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Y memamepnvix anueauo, pexanumyaupyrouux 6 oHmoeceHese aHye-
CMpanbHoe 01U20MePHOe COCMOsIHUE, OPMOOH ecib depugam oughgys-
HOeo naekcyca.

Cmyoenueckuil ghonvkaop
buonoeuueckoeo gpaxyromema MI'Y

ITpuMeHeHe METOMOB MMMYHOXMMHYECKOTO MapKUPOBaHUsI HEWPOHAIBbHBIX DJIEMEHTOB M Jia3epHOM
KOH(MOKAJTbHO MUKPOCKOITUY 3HAYUTEIBHO PACIIMPHUIO BO3MOXKHOCTH CPAaBHUTEIBbHON MOPGhOIOTUN U
MO3BOJIUJIO HAM TIPOCJIENNTh HEHPOreHe3 pa3IMUHbIX TPOXOMOPHBIX KUBOTHBIX HAa YPOBHE OTIEIbHBIX
UIeHTU(DUIIMPOBAHHBIX HEMPOHOB U UX TpoeKinii. OKa3anoch, YTO MHOTHE U3 OOIIETIPUHSITHIX TTPECTaB-
JIHUI 0 HEPBHOM cHUCTeMe JIMYMHOK U MOCTPOSHHBIE Ha 3TO OCHOBE (hMJIOTeHETUYEeCKUE TEOPUU HE CO-
OTBETCTBYIOT JAeHCTBUTENILHOCTU. CpaBHUTEIbHBIN aHAIN3 TTOKA3bIBAET, YTO OPTOTOHAILHBII MO3T y pe-
Mpe3eHTaTUBHBIX MpeacTaBuTelieil rpymbl Lophotrochozoa oTCcyTCTByeT Ha BceX CTaausIX pa3BUTHUSA. Y
Tpoxodop, MpUHaAJIeKaIIMX K pa3HbIM TAKCOHOMUUYECKUM rpyrniiam BHyTpu Lophotrochozoa, oGHapyske-
HbI MPUHIIMITUATIbHbIE OTJIMYMS B CTPOEHUH 1 Pa3BUTUM HEPBHOM CHCTEMbI, KOTOPBIE CBUAECTEIBCTBYIOT O
TOM, YTO JIMMUHKU-TPOXOMOPHI B 3TUX IPYIINAX HE TOMOJIOTUYHBI, a CXOJCTBO MEXIY HUMU OOYCJIOBJIEHO,
BeposiTHEe Bcero, KOHBepreHimeid. Haimm pe3ysibraThl CTaBsIT MO COMHEHUE Ueto TPOXoMhOPhI Kak aHIle-
CcTpaJibHOM (hOpPMBI, 0011IeH 1711 TPOXO(OPHBIX XUBOTHBIX. HE0OX0AMMO MCKITIOUUTDH U3 (PUIOTeHETUYE-
CKMX TUCKYCCHUIT OPTOTOH KaK 0a30BbIH IJIaH CTPOCHUSI HEPBHOM CHCTEMBI U TPOX0(hOpy KaK aHIIeCTpab-

Hy10 opmy, ob1iryto mist Lophtrochozoa.

Karoueeswie croea: Tpoxodopa, HEMpOreHe3, OPTOTOH, MOJIIIOCKH, TTOJIMXETHI, (PUIOTEHUS.

OnHoM U3 TIaBHBIX 3a0a4 300JI0TUH, J1a ¥ OMOJIOTUN
BOOOIIIE SIBJISIETCSI TOCTPOEHNE €CTECTBEHHOM CUCTEMBI
KMBOTHOTO MMpa, T.€. TAKOI CUCTeMBbI, B KOTOPOI B3a-
MMHO€ pacrloJIoKeHNEe TAKCOHOB OIpeaesieTcs ux ¢pu-
JIOTeHEeTUYeCKUM poacTBoM. M y Tex, KTo u3ydaeT Oec-
TMO3BOHOYHEIX XKMBOTHEIX, 3[1€Ch BO3HUKAIOT OOJILIIINE
po0JIeMBI, TOCKOJIBKY MCKOITaeMbl€ OCTAHKI, COOTBET-
CTBYIOIIIME OCHOBHBIM COBPEMEHHBIM TUIIaM CTPOCHUS
KMBOTHBIX, TIOSIBJITIIOTCS BO BpeMsl “KeMOpPHMIACKOIO
B3pbIBa XXM3HM "~ IIPAKTUIECKN OMHOBPEMEHHO, M HAKA-
KUX MIEPEXOTHBIX (pOpM B TOKEMOPHM He OOHapyK1Ba-
etcst (MakmeHamuH, 1987).

