBIIIEHHBIM COJIEP-
xanueM ¢ocdara (Cook, Shergold, 1984). Onnako
MIIIaHKH BIIEPBBIC TOSBISIOTCS B IO3THEKEMOpHIi-
CKYIO 3TIOXY C XapaKTePHBIM JUUISl 9TOTO BPEMEHH CKe-
JIETOM HHM3KOMarHe3najJbHOKaJIbIIUTOBOTO COCTaBa
(Landing et al., 2010), yTo MOXeT yKa3bIBaTb Ha MX
MIPONCXOXKIECHUE OT KaKUX-TO OCCCKEJECTHBIX (OpM.
MosiekynbHbIC JaHHBIE TPEANOJIAraloT eJUHCTBO
Opaxuomnon, ¢poponua u MmaHok kak Lophophorata
U TOMOJIOTHIO y HHUX Jododopa, HECMOTpPS Ha HEKO-
TOpbIe pa3inuums B JAeTaiax ero crpoeHus (Nesnidal
etal., 2013).

Eme omwmH mpencTtaBuUTeNbh pPaHHEKEMOPHIICKUX
Lophotrochozoa co cna6o docdarnzupoBaHHbIM
ckaepuromoM — Cotyledion n3 YeHnzsna — umeer
TUOKYI0 HOXKY, "daredky, U-oOpa3HbIii KHIIEYHUK C
LIEJIEBUIHBIM POTOBBIM OTBEPCTHEM Ha OJHOM KOH-
L€ U TIOPOIIUIIEH HA IPYroM, OKPY>KCHHBIMH BEHYH-
koM u3 30 mrymanerr; T.e. BCGM CBOUM OOJHUKOM 3TO
HCKOMaeMoe HamoMHuHaeT kammnro3oa (Zhang et al.,
2013) (puc. 1). Toapko pazmep y HEro 3HaYUTEIHHO
KpyHnHEe, 4eM Yy JII0ObIX COBPEMEHHBIX KaMITO30€B
(5.5 cm potuB 1 cm), a yamiedka MOKpPHITa OKPYTIIHI-
MU CKJIEpUTaMU. ABTOPBI 3TOTO BUJA HE UCKITIOYAIOT,
YTO KaMIITO30M C(OPMHUPOBAIHCH NPU YHPOLICHUU
MIEpBUYHOTO Habopa OpPraHoB y MOAOOHBIX KpYII-
HBIX OpraHu3moB. CaMM CKJIEpUTH HANOMHHAIOT
Mobepremu — okpyrisle pocdarHbie miockue pa-
KOBUHKH CO CJIOUCTBIM CTPOCHHEM, HECKOJIBKO I10X0-
KHUe Ha TMYMHOYHbIC PAKOBUHBI OPaXHOIOI.

Cpenu xemOpwuiickux Lophotrochozoa crnemyet
Ha3BaThb €UIC TpU NPCACTABUTCIBHBIC I'PYIIIbI: XHUO-
JINTHI, KOTOPbIC B CHIIBHO OOCAHEHHOM, IO CpaBHE-
HUIO ¢ KeMOPHUICKUM, COCTaBE JJOKHMIIH 10 TIEPMCKOTO
nepuoia, paHHe-CpeAHEKeMOpPUIICKHE CTEHOTEKO-
Wbl U paHHEKeMOpuiickue cU(POHOKOHXU. XHUOJU-
Thl U CTEHOTEKOWJIbI, CY/sl IO MHUKPOCTPYKTYpe pa-
KoBHWH, Oblmn Ommke k moiuttockam (Kouchinsky,
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2000; Feng et al., 2001; Marti Mus, Bergstrom,
2007; Zhuravlev, Wood, 2008), HO 3HA4YHTEIHHO
OTJIMYAIUCh OT MOCIEIHUX OOIIUM IUIAHOM CTpOe-
HHUA U TIOOTOMY ObLIH JaX€ BbIACJICHBI B OTACJIIbHBIC
tunbl — Hyolitha u Stenothecata (Runnegar et al.,
1975; Cricoes, 1976; Po3os, 1984). PakoBuHa Ha-
CTOAIINX XHOJIMTOB COCTOsJIa U3 prnHOﬁ KOHHUYC-
CKOHM CTBOPKH M KPBILICYKH, a TAKKE U3 JBYX TOHKUX
Jorapu(MHUYECKH M30THYTHIX OOKOBBIX IMPHAATKOB,
COYJIEHEHHBIX C KPBIIEYKONW. YUUTHIBAS CIOKHYIO
CUCTEMY MYCKYJIbHBIX OTII€YAaTKOB Ha KPbLIIICYKE,
OHa CIIy)KHJIa HE TOJIBKO JJIsl IJIOTHOIO 3aMbIKaHHS
PaKOBUHBI, CJICTKA BTATUBAACH B KOHUYCCKYIO CTBOP-
KY, HO Y JUISl yIIPaBJIEHUS MYCKYJIaTypOii PUIATKOB.
CoueTanue KPBIIICYKKU C MpUAATKAMU HCKIOYacT
Y XUOJIUTOB HAJIW4YU€ MYCKYJIMCTOH HOTM: JieXka Ha
JHC 1 OoIlrupasAChb Ha NpUaaTKu, OHHU, BEPOATHO, JIUIIb
CJerKa MEHSJIM CBOC IOJOKCHHE B HAIMpPaBICHUU
MPpUAOHHOTO TCUYCHUSA IJIs1 BbLIaBJIMBaHUA B3BECHU C
MOMOIIBIO MAHTHIHOTO IIeHda miu moxoous godo-
¢dopa, Ha YTO YKa3bIBAKOT HAXOJKH CKOILICHUH OpH-
CHTUPOBAHHBLIX PAKOBUH XHWOJUTOB B IMMIPUIKN3HCHHOM
IMOJIOKCHNH Ha MMOBEPXHOCTH HAIJIACTOBAHUA (Kruse
etal., 1995). [lpyrue XuonuThl — OPTOTEKH — HE UME-
0T OIPUJATKOB W 4Yall€ BCCI0 BCTPCUANOTCA B I'PYH-
T€ B BCPTUKAJIBHOM IIOJIOXKCHUMU. I/IHOI'}la Yy 3pCibIX
oproTek, Osnaromaps ¢ocdaruzanuu, COXpPaHIeTCs
KUIIIEIHBIN TPAKT, COCTOSIITUN U3 MPSIMOTO (TIepeaHe-
ro?) W CKJIaguaToro (3amHero?) OTIAENOB, KaK y CH-
MyHKYJIW; Y XHOJIUTOB U IOBEHUJIBHBIX OPTOTEK 00a
otnena kumeunuka — npsimeie (Devaere et al., 2014).
CreHoTekonAbl OBUTH BYCTBOPYATBIMH OpTaHH3Ma-
MM, BHEIITHE OOJIbIIE TTOXOKUMH Ha Opaxmomo, 9eM
Ha JBYCTBOPYATBHIX MOJIJIIOCKOB, HO C CEpHaJbHO
PaCIlOIOKEHHBIMH TTAPHBIMA MYCKYJIBHBIMH OTIIE-
yaTKaMH, Kak y MoHoriakogop. Tperpro, MeHee u3-
BECTHYIO TPYyMITy, KeMOPHHCKHX JTO(HOTPOXO30HHBIX
“IBYyCTBOpPOK”™ TIpencTaBiseT kiracc Siphonoconcha,
nnn Tianzhushanellidae: mo cuMMmeTpun pakOBUHEI
OHU HAITOMUHAIOT OPaxnOTO/I, HO C HEOOBIYHBIM O~
pazmencHueM Ha ‘“‘ymacTyro” HW “‘cH(pOHATBLHYIO”
CTBOPKH, COYJIEHSBIIMECS Omaromaps TIPOCTOMY
3yonomy ammapaty (Ilapxaes, 1998). Bce atu rpyn-
MBI, BEPOSITHO, MPEJCTABIAIOT PAHHIOI pPaJHaIHIo
Lophotrochozoa.

Cospemennbie Lophotrochozoa B memom Ttaxxke
COXpaHHIIM HEMHOTO cuHanoMopduii. K BaxkHeHmmm
W3 HHUX ClieJlyeT OTHECTH CIIMpajbHOE JIeTepMHHA-
TUBHOE ApoOJieHne ¢ 000co0IeHHEeM MUKpomepa 4d,
BO3HHUKAIONIETO Ha cTaanu 64 KIETOK, KOTOPBI 3a-
TEM paBHOMEPHO JIETUTCS ¢ 00pa3oBaHUEM 3adarkKa
JIByCTOPOHHE-CUMMETPUYHON IETOMUYECKOW Me30-
JIepMBI (KOJIBYAThIC YePBU, CUTTYHKYIIHIbI, SXHYPHIbI,
MHU30CTOMHM/IbI, HEMEPTHHBI, KAMIITO30H, (POPOHHUIBI
W MOJITIOCKH;, YTPAu€HO y OpaxHuomno] U MIIaHOK, HO
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Pa3BUTO y CKpeOHEH U MJIOCKKUX YepBEl) U IIAHKTO-
TPOQHYIO JTUYMHKY — TpPoxo(hopy C MPeApOTOBBIM
BEHUYMKOM PECHUYEK — MPOTOTPOXOM, MApOi MPOTO-
HeppHUIUEB, PECHUYHBIM CYJITAHOM U TEMEHHOM I11a-
CTHHKOHM, KoTopas mpu MeTamopdo3e Mmorpykaercs
107l TIOKPOBEI M 00pa3yeT TOJOBHON MO3T (KOJIBda-
Thle YepBH, CUITYHKYIUbI, SXHUYPUIBI, MU30CTOMHU-
IIbI, KaMIITO30H1, (DOPOHUIBI, MITAHKH, ITHKINO(OPEI
Y MOJUTIOCKH; Y HEMEPTHH B OpaxuoIro HaOIroJatoT-
Csl TOJIBKO KIJIETOYHBIE TOMOJIOTH TIPOTOTPOXA; TPOXO-
(dbopa cumraeTcs yTpaueHHOH y TOJOBOHOTHX MOJ-
JIIOCKOB M TosickoBBIX uepBeid) (Funch, 1996; Rouse,
1999; Maslakova et al., 2004; Lambert, 2010; Meyer
etal., 2010; Gline et al., 2011; Pennerstorfer, Scholz,
2012). Cpenu cunanomopduii Lophotrochozoa,
(PUKCUpPYEMBIX B HMCKOIAEMOW JIETOTHUCH, CIEIYeT
OTMETHUTh CKEJICTHBIE MUKPOCTPYKTYpPBI, O Ye€M TO-
BOPHJIOCH BBIIIE, H XUTHHOBbIE (- WU Y-XUTHH)
IIETUHKY, BBIJICISCMbIC B MEIIKOBUJIHBIX BIISTYUBA-
HUSX KYTHUKYJIBI KPYITHBIMH SMUTEINAIbHBIMU KIIET-
KaMH — XeTo0JlacTaMi ¢ MUKPOBOPCUHKAMHU, CJIC/IbI
KOTOPBIX OCTAITCS B BUJAC KalUUIIPOB (KOJIbYATHIC
YepBU, MU30CTOMHU/IbI, OPAXUOTIOIbI, MOTUILIAKO(O-
PBI ¥ I0BEHIJIbHBIE TOJIOBOHOTHE MOJUTFOCKH, a TaK)Ke
MIIAHKH, ¥ KOTOPBIX TOMOJIOTOM IIETHHOK SIBISIOT-
cs 3yOITEI JKeBaTenbHOTO Xemyaka) (Eibye-Jacobsen,
2004; Giribet et al., 2009).