CoBpeMeHHas1 (prtoreHrsi 0eCri03BOHOYHBIX CTPO-
WUTCSI HA OCHOBaHNM KOMILIEKCa CpaBHUTEJIbHO-MOP(O-
JIOTUYECKUX U TeHETUUECKUX IMPU3HAKOB. [1p1 3TOM BbI-
JIEJISIIOTCSI TPU OCHOBHBIE TPYIITIBI OMJIaTepaibHO CUM-
METPUYHBIX KMBOTHBIX. Lophotrochozoa, Deutero-
stomia 1 Ecdysozoa (Field et al., 1988; Halanych et al.,

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M yHIaMEeHTaJIbHBIX
ucciaenoBanuii (mpoekTobl Ne 09-04-01326, 06-04-49401).

1995; Kim et al., 1996; Aguinaldo et al., 1997; Peterson
etal., 2000; Tessmar-Raible, Arendt, 2003). Tepmun
“Lophotrochozoa” (Halanych et al., 1995), yTo 03HauaeT
“>XMBOTHBIC C BEHUMKOM IIIynajel] U JAYNHKON TPOXO-
(opoii”, B HacTosiiliee BpeMsi OOBEIUHSIET IIyTasblie-
BbIX (Lophophorata) 1 Tpoxogopusbix (Trochozoa) k-
BOTHBIX.

Lophophorata o0beaHEHSBI 110 HATU4IMIO JIohodo-
pa — BeHUMKa IIIynajiel] BOKpPYr pTa — U BKJIIOYAlOT B ce-
0s rpynmsl Bryozoa, Entoprocta, Phoronida u Brachi-
opoda. Ciienyer OTMETUTD, YTO B oTyimdne oT Trochozoa,
KOTOpBIE UMEIOT CripaibHOoe ApobireHne, Lophophora-
ta 00JIaIaroT KJIACCUUECKMM PaaraIbHbIM IPOOICHUEM,
MO3TOMY paHee CUMTAIMCh BTOpMYHOpoThiMU (Deu-
terostomia); OHM OBbLIH TTIEpEMEIICHBI B IEPBUYHOPOTHIE
(Protostomia) Jiuillb HA OCHOBAaHWUM U3y4eHUsI prOOCO-
manbHOoi PHK (18S rRNA) (Peterson, Eernisse, 2001;
Mallatt, Winchell, 2002).

Trochozoa — 3T0 rpy1Ia TakKCOHOB, B KOTOPbIX TTPH-
CYICTBYET JTMYMHKA Tpoxodopa (OT IpedecK. rochos —
Koneco; phora — Hecymmii). Tak Taryek (Hatscheck,
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1878) HazBan mmumHKy noymxeTsl Polygordius, nMero-
YO alUKaJIbHBIN CYJITAHYMK U JBa TMOSICKA JIOKOMO-
TOPHBIX peCHUYEK BIOJIb 9KBaTopa. OH 3Xe Co3Iajl TPO-
xocdopHyto Teoputo (Hatscheck, 1888), mpenmonoxus,
YTO TpoXodopa peKanmUuTyJIupyeT OOIIEero mpeaka Inep-
BUYHOPOTBIX JKUBOTHBIX.