U mnozcue opyeue

N3BecTHBI M3 KeMOPHUIUCKHX OTIOKEHUH TakkKe
[IETUHKOYENIOCTHEIE M rpeOHeBuku. Ilocnennue
3aXOPaHUBAIOTCS HCKIIOYUTEIHHO B JIAT€PIITETTAX
U Majo 4eM OTIMYAIOTCS OT COBPEMEHHBIX (hopM
no o0meMy IUIaHy CTPOEHHS, XOTS HEKOTOpBIE W3
HUX MMEIOT HHOE YHCIIO PSAJOB TPEOHBIX MIACTHHOK
(Conway Morris, Collins, 1996; Chen, Zhou, 1997)
(puc. 1). Hanbonee nHTEpECHON HAXOJKOU SBISETCS
Maotianoascus, TpencTaBICHHBI KaK B3pPOCIBIMHU,
TaK 1 SMOPHOHAJIBHBIMUA (POpPMaMU: 3TO PajAHaIbHO-
CUMMETPHYHBIN OpraHu3M ¢ § psiaamMu rpeOHBIX TuIa-
CTHUHOK, JIMIICHHBIM LIymajien ¥ TeM CaMbIM I10XO-
*ui Ha coBpeMeHHbIX Beroidea (Chen et al., 2007).

Kak momHOIeHHBIE OTIEYaTKH MIETHHKOYEIIOCT-
HbIE BCTpedaroTcs HUckiIwouutenbHo penko (Chen,
Huang, 2002; Vannier et al., 2007) (puc. 1), HO ux
(dbocdaru3upoBaHHbIl 3yOHOU armapat, W3BECTHBIHN
KaK IPOTOKOHOAOHTHI (Protohertzina), mmpoko pac-
MPOCTPAHEH C CaMbIX 0a3ajbHBIX CJIIOEB KeMOpuii-
ckoit cuctembl. OT HACTOSIINX KOHOJAOHTOB U JIPYTUX
XOPJIOBBIX TPOTOKOHOJOHTHI XOPOIIO OTJIMYATCS
MHUKPOCTPYKTYPO#, XapaKTepHON s 3JIEMEHTOB
CKeJIeTa, KOTOPhIE CEKPETHPYIOTCS Ha MOBEPXHOCTH
SMUTENHUS, & HE B CKIIAJIKEC SMHUACPMHUCA, U TEM, YTO
4aCcTO COXPAHSIOTCS B BUJIC IAPHBIX arperaroB U3 He-
CKOJIbKUX MOP(OJIOrHYECKH OJHOPOIHBIX 3yOUMKOB
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(Bengtson, 1983; Szaniawski, 2002). Pannee nosiB-
JICHUE NIETHHKOYETIOCTHBIX B HCKOTIAEMOH JIETOITHCH
BITOJIHE COYETAETCS C UX TOJOXKCHUEM KaK CeCTPHH-
CKO¥ TPYIIIBI KO BCEM MEPBHYHOPOTHIM B MOJIEKYJISP-
HBIX (pumoreneTudecknx cxemax (Halanych, 2004)
U yHUKaJIbHBIM TeHOMoM (Marlétaz et al., 2008).

Bpsan 1u naxe B caMbIX Jy4YIIMX U3 KeMOPUICKUX
JarepIITeTTOB CTOUT OKUJATh HAXOAOK HUKIHOdOp,
OPTOHEKTH]I, OECKUIICYHBIX TypOeIIApuil Wiu Apy-
TUX TPYII, JUIIEHHBIX KaKUX-JTM0O0 KECTKUX CTPYK-
Typ. Jleronucek Tex U3 HUX, KOTOPHIE OCBOUIIU CYILY,
Ha4MHAETCsl B CEpEIMHE ME3030MCKOW 3pbl C IMOSB-
JICHMEM CMOJIOHOCHBIX T'OJIOCEMEHHBIX ACpPEBLEB (B
aHTapsx). MHorga, 6e3 ocoboro ycnexa, BBIYUCIUTD
MPUCYTCTBUE MOAOOHBIX OPTaHW3MOB IBITAIOTCS IO
HAJIMYNI0 XapaKTEPHBIX MOBPEXKICHUH B CKeJeTax
TPUIOOUTOB, MOPCKUX JIMJIMH U APYTUX oOuTaTenen
JIPEBHUX MOpPEH, HO OMATH )K€ JIMIIb TeX U3 HUX, KO-
TOpBIE MEPELLIN K apa3uTHIECKOMY 00pasy KU3HHU.

[IpaBaa, ocrancs emie psn ‘“HEOMO3HAHHBIX O0B-
€KTOB” — H3BECTKOBBIE CIMPAJIBbHO-3aKPYUYEHHBIE
PaKOBUHKM KpUOpHIIMAT, KOHHYECKHE pPAKOBHHBI
COJITEpEIUI C YEPENYIOIUMHUCS arTIIOTHHUPOBAHHBI-
MU M CEKPETHPYEMBIMH CIIOSMH, OTIIEYaTKH MENy-
301o100HBIX MapancoHemMus, ¢ U-o0pa3Hoi KHUIIKOM
U OKpPY>KalUIMMHU POTOBOE OTBEPCTHE LIyNAJIbIIAMU,
HE BIIHCBIBAIOIIMECS MOKA HU B KAKYH0 KOHKPETHYIO
rpynny Hekotopeie (opMbl u3 ciaHuma bépmxecc
U Apyrux JjarepmrterToB (Amiskwia, Dinomischus,
Odontogriphus, Oesia), HO B cpeiy HUX BPSI JIU OT-
BILYTCS TYPOCIUIIPUH WIIM CKPEOHH.

B mpenpinymux pasnenax ObUIO MOKa3aHO, YTO
KeMOpHiicKue MCKoImaembie, Oyab TO TyOKH, KHHIA-
pHUH, roJ0BOXOOOTHBIE WJIM KOJBYAThle YEpBH, uJie-
HUCTOHOTHE, MOJUIIOCKH, OpaxuoIoNbl, MITIOKOXKHE
WIIN XOPIOBbIE, HE TOBOPS YK O TOMMOTHHIAX HIIH
XaHUEIUIOPUHIAX, HE UMEIOT KOMIUIEKCA KIFOYEBBIX
MPHU3HAKOB, XapaKTePHBIX IS COBPEMEHHBIX Tpe-
CTaBHUTEJEH ATHX TUIIOB, a 9aCTO M JaKe I CBOUX
OmKalIIuX — OPAOBUKCKHUX — IOTOMKOB. Bce aTH
UCKOTIaeMble MPEJICTABISIOT COOOW IpeBHUE Mpes-
KOBBIC TPYHNIBI WIM MX BBIMEpIINE BETBU. Tak, HO-
BBIE METOJ(bl MHUKPOCKOIIUH MO3BOJIHIN YCTAHOBUTD,
YTO CpeIy MHOTOYMCICHHBIX KEMOPUICKUX UJICHH-
CTOHOTHX, MEHEe IECATH JIET Ha3aJ CUUTABIIMXCS
XOPOIIUMH TPHUMEpPaMH TEPMHUHAIBHBIX TPYII pa-
KOOOpa3HBIX — >KaOpPOHOTHX W JHUCTOHOTHUX PAaKoB
(Isoxys, Canadaspis, Rehbachiella), octpakon (Opa-
nopur b, PochaToOKOMH b ), HET HU OJHOU (pOPMBI ¢
TakuM HaOOpOM KOHEYHOCTEH, 4TO ee MOXKHO OBLIO
Ob1 0e3 Tpyna OTHECTH K KaKOMy-THOO KOHKPETHO-
My KJIacCy pakooOpa3HBIX WIH XOTS OBl ONPEICTUTD
Kak HecOMHeHHBIX Mandibulata: y HUX MOTryT OBITH
pa3BUTBl THUTAaHTCKHE XBararelbHble KOHEYHOCTH
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Ha MECTE aHTCHH; THIIOCTOMA, C KOTOPOH COUYJICHSET-
Csl TIepeHss mapa KOHEYHOCTEH; MOT'YT MOJHOCTHIO
OTCYTCTBOBATH JIMIIOAMTHI, KaK CITEIHATH3NPOBaH-
HBIC IS IBIXAHHUS U OCMOPETYIISIUNA OPTaHbl, a BCE
TOJIOBHBIC TIPUJATKU OBITh OJHOTHUITHBIMU, HE OTJIH-
YUMBIMH OT XOJHBIX KOHEUHOCTEH | T. . (Stein et al.,
2008; Maas et al., 2009; Vannier et al., 2009; Haug
etal., 2010, 2012; Legg et al., 2012, 2013).