B Hacrostiiee BpeMst B Trochozoa BKTIOHaloT Clieay-
rorue rpymbsl Nemertea, Mollusca, Sipuncula, Echiu-
ra, Pogonophora n Annelida. Ciona ke MHOTIa ITpUJC-
JISIIOT TU1ockux yepBeil (Platyhelminthes) 1 komoBparok
(Rotifera). Ilpu 3TOM HEMepPTUHEI, HAIIpUMED, HE MMe-
0T B CBOEM Pa3BUTHMU HUYETO TOXOXKETO Ha Tpoxodopy,
a pa3BMBAIOTCS 4epe3 JIMYUHKY-TIWIMIWS WK 4depes
aTpPOXHYIO JIELUTOTPOo(HYIO TMUMHKY. OnHako Macna-
KoBa ¢ coaBropamu (Maslakova et al., 2004) cuuTaror,
YTO y MOCJACIHUX UMEIOTCSI pyaIMMeHTapHbIe TPOX00JIa-
CTbl, @ 3HAYUT, Y CKPBITHII TPOTOTPOX (UTO MPECTaBISI-
€TCsl HaM BecbMa COMHUTENbHBIM). [lnaH cTpoeHus u
pa3BUTHE TTIOTOHOMOP, TNTIOCKUX YepBeil U KOJIOBPaTOK
OTJIMYAIOTCA ellie CuibHee. TUIMbl TMYMHOK U UX pa3BU-
THE B pa3HbIX TAKCOHAX 3TOM IPYIIbI TOAPOOHO onuca-
HbI B 0030pax Humbcena (Nielsen, 2004, 2005).

3agaguMcst BOMPOCOM: MOYEMY CPEAu MHOXECTBa
Pa3HbBIX TUTIOB Pa3BUTHSI, BCTpevarolmxcs B rpyriie Lo-
photrochozoa (MIoIEpOBCKasT TMYMHKA TIOCKUX Yep-
Bel, MAJININI HEMEPTUH, aKTMHOTpoxa (pOopoHM, TN~
¢hoHayT MIIIAHOK U T.]1I.), UMEHEM JIMIMHKU TPOXO(OPHI
Ha3BaH OTPOMHBIN HaATUIIOBOI TakcoH? MHbIMU Cllo-
BaMM, YTO €CThb TaKOIO B 3TOM MAaJICHBbKOM, IPOCTO
YCTPOEHHOU JTWYMHKE, YTO JIEJaeT €€ HACTOJbKO BaX-
HOI, YTOOBI HA3BaTh €€ UMEHEM UYTh JIM HE 1IeJI0€ Liap-
CTBO XXNBOTHBIX?

JIJIs1 oTBeTa Ha 3TOT BOIIPOC OOpaTHMMCS K IUIAHY
CTPOEHMST HEPBHOM CHUCTEMBbI Y OECITO3BOHOYHBIX K-
BOTHBIX. OOILENIPUHSTO, YTO ¥ MHOTOKJIETOYHBIX KM~
BOTHBIX HEpBHAasI CUCTeMa sIBJIsIeTCsl HanboJtee (utore-
HETUYECKU KOHCEPBATUBHOM CUCTEMOM OPraHOB U €€
OpraHu3alysi 3HaunTeJIbHO MEHBIIIE IOIBEepKeHa 3Me-
HEHMSIM, HEXEJIM CTPYKTYpPbI, KOTOpPble OHA MHHEPBU-
pYeT, — 3TO AeIaeT HEPBHYIO CUCTEMY BaXKHOM IS T10-
HUMaHUsI GUIOTeHETUYECKMX B3aMMOOTHOILLICHUI (CM.,
Harpumep: Child, 1921; Hanstrom, 1928; Bullock, Hor-
ridge, 1965; Kuhlenbeck, 1967; Hessling, Purschke,
2000; Hessling, Westheide, 2002; Nezlin, Yushin, 2004).