YnuBUTEIBHBIC JAHHBIE 10 OpPTaHU3AIUN HEPBHOM
CHUCTEMBl y JAPEBHEHIINX YJICHHUCTOHOTHX YAAIOChH
MOJIyYUTh TIPU MCCICIOBAHUM HauboJiee Macco-
BBIX UEHIBSHCKUX OKaMeHelocteil — Fuxianhuia
u Alalcomenaeus: pu COBMCIICHUH PEHTTCHOCIICK-
TpaJIbHON KOMIIBIOTEpHON ToMorpaduu u (ayopec-
LIEHTHOW MUKPOCKOITUHY BRIPHCOBAIACh KapTa pacrpe-
AOCJICHUSA XKEJI€3a U JPYTIUuX XUMHUYCCKUX DJICMCHTOB
B NIMHHUCTBIX MUHEpajaX, 3aMECTHBIIMX MsSTKUE
TKaHHM, KOTOpas TOYHO BBISIBUJIA TOHUAWIINE JeTaTh
HepBHOfI CUCTEMbI BIUIOTH O 3PUTCIIBHBIX HEPBOB
U HEPBHBIX BOJOKOH, BEAYIIUX OT Pa3HBIX 4YacTei
Mo3ra K koHegHocTsaMm (Ma et al., 2012; Tanaka et al.,
2013). 1 oxazanocs, uto Fuxianhuia, KOTOPYIO BCe
KJIAJINCTUYECKNE CXEMBI pa3Mellalld U MPOJAO0IKAOT
pa3Memarb B OCHOBaHWH BeTBH XenutepoBbiX (Chen
et al., 1995b; Wills, 1995; Legg et al., 2012, 2013),
vMella HEePBHYI CHCTEMY, OpPraHH30BaHHYIO, Kak
y Mandibulata. Hepsnas cuctema Alalcomenaeus
0oJiee MOXOKa Ha TAKOBYH) XCIUIIEPOBBIX, XOTS Tie-
pemHss mapa KOHEYHOCTEH ero TOJIOBHOTO OT/elna
HAaIlOMMHAET BTOPYH Iapy KOHEYHOCTEHW TI'pyAHOTO
CEerMeHTa y PakoB-00rOMOJIOB.

HecMoTps Ha Bce cBOUM CTPAHHOCTH, dAHAKAPCKHEC
1 paHHEKeMOpHIICKHEe OpTaHu3MbI — COBCEM He “Oec-
ITOMOIITHEIE MOHCTPHI W Nake HE BapHaIlMH ‘‘apxa-
WYHOT'O Pa3zHooOpa3us”’, a MUp, MPHUCIOCOOICHHBIN
K OIpEACIICHHBIM YCIOBHSAM, KOTOPBIE K TOMY e
CYIIECTBEHHO W3MEHUJIUCh Ha TPOTHKCHUH KeM-
OpuiicKOro mepuojia: OT MOpel ¢ HU3KUM cojlepxka-
HHAEM KHCIOpOAa B MPHUIOHHBIX BOJAX JO XOPOIIO
AOPUPOBAHHBIX BOJTHBIX MAacC, MPOCESHHBIX TEIUICT-
HBIM KOHBEMEPOM; OT XOJIOJHOM 3MOXH K TEIJIOW; OT
MOYTH JAEBCTBEHHBIX TPYHTOB, TJI€ TIPUBOJIBHO CeOst
qyBCTBOBAJIN MAJIOTIOABIKHBIC U CITA00TPUKPETIIICH-
HbIE (QUIBTPATOPHI, JO CUIBLHO OMOTYPOUPOBAHHBIX
ocankoB (cybcTparHas peBOJOIHA); OT HEOOIBIIOTO
Yyciia MEIJICHHBIX XUITHUKOB O OTPOMHOTO Pa3HO-
00pa3usi aKTHBHBIX OCHTOCHBIX M HEKTOHHBIX IIpe-
cinemgoBateneit. Tak Mo 3aBepHIcHUN KEMOPHUCKOTO
“B3pbIBa” mpowusouna “Benukas OpaoBHKCKas pe-
BoJro1us”. Beero ke 3a KOPOTKUM, B F€0JI0OTHYE€CKOM
CMBICIIe, BpEMEHHOM 0Tpe30K B 80 MIIH JIeT — ¢ cepe-
JIUHBI DIUAKAPCKOTO 10 Hayalla OpJIOBUKCKOIO Mepu-
0J1a — MU MHOTOKJIETOYHBIX OPTaHU3MOB 3HAYUTETh-
HO OOHOBIJIACH YETHIPCKIBI: TMO3IHEIIUAKAPCKAS,
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paHHekeMOpuiickas,  CpeJHe-T03HeKeMOpHiicKast
U CIIOKMBIIASICA B OPJOBHKCKOM IICPHOJIC Ialieo-
30iicKass OMOTBHI OTIUYAIHUCH JIPYT OT Jpyra HUYYTh
HE MEHbIIE, YeM IaJIe030iicKast OMOoTa OT Me30-Kaii-
HO30MCKOM, MPOCYIICCTBOBABIINX MPUMEPHO TIO
250 MIIH JeT Kaxkaasl.

SAKJIFOUEHUE: JOJITAS TTPEJIIOANA
KEMBPUMCKOT'O “B3PBHIBA”

MHorue runoressl 0 pa3BUTUU Ha 3eMJie OpraHu-
YEeCKOr0 MHpa I'pelar OTCyTCTBHEM HPHBSI3KH 3BO-
JIOIUOHHBIX COOBITHI K KOHKPETHBIM yCIIOBHUSIM; BCE
MPOMCXOJUT Kak Obl B BakyyMme. B HEKOTOpHIX ITy-
OnuKanusax o KeMOpUHCKOM MepHoje MPUXOJUIOCH
CTaIKMBAThCA C yKa3aHUsAMH, 9To ckeneT Ecdysozoa
copmupoBacs y )KUBOTHBIX, OOMTABIINX HA JIUTO-
paju, HAlOJOBUHY MOTPY3HUBIIUCH B BOJAHYIO CpeELy,
a mpuOpexXHbIe YYaCTKH MOpeil ObLIH 3aHECEHBI Te-
CKaMH{ H3-3a TUIALIeBOr0 CHOCAa C TOJIOH, Oe31ecHon
cymi. Ha camoMm nene Bce mepBeie Ecdysozoa u npy-
TUe )KUBOTHBIE KWW B HOPMAJIbHO-MOPCKHX CyOIIH-
TopanbHBIX ycnoBusx (Burzin et al., 2001, figs 10.3,
10.4), 1 MUHEpaNbHBIA CKEJeT B pa3sHBIX T'PYyIIax,
naxe B mpenenax Ecdysozoa, ¢popmupoBaincsi Hesa-
BHCHMO, B pa3HOE BpeMs U B KaXJIOH TPYIIIEe MOJIHO-
CTHIO OTpa)kaeT XMMHYECKHIA COCTaB OKEAHWYECKUX
BOJI TeKyuieit amoxu (Zhuravlev, Wood, 2008; Maloof
et al., 2010a; Kouchinsky et al., 2012). Nmenno
¢ cyOnmuTOpa N Havajaach SKCIIAHCHS KUBOTHBIX CHa-
yaja Ha JIMTOpalib, a 3aTeM Ha cymy (Mangano et al.,
2014). A MomIHbIC TIeCYaHbIC TOJIIM HadaJM OTjIa-
ratbcsi K KOHIYy A€BOHCKOTO MepHoja Kak pa3 ¢ MosB-
JIEHWEM JIECOB U MUKOPHU3BI — CHITBHEHIIIETO JeCTPYK-
TUBHOTO JJIsi TOpHBIX Topoxn (akropa (Bonneville
et al., 2009; Davies, Gibling, 2010).

B xaxoii-to cremeHu 6e3 NMPUBS3KH KO BPEeMEHU
u mecty Hunbscen (Nielsen, 2012, 2013, p. 171) pas-
BHUBAET TUIIOTE3Y O MEPBUYHOCTH TOJIONEIArnu€CKO-
ro OopraHu3Ma C peCHHYKaMH, BOCXOJAIIYIO K Hce
ractpeu ['ekkens, monaras, 4to “...IaHHbIE UCKOIA-
€MOM JETOTHUCH... U TCHETUKHU HE MPEICTABIAIOT He-
MTOCPEICTBEHHBIX CBUICTCIIHCTB O XKU3HCHHOM ITUKIIE
npenkoBbix Eumetazoa”. CornacHo 3Toil, “mocTtpo-
€YHOI”, Tumore3e, K TOJIONEIAaTHYEeCKON racrpee,
COXpaHUBIIEHCS B BHJIE TUTAHKTOTPO(MHON JIMYNHKH,
B pa3HBIX BeTBsX Eumetazoa He3aBUCHUMO JHOCTPOU-
nmachk OeHTocHas cragus. [IpoTuBomonoxkHas, “BCTa-
BOYHAsA , TUIOTE3a MOJApPa3yMeBaeT MEPBUYHOCTH
OeHTOCHOM (OPMBI ¢ TIOCIECAYIONUM HE3aBUCUMBIM
MHOTOKpPATHBIM TOSBIEHWEM M BCTAaBKOH IJIAHKTO-
TpOoHOU JIMYUHKYU B KU3HCHHBIN ITHKJI.

HunbceH MCXOAUT W3 CPaBHUTCIBHOTO aHAIU-
3a JIMOPHOJOTHH U MOPQOJOTUH COBPEMEHHBIX

XYPABJIEB

HNpEACTaBUTENIEH pas3nudHblX TUNOB Eumetazoa
(MeJIoBBIE MOPCKHE €XKH, CIy)Kallhe eMy OJHOW M3
WJUTIOCTPALMi, — 3TO TOXXE€ COBpPEMEHHasl IpyMIa,
HE WMEIONIasi OTHOIIEHHUSI K MEePBUYHON SBOJIIOIHMH
Eumetazoa n naxxe UTIOKOKUX) U U3 MPEANOCHUIKH,
YTO AJI1 HE3aBUCHUMOI'O MHOTOKPAaTHOTO MOSIBJICHUS
IJTAHKTOTPO(HON JTUUYMHKY HE ObUIO HUKAKUX ajall-
TallMOHHBIX MpeAnockliok. HaBepHoe, Takoe mpen-
CTaBJICHHE HE BIIOJIHE KOPPEKTHO, XOTA ObI MOTOMY
YTO JPEBHHE OPTaHM3Mbl JAJIEKO HE HACHTUYHBI
COBPEMEHHBIM DPOJCTBEHHHKAM M 10 MOPQOIOTHUH,
u 1o o0Opasy >KHM3HH, M, BEPOATHO, IO XapakTepy
SMOpHOHaJIBHOTO pa3BuTUsA. CKakeM, IPOTOKOHX
Yy KeMOPHICKHUX MOJUIFOCKOB M HEKOTOPBIX JPYTUX
Lophotrochozoa 611 kpymniHee, yeM y 6oJiee MO3AHUX
(dhopm, obraarImuX MIAHKTOTPO(HONW THIUHKOH, H,
3HAYUT, YKa3bIBACT HA WX MPUHAIICKHOCTh K OCH-
tocy (Nitzel et al., 2007; Runnegar, 2007). bpaxu-
OMOABl C JIMYMHOYHOW PAaKOBMHOM, KOTOpas Morjia
OBl OBITH TUTAHKTOHHOMW, IOSBIISIIOTCS B CEpeauHE —
KOHIle KeMOpuiickoro nepuona (Popov et al., 2012).

Hckomaemasi JIETONMHCH TMPEACTABISICT HECKOJb-
KO HE3aBUCHUMBIX JIMHUU JOKa3aT€JIbCTB TOI'O, YTO
MJIAHKTOTpO(HAs JIMYUHKA ObLJIA JIOCTATOYHO ITO3]I-
HUM TIPUOOPETEHUEM MHOTOKIIECTOYHBIX JKUBOTHBIX,
Iaxe eciu OTOpOCHTh Hadudue OONBIIOTO YHCIa
HCKOMIAa€MbIX SMOPUOHOB C MPSIMBIM Pa3BUTHUEM TPHU
OTCYTCTBUU U IIAHKTOTPOPHBIX, U JCHUTOTPODHBIX
munanaok (Donoghue et al., 2006). IIpudem mpsimoe
pasBuTHE HAONIONAETCs HE TOJBKO y 3MOpPHUOHOB
keMmOpuiickux Ecdysozoa, HO y O0IHOBO3PAaCTHBIX
sMOproHOB KHUAapuii u rpeoHeBukoB (Kouchinsky
et al., 1999; Dong et al., 2013).

Kpome Toro, miaHKTOHHOE M HEKTOHHOE CO00-
IIECTBA C y4YacTHEM MHOTOKIETOYHBIX IKHUBOTHBIX
CIIO)KMJIUCH TOJIBKO BO BTOPOH MOJOBHHE KEMOpPHIA-
CKOTO — OpPJOBHKCKOM II€pHOAaX, O 4YeM TOBOPHUT
1 Mop(dorornyecKkuil aHanu3 IIaHa CTPOCHUS KOH-
KPETHBIX OPTaHM3MOB, W KOJIMYECTBEHHBIH aHalu3
TpouUeCKUX TPYNIHUPOBOK, U TAKUE Ba)KHbIE U He-
3aBUCHMBIE YJIUKH, KaK OMOMapKepbl, yKa3blBaloIIue
Ha BpeMs “3amycka’ MeJlJIeTHOTO KOHBeilepa, T.e. Ha
BpeMsi (OPMHUPOBaHUs IUIAHTOHHOTO COOOIIECTBa
(Signor, Vermeij, 1994; Logan et al., 1995; Rigby,
Milsom, 2000; Butterfield, 2001; Zhuravlev, 2001b;
Vannier et al., 2007; [Tonomapenko, 2008). B nemom
cpenn 4367 ponoB KeMOpUHCKUX HCKOmaeMbix 77%
COCTaBJIICT MOABMKHBIM OEHTOC U HEKTOH (MOJLIIO-
cku — 308; XanpKHUEepUU bl U Ap. IPUMHUTHUBHBIE MOJ-
BmkHBIE Lophotrochozoa — 180; TpumoouTsr — 2408;
Opanopuuasl 1 pocdaroxonuasl — 168; dIeHUCTO-
HOTHE C HEMUHEpaIU3UpOBaHHBIM ckejneToMm — 118;
IrpeOHEBUKH, TOJIOBOXOOOTHBIC M KOJBYATHIE YEPBH,
KCEHY3MH, aHOMAJOKapUIUAbl, I1apalCOHEMHUBI,
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reMHUXOpAOBbIE U xXopnoBbie — 102; xoHOMOHTO(O-
puabl U meTHHKOoYentocTHble — 73) u 23% — mpu-
KpETUICHHBI W MaJlo TOABIIKHBIM OEHTOC (apxeo-
nuatel U paguounarsl — 309, xkpubpunmarsr — 30;
KopauioMopdsl — 32; cteHoTeKouIbl — 16; Opaxuo-
nonbl — 233; xuonutel — 78; oproTeku — 77; caben-
JUJAATAIB — 6; XUOJUTTEIBbMHUHTBI, TOMMOTHU/IBI
u Ip. npuMuTuBHEIE cuasiune Lophotrochozoa — 105;
UTJIOKOXKHE — 76, TPANTONHTHI U ITepoOpanxun — 48)
(Kypasnes, 2001). Ecau xe paccmaTpuBarh COOBI-
THSI TIO3TalHO, TO B IMEpPBOW IMOJOBHHE KeMOpHUIi-
CKOTO TIepHOAa JIOJISI CHISYUX M MAallOMOJBIIKHBIX
dhopm coctapmsna okono 50%, a K cepeawHe TepH-
ona ymensinuiach 10 20%, a q0sl TOIBUKHBIX He-
KTOHHBIX ()OPM Ha TOM K€ MHTEpBaJie BO3pOCHa C
5 mo 20% (Wood, Zhuravlev, 2012). Ananornynsie
mUQpPHl OTYYAOTCSl NMPU CPABHUTEIHHOM aHaln3e
O0M000BEMOB paHHE- U CPEIHEKEMOPHIICKUX COO00-
MIECTB: OIS 0co0el BHIOB, BEIYIINX IJIAHKTOHHBIT
WIH HEKTOHHBIH 00pa3 »KH3HU, BO3PACTACT TOJIb-
KO B cpenHekeMOpuiickyto smoxy (Conway Morris,
1986; Ivantsov et al., 2005; Caron, Jackson, 2006;
Dornbos, Chen, 2008; Zhao et al., 2013).

Bo-BTOpBIX, paHHEKeMOpHiickas »dmoxa OTJIH-
YaeTcsi aHOMAaJbHO BBICOKUM TPOBUHIIUATHIMOM
MOpPCKHUX (hayH, KOTOPBI HE MMEJI aHAJOTOB 3a BCHO
MOCIEAYIOIY (aHEPO30UCKYID HCTOPUI0 3eMIIH,
JlaXke BO BpeMeHa Hanboliee MOIITHBIX perpeccuil, Be-
JIYIIUX K 00pa30BaHUIO MHOTOYUCICHHBIX H30JUPO-
BaHHBIX 0accelHOB. A mokazarenu P-pazHooOpasus
(pa3HuIla BHIOBOTO U POJIOBOTO COCTAaBa COCEIHHUX
Mayeo0coo0IeCTB) MOCTUTATN TAaKUX JKE BEJIIMYMH,
KaK IMoKa3areiau y-pa3HooOpas3us (pa3HULa poJoBOTO
COCTaBa MEX/1y COCETHUMH MAJICOMPOBUHITUSIMU; BH-
JIOBOM COCTaB HE COBITaJaN MOJHOCTEIO) (Zhuravlev,
Naimark, 2005). [Takas >xe kapTHHa HaOJIOIaIaCh
B 3JMaKapCKOM TEPHOJIE, XOTS OMUCAHA HA CETOIHS
TOJILKO Ha Ka4eCTBEHHOM YPOBHE — CTpOTasl MPUBEp-
JKEHHOCTb OTPEIEJICHHBIX MajIe0CO00IIECTB K PEru-
OoHaTBHBIM (parmanbHbiM KoMIUIekcam (Grazhdankin,
2004; Laflamme et al., 2013).] McKII0YUTETEHO BHI-
COKMI MPOBHUHIMAIM3M HaOJIIOIaeTCsl Jaxe cpeiau
HCKOTIAa€MBIX CJICJIOB, XOTs, Ka3aJioch Obl, HUYTO HE
MENIA0 MapalIeIbHOMY Pa3BUTHIO CXOTHBIX (HOpM
MOBEJICHUS B Pa3HBIX I'PyIIax, Kak 3To ObLIO BO BCe
nociuenyromue smnoxu (Jensen et al., 2013). Bpsa nn
Molo0Hast CUTyalls MOTJIA CJIOXKHUTHCS, €CIU ObI paH-
HEKEMOpPHICKME OpraHW3Mbl HMENU IUIAHKTOHHYIO
CTaJIUI0 PA3BUTHUS.

UYro kacaercs MPUYUH TOSIBICHUS TIAHKTOTPOd-
HOW JWYMWHKW, TO BaKHEHIIas W3 HUX OblIa cyo-
CTpaTHasi PEBOJIFOIUS, O PAa3BUTHH KOTOPOW MBI
MOYEM CYIHUTh MO HCKOMAEMBIM clieJlaM — 0CO00oMH
rpyIIe NaJeOHTOJIOMHYeCKUX 00beKTOB. Bo MHOTHX
Ne6 2014
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CiIydasix cjiellbl TPYAHO NMPUBS3aTh K KAKUM-TO KOH-
KpETHBIM OpraHU3MaMm, HO, OJaroapsi ©X U3y4eHHIo,
MOKHO MpPEJICTABUTH OOIIME TEHACHLUU B DBOJIO-
MU TIOBEJICHHUS, & B HEKOTOPBIX CIydyasX M yKas3aTb
Ha TEpBOE MOsBICHHE OTACNbHbIX rpynn. Cuurta-
JIOCh, HAIPUMEP, YTO MEPBBIC JIByCTOPOHHE-CHMME-
TPUYHBIE CIIEIBl HECOMHEHHO YKa3bIBalOT Ha MpH-
cyrctBue Bilateria. OpHako 1OJ00HBIE JTOPOKKH
OCTaBJISIIOT M MOPCKHE OJHOKJIETOUHBIC, BEPOSITHO,
Rhizaria (Matz et al., 2008). B nro6om cirygae, cie-
JIbI, KOTOPBIC MOXXHO CBSI3aTh C KaKUMH-TO JEHCT-
BusMH Bilateria, Bpome mpOCTBIX CHHYCOMIATHLHBIX
Helminthoidichnites, TOSBWINCH JIHIIb K KOHILY
9IMAKapCKOT0 TEepHoja, MO3/7HEe BEHIO0OMOHTOB.
BspreiBHas aumBepcudukaums cienos Bilateria na-
yajach B KeMOpPHUICKOM MEpHOAe, LUIa Mapaieib-
HO ¢ JuBepcH(UKAIMEel CKEeIETHBIX OPTraHW3MOB
U MpuBeia K OPMUPOBAHUIO PA3BUTOTO, MHOTOSIPY-
CHOTO M Pa3HOIUIAHOBOTO MH(pAyHHOTO cO00IecTBa
(denonkun, 1985; Droser, Li, 2001; Crimes, 2001;
Gamez Vintaned, Lifian, 2007). HamomHr0, 4TO BCe
3TH COOBITUS MPOUCXOJUIN B HOPMaJIbHO-MOPCKHX
YCIOBUSAX CyONHMTOpAu, OTKyIa TOJBKO K CEepeiu-
HE KeMOpPHUICKOro Imeproga OHOTypOaTopsl pacipo-
CTPaHHIIUCh KaK Ha MEJKOBOJbLE, BIUIOThH JIO TIEPHU-
OJIMYECKH OCYIIaeMOH JUTOpalH, TaK U B CTOPOHY
MaTepUKOBOTO CKJIOHA. Pe3koe MOBBIIICHHE TEMIIOB
1 00beMOB OHOTYypOauu — B 6 pa3 K KOHILY KeMOpHii-
CKOTO Tepuojia — MpHUBeia K PEe3KOMy OOCTHEHUIO
(hayHBI CBOOOTHOIEKAITNX U CIA0OTPUKPETICHHBIX
OpPraHW3MOB, YacTh KOTOPBIX, HAPUMEP KHUIAPUH,
cMoria ocBouTh nestaruans (Wood, Zhuravlev, 2012;
Mangano, Buatou, 2014). D10 siBneHue ObUTIO Ha3Ba-
HO cyOcTpaTHOH, WJIM arpOHOMHYECKOH, PEBOJIIO-
nueii (Seilacher, Pfliiger, 1994; Bottjer et al., 2000).
[Ipn WHTEHCHBHOU MOCTOSTHHOW TIepepaboTKe TPyH-
Ta BBDKUBATh HA JHE JIMYMHKHU YK€ TaK MPOCTO HE
MOTJIM, a HOBbIE COOOINECTBA, IIe BO3MOXHO OBLIO
3aKperieHue U BBDKUBAHUE THYMHOK — XapArpayH/ bl
U pOKrpayHjbl, eme He cioxuiauck (Vermeij, 1990;
Zhuravlev, Wood, 2008).

Eciu roBoputh 0 reHeTUKe, TO JEUCTBUE TpaH-
CKPUIIIIMOHHBIX (PaKTOPOB U IKCIPECCHSI PA3TUUHBIX
KOMIUICKCOB PETryJIsSTOPHBIX TI'€HOB B JMYUHOYHOM
Pa3BUTHUU MOJUTIOCKOB, UITIOKOXKHX M pslla JAPYTHX
TPYII KaK pa3 yKa3blBaeT Ha HE3aBHCUMOE U HEOIl-
HOKpPaTHOE TMPOUCXOKICHNE TNTAHKTOTPOPHON TUIH-
KM ¥ €€ BaXHEHUIIIUX OpraHOB (TeMEHHas MIaCTHHKA,
MPOTOTPOX/HEOTPOX) B pa3InYHbIX Ipynmax Bilateria
(Sly et al., 2003; Dunn et al., 2007; Raff, 2008;
Nakano et al., 2013). /laxe BecbMa OX0XKHE JIMUNH-
KU XOopJoBeIX W Ambulacralia mosBuIMCH, Cyns 1Mo
ITOCJIEIOBATEIIFHOCTH YKCIIPECCHU TCHOB, HE3aBHCH-
Mo (Lacalli, 2005; Swalla, Smith, 2008).
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Hao6opoT, COBOKYIMHOCTh JaHHBIX IO CpaBHH-
TeabHOW Mopdomoru U >MOPUONIOTHUH, MOJEKY-
JSIPHO-(PUIIOTEHETUYCCKOMY aHaJU3y, B TOM YHUCJE
COTIOCTABJICHUE TIOJHBIX TEHOMOB H TIOCJIEI0BATEb-
HOCTH DKCIPECCUU TEHOB Hox-KOMILIEKca, 03BOJIs-
eT Mpejmnoiararh, 4To npeakamu Bilateria Obutn He
MPOCTO JIByCTOPOHHE-CUMMETPUYHBIC KHUBOTHBIC,
HO TPEXCIOWHBIE (C MYCKYJIbHBIMH KJIIETKAMH ME30-
JIEPMalIbHOTO MPOUCXOXKJICHHUS), BEPOSTHO CepUalb-
HO-OpraHu30BaHHbie (HOPMBI C OTYETIIMBOW Mepe-
JIHE-3aJIHE W JIOPCO-BEHTPAIBLHOU MOJSPHOCTAMHU
U CO CTYIICHHEM HEPBHBIX KJIETOK B TOJOBHOW 4acTH
(Balavoine, Adoutte, 2003; Prud’homme et al., 2003;
Manaxos, 2004, 2010; Finnerty et al., 2004; Boero
et al., 2007; Gabriel, Goldstein, 2007; Arendt et al.,
2008; Prpic, 2008; Williams et al., 2012; Chesebro
et al., 2013; Janssen, Budd, 2013). Tak, rpeOHeBu-
KM 00JIaJIal0T HECKOJbKUMHU THUIIAMH ME30JepMab-
HBIX KJIETOK (MYCKYJbHBIE, ME3CHXUMAJIbHBIC U JIP.)
U OTHENWIUCh OT mpounx Metazoa 10 pa3zieieHus
Cnidaria u Bilateria; u eciiu mezonepma Ctenophora
JIEMCTBUTENBLHO TOMOJIOTHYHA TakoBOo#l Bilateria, To
clenyeT Ipeanoaarath paHHee pa3BUTHE ME301CPMbI
Yy MHOTOKJICTOYHBIX KHBOTHBIX C TOCICAYIOMEeH ee
notepeit y Cnidaria, Placozoa u, Bo3smoxHo, Porifera
(Martindale, Hejnol, 2009). Heo6xomnmele 117151 5TOTO
reHsl y Ty0ok octanuchk (Conaco et al., 2012; Kerner
et al., 2013). YuuTeiBas cX0/ICTBO AKCIIPECCHH KOM-
IJIEKCa PEryIsTOPHBIX T€HOB, CBS3aHHBIX C 3aKJIa[l-
HOU OJjacTormopa, pOTOBOTO M aHAJILHOIO OTBEPCTHH
y Ecdysozoa (nmpuamynuibl, HEKOTOpPbIC YJICHUCTO-
Horue), Lophotrochozoa (HekoTOpbIE MOJITIOCKH,
KOJIbYaThle 4YepBM M HEMEPTHUHBI) M COOCTBEHHO
Deuterostomia, BTOPUYHOPOTOCTh TMPE/IIOJIAracT-
Csl HCXOIHBIM INIAHOM cTpoeHHs A Bcex Bilateria
(Martin-Duran et al., 2012). boxee Toro, nmpenkoBbie
dhopwmbl Bilateria, BeposTHO, UMeJIH CEPUIO MAPHBIX
koHeuHoctel (Panganiban et al., 1997; Shubin et al.,
1997; Jacobs et al., 2007; Prpic, 2008), ckopee Bcero
MOXOXKHUX Ha IyHanblia KHUJIAPUN WIH TIajgKue KO-
HEYHOCTH HEKOTOPBIX KCEHY3UH.

W neiicTBUTENBHO, CKEJIETHBIE OCTATKH CHISYHX
Lophotrochozoa, koTopsie Mormu OBITH HpeIKaMu
Opaxuomno U APYTUX HIyMaNbIEBbIX (TOMMOTHHIBI),
HAUMWHAIOT BCTPEYATHCS B MCKOMAEMOW JIETOMHCH
MO3/IHEEe OCTaTKOB MOABMKHBIX Lophotrochozoa —
MOJUTIOCKOB UM Xanbkuepuujg (Zhuravlev, Wood,
2008; Maloof et al.,, 2010a; Kouchinsky et al.,
2012). Jlaxxe coBpeMeHHBbIE OpaxMOMOIBI COXpPaHs-
0T HEKOTOpBIE YePTHl METaMEpPUU — TPHU TYJIOBHUII-
HBIX cermeHTa (MamaxoB, Ky3smuna, 2006), paBHO
Kak ¥ (OpPOHHIBI, Y KOTOPHIX BBIAEISAIOTCS Ba Ta-
kux cermenra (Temepesa, Mamaxos, 2006). Cpeaun
Ecdysozoa camoli npeBHEl Tpymmol OKa3bIBAIOTCS

XYPABJIEB

Xenusia ¢ cepHUaIbHO PACIOJIOKEHHBIMU KOHEYHO-
CTAMH, 00JIaMaroNe MCXOTHBIM IJIAHOM CTPOCHHUSI
KaK JIUI TOJIOBOXOOOTHBIX YePBEid, C OJJHON CTOPOHHI,
TaK ¥ JUJIsl TAXOXOJI0K, OHUXO(OP U UJIEHUCTOHOTUX —
¢ apyroii (Gamez Vintaned et al., 2011; Caron et al.,
2013b). Mckomaemasi J€TOMUCH XOPAOBBIX WU HIJIO-
KOXKHX OISITh K€ HAaYMHACTCS C JIByCTOPOHHE-CUM-
METPUYHBIX OPTraHU3MOB, 00JaTAIONINX CEpUATbHOM
opraHu3aiuei psjga opraHoB, HaIpuUMep, kadbepHoTOo
anmnapara (Shu et al., 2003b; Zamora et al., 2013).

C y4eToM JaHHBIX 10 SBOJIOIUNA KOMILICKCA Pery-
naTopHbIX reHoB (Schierwater, DeSalle, 2001), kie-
TOK 3apopasimeBoii muanu (Buss, 1987; Blackstone,
Jasker, 2003; Extavour, 2007) u 0COOCHHOCTSIM JIH-
yuHouHoro passutus (Blackstone, 2009) moxHO
mpernoaaraTh HE3aBHCUMYIO DSBOJIOIUIO JIBYCTO-
POHHE-CUMMETPUYHBIX U MPOYUX MHOTOKJIETOYHBIX
JKUBOTHBIX, KOTOpas COIMPOBOXJAJacCh Mapaslielb-
HBIM oOpeTeHHeM psfa CTPYKTYp B 00eHx rpyIiax.
Otumu (akTOpaMu, BEpPOATHO, U OOBICHSAETCS Tpa-
KTHYECKH OJJTHOBPEMEHHOE TOSIBIICHUE B UCKOTIAEM O
JISTOTIMCH U MapasijiesibHasi B3pbIBHAs JUBEepCcU]UKa-
nus TyOOK, KHUIapuii, TpeOHeBHUKOB 1 Bilateria xak
B BHUJIC CKEIICTHBIX U ‘“MATKOTEIBIX~ OCTAaTKOB, TaK
U B BHJIE CJICIOB.

Mor 1nu KeMOpWHCKHH “B3pBIB” MPOU3OUTH
B JICWCTBUTEIHHOCTH WJIM 3TO JIMIIL SMU(EHOMEH,
MpeAoNpeIeICHHbI U3MEHEHUSIMA B XapakTepe
OCaJIKOHAKOTIJICHUSI Ha TMepexoie OT KpPHUMTo- K (a-
Heposzoro? Cam “B3pBIB”, Kak YK€ TOBOPIIOCH,
“rpemMen” OTHIOJb HE CUUTAHHBIE CEKYHIbl M JaXe
HE TEPBBIC MWJUIMOHBI JIET: €CIU B3STh 32 TOUKY
oTcyeTa TOSBICHUE MEPBBIX CKEJIETHBIX Metazoa
(Namacalathus) u cienoB, BO3MOXHO, TPUHAICKA-
mux Bilateria, — 555 miH et Ha3an, To 10 GpopMuU-
poBaHMsl Bcero koMmIiekca Metazoa, naxe 0e3 yuera
MIIIAHOK M OTCYTCTBYIOIIMX B MICKOIIA€MOM JIETOITHCH
rpynm (MOCIeTHUMH B CKEJIETHOM BHJI€ BO3HHKIHN
UTJIIOKOKME — OKOJIO 515 MIIH JieT Ha3zan), HOMyUUuTCs
40 mutH JeT — cpok HemaieHbkuil. Ho kax 661 mpocTo
HU BBHITJISACIH DIMaKapCKue M paHHEeKeMOpHUcKue
Metazoa, 3TO yke OBUIM JTOCTAaTOYHO Pa3BUTHIC KH-
BOTHBIE CO CIIOXHBIM I'CHETHUYECKHM aIlliaparoM, Ha
cOOpKY KOTOPOTO TPeOOBAIOCH IIUTEIBHOE BPEMS.
W ecam Mbl He HAXOIUM SIBHBIX MPEIIICCTBEHHUKOB
3TUX OPraHU3MOB, HE MOT JIM TeHETHUYECKHH anmapar
COBEPIICHCTBOBATHCS HE3aBUCHMO OT HUX?

JleliCTBUTENBHO,  KOMIIIEKC  KJIIOYEBBIX  Te-
HOB Metazoa, 3aIeHCTBOBAaHHBIX B AMOpPHOHAIB-
HOM pa3BUTHH, MOJOBOWH PENPOAYKIUU H amoll-
TO3¢, a WMEHHO, OTBEYAIOIHUX 33 (aKTOpsI
perynsuun  TpaHckpunuuu (Brachyury, RUNX),
CKJICMBaHUE U MOJSPU3AIMIO KIIETOK B TKaHAX (TCHBI,
CUHTE3UPYIONUE KaTCHUHBI, JAMIUHHHBI, KaJJXEPHUHBI

JKYPHAJI OBILEN BUOJIOTUN Ne 6

TOM 75 2014



PAHHASA UCTOPUA METAZOA — B3IJIAA ITAJIEOHTOJIOTA

U HMHTETPHHBI), KOMMYHHKAaTHBHBIC MEKKICTOYHBIC
CUCTEMBI (aHUECTpalbHBIA KoMIUiekec Notch-cucrte-
MBbI), KJIETOUHYIO AuddepeHunanuio (TeHbl, CHH-
TE3UpYIOlINe TUPOKHHA3BI), @ TaKXe IeHBbI, MPOU3-
BOJSILINE HeHpoMeauaropbl (HEHpONmeTHAbI), €CTb
y Choanoflagellata, Ichthyosporea (Creolimazx,
Sphaeroforma), Filasterea (Capsaspora, Ministeria),
Chytridiomycota, sBnsrommxcsi 0a3adbHONH BETBHIO
rpuboB, U Apusozoa (Amastigomas), IpudeM y TpHu-
00B M BOPOTHMYKOBBIX JKT'YTUKOHOCLIEB 4aCTb 3TO-
ro regHoro komiekca (ot 30 mo 50%) morna ObITH
BropudHo yTpadeHa (Nichols et al., 2010; Sebé-
Pedros et al., 2010; Fairclough et al., 2013; Suga et
al., 2013; Suga, Ruiz-Trillo, 2013) (puc. 1). Dror
TeHHBIH KOMIUIEKC BKJIIOUAETCs Ha craauu obpaszo-
BaHUsl KOJIOHUH M CIIY)KHT, HallpUMep, JUIsl CHHXPO-
HU3ALUM JACJICHUsl KIETOK, a TakKe 3aJeiCTBOBaH
B MHUTO3€ U CEKpelHH OEJIKOB, HEOOXOAMMBIX MIJIs
MOCTPOEHUSI TYOyJMHOBOTO IIMTOCKEJETa, YeMy aK-
TUBHO CIIOCOOCTBYET aJbTEPHATUBHBIN CILIAHCUHT
MEeTa30iHOro THNa (Tako# crtalicuHT oOecreunBaeT
CHUHTE3 pa3HbIX OCJIKOB Ha OCHOBE OJHOTO U TOTO XK€
reHa, 4To ONpelessseT POCT pa3HooOpas3usi OenKoB
W YCIOKHEHHIO TeHHOU perymsiun) (Sebé-Pedros et
al., 2013). 3a uckmaroueHneM Apusozoa, BCe ITH Op-
raHU3MBbl IPUHALJIEKAT K OAHOKJIETOYHBIM, CIIOCO0-
HBIM 00pa3oBbIBaTh KojloHnH Opisthokonta, koTopsie
3aHUMAIOT 0a3allbHOE TOJOXKCHHE IO OTHOIICHUIO
Kk Metazoa (Chytridiomycota k octanbHbIM rpudam),
a Apusozoa, BO3MOXKHO, TIPEJCTABISIET COO0M MOTOM-
KOB ucxoaHoM aist Bcex Opisthokonta rpynmsl u siB-
JSAOTCA TPYNION, MPOMEXKYTOUHOM MEXAY STUMHU
opranu3zmamu u Amoebozoa. [lociegnux mo mose-
KYJSIPHBIM JJaHHBIM U CTPYKTYypE OpraHei paccMa-
TPUBAIOT Kak cecTpuHcKylo rpymmy Opisthokonta
n oowenuusaoT BMecte B Unikonta (Baldauf, 2008;
Eme et al., 2011; Torruella et al., 2012).

BrionHe BeposITHO, 4YTO TEHHBIA KOMILIEKC
Metazoa Hadan GpopMHpPOBATHCS €Ie A0 MOSIBICHUS
Opisthokonta: y Dictyostelia (mpexkie OTHOCHMBIX
K Kj1accy Acrasiomycetes B otaesie Myxomycota), Ha-
nboJsiee U3y4YeHHOM rpyrmne Amoebozoa, 00HapYyKEHbI
pazHooOpa3Hble CUTHAIbHBIE MOJEKYJIbl METa301HO-
ro THUMA — TPAHCIYKTOPBI, aTTPAKTOPHI U aKTHBATO-
Pbl, BBI3BIBAIOIIME arperamnuio u auddepeHnuauo
KJIETOK, KOTOPBIX MOXET OBITh JIO ISITH Pa3HBIX THIIOB
(Saran et al., 2002; Eichinger et al., 2005; Schaap,
2007), romeobokcHbIe TeHBl (Wariai), oTBevyaromme
3a hopMupoBaHue nepenHe-3anneit ocu (Han, Firtel,
1998), m Oenku, pOACTBEHHBIE (- W [-KaTeHHHAM
U WTparoIye BEAYIIYIO POJIb B CKICHBAHHH U TOJIS-
pU3alUU DIHUTEIUATBHBIX KJIETOK, CHHTE3 KOTOPBIX
yCWJINBAaeTCsS BO BpeMsi (OPMUPOBAHUS TUIOTOBBIX
TeN, B pe3ynbTare dero y Dictyostelia oOGpasyercs
Ne6 2014
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nonobue oxuHocnoiHoro snuteus (Dickinson et al.,
2011). BaxxHOo# 0COOCHHOCTHIO CIN3EBUKOB SBIISCT-
s TO, YTO UX MUTPHUPYIOIINE TICEBIOTUTA3MOINH, UITH
arperatbl aMe0OUHBIX KIJIETOK, CIIOCOOHBI MPEO0-
JIeBaTh TEOXUMHUYECKHEe Oapbepbl, HEMPOXOINMBIE
s onnHouHbIX Kietok (Kuzdal-Fick et al., 2007).
BrionHe mocrarodHas mpuyuHa IS SBOJFOIUU B CTO-
poHy MHOrokierouHoctu. [lomoOHas, arperannoH-
Hasi, MHOTOKJIETOYHOCTh BCTPEYACTCSI U CPEly HU3-
mux Opisthokonta: counansnas ameba Capsaspora,
otHocsimasicsi k Filasterea — cecTpuHCKOHN rpyrie
Choanoflagellata+tMetazoa, u KJIETOYHBIN CIU3EBUK
Fonticula n3 Nucleariidae — cecTpUHCKOW TPyHIBI
Fungi (Brown et al., 2009; Sebé-Pedrods et al., 2013).

Ecnu omnmparbcst Ha CBHUAETENLCTBA HCKOIIae-
MO# JIETONUCH DYKapuoT, TO, HE CUUTas pas3iny-
HBIX “pacturenbHbIX” octarkoB (Viridiplantae,
Stramenopiles), B oTnoxkenusx Bo3pactom 1.70-0.55
MJIPJ JIET BCTPEUAIOTCsI CIIE/Ibl, TaKKue Kak Horodyskia
[MX TepBOHAYaJIbHO OTOXKIACCTBISUIM C KOJOHMSI-
MU THUIPOUAOB, cBsizaHHbIX crtonoHamu (Fedonkin,
Yochelson, 2002)], Myxomitodes, Gaojiashania
(puc. 1, Amoebozoa). OHM OTIHYAIOTCS OT CJICIOB
JIBY CTOPOHHE-CUMMETPUYHBIX KHUBOTHBIX 10 IIEJIOMY
psAly IpU3HAKOB: XaoTH4HBI (cienbl Bilateria umeror
3aKOHOMEpHEIH pucyHok; ®enonkun, 1985), o6pasy-
10T 3aMKHYTBIC TICTIH, Pa3ABaNBAIOTCS, MEHSIOTCS IO
LIMPUHE HAa IPOTSDKEHNUHU OJTHOTO ClIea M MOTYT Iepe-
XOJIUTH B IIETIOYKH MIAPOBUAHBIX CTPYKTYp (Bengtson
et al., 2007; Zhuravlev et al., 2009; Gamez Vintaned,
Zhuravlev, 2013). MuHepanorudeckuii U 3JIeMEH-
TapHBId COCTaB MIAPOBUAHBIX CTPYKTYpP H CIEAOB
taoke uaeHTnaHbl (Meyer et al., 2012). [TogoOHbIe
cieqpl B 1a00PAaTOPHBIX YCIOBUSAX OCTABJISIFOT MUT-
pupylome nceaomnasmoann Dictyostelia, korto-
pble B KOHIIE JKH3HEHHOIO LUKJIA (HOPMUPYIOT ILIO-
JIOBBIC TeJIa B BUJC IIAPOBHUIHOW TOJOBKH U3 CIIOD,
OJIETOM TBEpAOW OOOJOYKON W CHIAIICH Ha HOXKE
(Wallraff, Wallraft, 1997; Sternfeld, O’Mara, 2005;
Bonner, 2006). Ipyras BetBb Amoebozoa — n0060-
3HBIe amMeObl — cymecTByeT He MeHee 0.8—0.7 mupg
JIET W TMPEJCTaBICHa B UCKOMAeMOM JIETOINCH PaKo-
BuHkamu Melanocyrillium n cxonueix ¢popwm (Porter,
2006).

[IpumepHo ¢ ypoBHs 1.0 Miipa €T B uckonaemMoi
JICTOIINCH HAUYMHAIOT BCTPEYaThCs Ipulbl, paclo3Ha-
BaeMble 110 ru(aM ¢ CenTaMy WM 110 HAJTHYUIO Ha Of-
HOM cyOcTpare psiga GopM, 00pa3yrIINX XapaKkTep-
HBIA 11 TpuboB ku3HeHHBIH 1uka (byp3un, 1993;
Javaux, Marshal, 2006; Porter, 2006; Harosuius,
2008; Butterfield, 2009; I'epman, [TogkoBsipos, 2010)
(puc. 1). IlepBrie U3 HHUX OTHOCAT K Ascomycota,
Bropsie Kk Chytridiomycota, XOTs 0TOXXIECTBUTD UX C
KOHKPETHBIMU COBPEMEHHBIMU I'PyIIIaMHU HENPOCTO.

3*
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0.58 mupn et Ha3aj MOSBISIIOTCS MEPBBIC BEHI0-
OMOHTBI — HEUTO CPEJHEE MEXK/[y MHOTOKJIECTOUHBIMU
rpubamMu 1 KHBOTHREIMU Ha BeTBH Opisthokonta: sxkect-
Kasi KOHCTPYKIIMS ¢ (PpaKTaIbHOM CHCTEMOM KaHAJIOB,
MPUTOAHOMN JIJII 0CMOTPOUHU KaK HaJl TOBEPXHOCTHIO
ocajka, Tak u B rpyHTe (puc. 1, Vendobionta). Bepo-
SATHO, K KOHILy 3JTMAKapCKOro repuoja (He Mmo3jaHee
0.55 muapn neT Hazan) y IPeAKOB MHOTOKJICTOYHBIX
YKUBOTHBIX OKOHYATEJIhHO C(hopMUpOBAIICS BECh Me-
Ta30MHbBIA F'€HHBINA KOMILIEKC, YTO W MPEeIonpeaesn-
710 KeMOpuiickyto auBepcudukanuio. [losTomy Mbl
W BHJHM TIOYTH OJHOBPEMEHHOE IOSBICHUE IpHU-
MHUTHUBHBIX TpenctaButeneii Ecdysozoa (kcenysuw,
AHOMAaJIOKAPUIU/IBI, IPEBHUE T'OJIOBOXOOOTHBIC Yep-
BH W YJICHUCTOHOTHE, TIO3IHEE — TUXOXOJKH, TAHTO-
nonpl ¥ nsaTuycTkn), Lophotrochozoa (tommoTumsl,
XaJIbKUCPUUIBI U JIPYTHE LEIO0CKICPUTOPOPHI, XHO-
JINThI, CTCHOTEKOUbI, CU(DOHOKOHXH, APEBHUE MOJI-
JIFOCKH, OpaxmuoIobl, KOJbUaThie YePBH H, BO3MOXK-
HO, KaMITTO30H, MMO3aHee — MITaHku), Deuterostomia
(npeBHHE TPYNIBI HUITIOKOXKHUX, TEMUXOPIOBBIX
u xopaoBsix), Ctenophora, Calcarea u Silicea (apxe-
OITMAThI, TeTePaKTUHUAB! U 1p.), Cnidaria (kopaso-
MOP(QBbI, TEKCAKOHYJISIPUU, XUOJIUTIECIbMUHTHI, ITO3]1-
Hee — KoHymsipun u meaysouzasl) U Chaetognatha
(TTPOTOKOHOIOHTHI) M B3PBIBHOM POCT MIX pa3HooOpa-
3us (puc. 1).

[IpaBma, Takas mMoCIeIOBAaTeIBHOCT COOBITHH HE
OYCHBb COTNIACYETCS C XOJIOM MOJICKYJSIPHBIX YacoB.
Brpouem, Ha TOYHOCTh MOJICKYJISIPHBIX YaCOB BIIUSI-
€T HEPaBHOMEPHOCTh CKOPOCTU MOJEKYISPHON 3BO-
JIONWH B PA3IMYHBIX TPYMIax, BEIOpaHHBIE CIIOCO-
OBl CTaTUCTHYECKOH 00pabOoTKM MEPBUYHBIX TaHHBIX
W MHOTHE JIPYTUe JOMYIICHUs U3 00JacTH MOJIEKY-
JSIPHOW OWOJIOTHU M CHCTEMATHYECKHE MOTPEIIHO-
ctu (Ayala et al., 1998; Bromham, 2003). [ToaTomy
CYIIECTBYIOT OYEHb Pa3HbIC BAPHUAHTHI MOJICKYJSP-
Hol mctopuu Bilateria — oT IIUTENBHOM U CKPHITOH,
T.6. HC OTPAXCHHOW B MCKOIAEMOW JICTOMHCH, JI0
O4YeHb OJM3KOH K IMOCJEIO0BATEILHOCTU TMOSBIICHHS
Pa3IUYHBIX TPYII OPraHU3MOB B 36MHBIX CIIOSIX, U3-
TMoKeHHOH 31ech (Aris-Brosou, Yang, 2003; Peterson
et al., 2004; Cartwright, Collins, 2007; Chernikova
et al., 2011; Rota-Stabelli et al., 2013).

[IpuMHUpUTH peanbHYI0 MCKOTIAEMYIO JIETOIHUCH C
IpEeIoaraeMoil MMoCiIe0BaTeIbHOCTEI0 COOBITHIA,
MOJTYYCHHON Ha KOHYMKE MUIETKH, IBITAIOTCS C T10-
MOIIBIO TUITOTETHYECKHUX MPEIKOB MHOTOKICTOUHBIX
KUBOTHBIX, KOTOPBIC HE MOTJIM COXPAHHUTHCS B UCKO-
maeMoM BHJIe — Ta ke ractpes. Ecnu ydects, 4To
TJTAHKTOTPO(HAS TMYMHKA ObliIa TTO3IHUM MIpHOOpe-
TeHueM Metazoa, KpylHbIe IJIAHKTOHHBIEC U HEKTOH-
Hble GOPMBEI B CAaMOM Hadayie KeMOpHICKOTO IepHo-
Jla He CyIIEeCTBOBAJIU, a BCE MCKOIAeMble 3MOPHOHBI
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MIPUHAJICKAT KUBOTHBIM C MPSIMBIM Pa3BUTHEM, TO
TUTIOTE3a TpeaKa, MOJOOHOTO racTpee, OKa3bIBaeT-
cq MajoBepoATHOW. boiiee mpuBiekarenpbHOU npen-
CTaBJIsIeTCS HUIesl CUH300CIOphl A.A. 3axBaTKWHA
(1949) B pasutuu K.B. MuxaiinoBa ¢ kojuieramu
(Mikhailov et al., 2009, p. 764): MHOTOKJIETOYHOE
J)KUBOTHOE MOSIBUJIOCH B pe3yjibTare ‘...3BOJIIOIHU-
OHHOTO Tepexoia OT KIEeTOYHOH auddepeHnunannm
BO BPEMCHH K KJIETOUHOH nupdepeHmanu B mpo-
CTPAaHCTBE” — UHTErpallid HECKOJbKUX KIETOYHBIX
THIIOB, CYIIECTBOBABIIUX Y MPEIKOBOH (opmbl Ha
MMOCJIEIOBATCIPHBIX CTaIMUsIX KWU3HEHHOTO ITHKIIA,
B €JIMHBI MHOTOKJIETOYHBIH OpraHU3M-(IIBTPATOp,
HUCXOAHBIN 111 Bcex Metazoa.

OnHako y CHeNUaIu3UPOBAHHBIX TJIAHKTOHHBIX
(GUIBTPATOPOB — BOPOTHUYKOBBIX KT'YTHKOHOCIICB,
KOTOpPbIE MOTJIA ObI TOCITYXUTh MCXOMHON Tpymmoi
s Metazoa, comtacHO 3TOM TUIIOTE3€, — P Baxk-
HBIX TCHHBIX KOMILICKCOB y)Ke YTEpsH, IeJICHUE Kie-
TOK MPH 00pa30BaHNUN KOJOHUHU HE CHHXPOHU3HPOBA-
HO, J1a 1 BOPOTHUYKOBO-)KI'YTHKOBBIC KIIETKH T'yOOK
BO3HUKAIOT B dMOpPHOTEHE3¢ HAa OCHOBE WHBIX KJe-
TOK, T.€. He roMojiornuHbl TakoBbiM Choanoflagellata
(Maldonado, 2004; Carr et al., 2008; Fairclough et
al., 2010, 2013; Sebé-Pedroés et al., 2010; Suga et al.,
2013).

Tak 4TOo OT mpenkoBoro (HIIBTpaTOpa MPUILT-
Csl OTKa3aThCsl U MEPEBECTH BECh KM3HEHHBIH LIUKII
B “maprep”, T.e. Ha MOBEPXHOCTh OCaJKa, IJe BCE
MPOUCXOIUT Y CAU3eBUKOB. [log00HBIE M OpTaHm3-
MBI M OCTaBIISIM CJIEAbl HAa TMOBEPXHOCTH MOPCKO-
ro ocagka 1.70—0.55 mupn met wazan. bomee Toro,
eAMHCTBEHHBIM CBUJCTEIHCTBOM MPUCYTCTBUS Ha-
crosmux Metazoa, npuyem Bilateria, B “mo-Kewm-
Opun” (KOHEI[ 3amakapckoro mepuoaa, < 0.55 mupxa
JIET Ha3aj) SIBISIOTCS OISTH K€ MOPCKHE HMCKOTae-
MBIE€ CIIE/IbI, CPEIU KOTOPBIX BCTPEUAIOTCS BEPTH-
KaJIbHbIE HOPKH, TOPU30HTAIHHBIE TOHHEIW U Clie-
JOBBIE TOPOKKH Ha moBepxHocTH (Gamez Vintaned,
Lifian, 2007; Chen et al., 2013). OcobeHHO HWHTE-
PECHBI TIOCJIEIHHE, MOCKOJIBKY OHU MPEACTABISIOT
co0oii 1Ba mapaieabHBIX psla SMOK WIHM HaparuH,
Y TaK KaK MEXJly HUIMH OTCYTCTBYET CJIe]l BOJIOUCHHS
Tea, MOXKHO MPEeANoiaraTb, 4YTo Mo 0CaAKy JIBUral-
Csl OpPraHu3M C KOHEUHOCTSIMHU.

UT0OBI MONYYUTH W3 YCIOBHOTO ‘‘ClM3€BHUKA” —
MOBM)KHOTO arperara amMe0 — HACTOSIIMA MHO-
TOKJICTOYHBIA OpPraHu3M, JIOCTaTOYHO, YTOOBI PsiJ
MEXaHH3MOB, BKJIFOUAIONINXCS Ha cTagun (popMHupo-
BaHMS ILIONOBOTO Tea — nudepeHmanus KieTod-
HBIX THIIOB, 00pa30BaHHME DIHUTEIUS U CO3PEBAHUE
ramert, 3apaboTanu Obl Ha MUTAIOMICHCS OABMIKHOMN
cTaauM B BHUAE “‘ciau3zeBuUKa’ ¢ rameramu. OIHOBpe-
MEHHO TaKO€ COBMEIICHHE ABYX )KU3HCHHBIX CTaIHi
Ne6 2014
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MOJIOKHUIIO OBl Hauajo cOOpKe B €MHOE LIEeJI0e MeTa-
30HHOTO TeHOMa Ha OCHOBE COXpaHEHHUSI reHeTHYe-
CKHX PETyJISITOPOB, NMCIOIIUXCS B KJIETKaX Pa3HOTro
trna. Y ogHokJeTouHBIX Opisthokonta n Dictyostelia
3TH PETYJIATOPHI BKIIOYAETCS Kak pa3 BO BpeMs 00-
pazoBaHUs KOJIOHWH. KOHEYHO, y COBPEMEHHBIX
Huzmux Opisthokonta oOpasyioTcss U KiIoOHaIbHBIE,
U CHHIMTHAJIbHBIC KOJOHHH, HO UMEHHO mpH (Hop-
MUPOBaHUU arperara amed BKIIOYAOTCSI KOMITJIEKCHI
IeHOB, OTBEYAIOIINE 32 CKICUBAHUE U MOJSIPU3ALHUIO
KIIETOK, ¥ HaYMHAETCsI KacKaJ] TeHHBIX Mpeoopa3o-
BAHUM, BEAyLIMH K Pa3BUTHUI0 MHOIOKJIETOYHOCTH
(Sebé-Pedros et al., 2013).

WHTepecHo, 4TO BEHJTOOMOHTHI BIIOJIHE MOTIIH CO-
XPAHUTD KU3HECHHBIH [UKJI, TOJJOOHBIH )KU3HCHHOMY
nukiry Dictyostelia. 113 nckonaeMbix BeHI00OMOHTOB,
coOpaHHBIX B OJHOM M TOM K€ MECTOHAXOXIACHHUU
(bopmanust Tpemaccu, Oro-Bocrounsiii Heroda-
YVH/JICH), BBICTPAUBACTCSl 3aMKHYTBIH IHKI, TpPE-
CTaBJICHHBIN pa3HBIMH M0 00pa3y )KU3HU U pa3Mepy,
HO OJTMHAKOBBIMU B JIETAJISIX CTPOCHUSI OPMaMHU: Be-
PETEHOBUIHBIN CBOOOIHO JEKAITUN WIIH JakKe TIOJI-
BIWXKHBIN Fractofusus — cuisias TUCTOBUAHAS (hopMa
0e3 HOXKH Bradgatia — Takas xxe gopma Ha HOXKKE
Charnia masoni, BelpacTaiomas B KpyHnHOpaszMep-
Hy10 (10 1 M BeIicoTOM) Charnia grandis ¢ pa3BUTEIM
npuKpenuTenbHbIM TuckoM (Brasier, Antcliffe, 2004)
(puc. 1, Vendobionta). OHu, nelicTBUTEIHHO, MOTIIN
MPEJCTABIATh BBIMEPIIYIO MPOMEKYTOUHYIO BETBb
Opisthokonta, He Oymyun HA TpuOaAMH, HU JKUBOTHEI-
Mu. U ecnu KHUBOTHBIE — 9TO BO3MOXHBIC MOTOMKH
opraHu3mMa, HalOMHHAIOIIEr0 MUTPUPYIOIIETO CIIH-
3eBUKa, TO TPUOBI — €ro TUI00BOH cTaauu. Beas Obut
xe y Bcex Hac — Unikonta — oOmuit mpemok?

Bripakaio orpomMHyto OnarogapHOCTh PELEH3CH-
TaM 32 KOHCTPYKTHBHYIO KPUTHKY M TO3HaBaTelb-
HBIC 3aMEUaHus U XyIOKHHUKY BceBomogy AGpamo-
By — 3a TBOPYECKOE BOILIONICHUE aBTOPCKHUX HJICH.
ITopnepxaHo cCOOCTBEHHBIM JIFOOOIBITCTBOM M 0Oia-
roKeJaTebHbIM OTHOLIEHHEM K CHUTYallUH KOJUIEK-
tuBa “National Geographic Poccus™.
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Early history of the Metazoa — a palaeontologist’s viewpoint
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The molecular biology success, which became influential for a revision of principal views on the
relationships and evolutionary pathways of major groups (“phyla”) of multicellular animals, were much
more appreciated by palaeontologists rather than by neontologists. This is not surprising because this is
the fossil record that serves as a firm test for molecular biological hypotheses. The fossil record indicates
that the different “phyla” united nowadays into the Ecdysozoa, namely, arthropods, onychophorans,
tardigrades, priapulids, nematomorphs, comprise a number of transitional forms having become extinct
already in the early Palaecozoic. The very appearance of those organisms fits entirely to hypothetical
ancestral forms which have to exist in accordance with some data on ontogeny. There are no even
tentative intermediates between arthropods and annelids in the fossil record. The oldest Deuterostomia,
which is the only branch of the Bilateria being agreed upon by all the biological disciplines, allow us,
although in less details, to present their early history and point to agile bilaterally-symmetrical forms at
the dawn of chordates, hemichordates, and echinoderms. The interpretation of the early history of the
Lophotrochozoa is even more difficult because in comparison to other bilaterians, their oldest fossils are
preserved as mineralized skeletons only. However, a unity of microstructures of molluscs, brachiopods,
and bryozoans, absent in other metazoans, is indicative of the presence of close relatives among different
carliest lophotrochozoans some of which are sedentary filterers while others are motile epibenthic
detritophages. In the aggregate, modern data of molecular biology, palacontology, and comparative
embryology/morphology, having got a second wind with an introduction of new microscopy techniques,
imply that the suggestion of a planktotrophic gastraea-like common ancestor is the least possible among
diverse suggestions on the Metazoa origins. The common ancestor of the Bilateria had to be a motile
epibenthic animal and the explosive metazoan diversification embracing the late Ediacaran — early
Cambrian interval (c. 40 Ma) was probably a real event, which was predated by a long (c. a billion years)
assembly of the metazoan genome within unicellular and colonial common ancestors of the Opisthokonta
and even the Unikonta as a whole.
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