Ecnu Mbl paccMOTpUM TU1aH CTPOEHWSI HEPBHOM CH-
cTeMbl B 0a30BbIX IpyIax OeCIIO3BOHOYHBIX, TO YBU-
JIM, YTO BBIBECTH OJTHY CUCTEMY U3 IPYTOi Yaliie BCEro
HEBO3MOXHO, TOCKOJIbKY OTCYTCTBYIOT MPOMEXYTOY-
Hble (opMbl. Tak, KUILIEYHOMOJIOCTHBIE UMEIOT aU(-
(by3HbII HEPBHBIN TUIEKCYC B SMUTEUM CTEHKU, TUIOC-
KH1€ 4Y€PBU — MO3TOBOM TaHIJIMI B [TEPEOHEN YaCTU Tela
W OTXO[ISIIME OT HETO BIIEPE/1 M Ha3al HEPBHBIE CTBOJIHI,
COEOUWHEHHBIE O0JIee WM MEHEE YITOPSIIOYEHHBIMUA M0~
MepeyHbIMA KOMUCCYpaMu. A HEpBHasl cucteMa Gosiee
CJIOXXHO OPraHU30BaHHBIX >KMBOTHBIX (HEMEPTUHBI,
MOJUTIOCKUW, aHHEJWIBl W TJ.) COCTOMT W3 HEPBHBIX
CTBOJIOB M Pa3HOT0 KOJIMYECTBA TaHTJIMEB, COETMHEH-
HbIX KoMuccypamu U KoHHekTuBamu (Bullock, Hor-
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ridge, 1965). Kak ke cBs13aTh MeKmy co00it Audy3HbIM
TIJIEKCYC, CTBOJIbI C KOMUCCYpaMU U CUCTEMY TaHTJIMEB?

MmenHO 3T0 M cAenajia MajaeHbKast Tpoxodopal!

B 1901 . poccuiickuii 3ooor Meiiep, paboTass Ha
HeamomuraHcKoil GMOJIOTMYECKO CTaHILIMM, OIMyOIr-
koBaJ cratbio (Meyer, 1901), B KOTOpoii MOAPOOHO OMK-
cajl HEpPBHYIO CUCTEMY TPOXO(POPbI MOPCKOI TTOUXEThI
Lopadorhynchus (Annelida, Polychaete, Phyllodocidae).
Pesynbrat ero uccienoBaHust ObLT MOUCTUHE CEHCALIU-
oHHbIM. [To cioBam OkeccoHa (Akesson, 1967), Meiiep
JIETAJTBHO OITMCAJT XOPOILIO Pa3BUTYIO U CJIOXKHO OpraHu-
30BaHHYIO OPTOTOHAJIBHYIO HEPBHYIO cucteMy. Onuica-
HUE WUTIOCTPUPOBAHO CEpUeil BETMKOJEHBIX PUCYH-
KOB, HEKOTOpbIE M3 KOTOPBIX 3HAKOMbI OOJIBIITMHCTBY
300J10T0B 10 KHUTaM 1 yUeOHUKaM.

Meiiep (Meyer, 1901) onucan B cocTaBe HEPBHOM CH-
cTeMbl TPOX0(opbl IKBATOPUATILHOE KOJBLIO IO/, MPO-
TOTPOXOM U TPU KOJIbLIa B BEPXHEM TOJTyILIApUU, COEIV -
HEHHbIE CEMBIO TTapaMu MEPUIMOHAIbHBIX HEPBOB. B
HIDKHEe ToJTylapue TpOXOoAsaT TpU TMapHbIX HepBa U
OIIH HETapHbIN, KOTOPbIE COSAMHSIIOTCS MOMNepeYHbI-
MU KomuccypaMu. Ha HiKHeM KOHIIe Bce HEpBbI CIu-
BaloTCsl B 00llIee LIMPKYMOJIaCTONMOPAIbHOE CIUICTEHUE
(puc. 1, a, 6).

OxeccoH (Akesson, 1967) myicaJt, 4To MHOTHE 300710~
TY HaILLJTY 3[ECh TO, YTO UCKAJIU, — CBSI3b MEXK/Ty CETMEH-
TUPOBAHHBIMU TpyIramMu OeCrO3BOHOUHBIX W Hecer-
MEHTUPOBAHHBIMU OECMO3BOHOYHBIMU TUMA TIJIOCKUX
yepBeid. B GOJIBIIIMHCTBE KIACCUMYECKUX PYKOBOJCTB U
y4eOHUKOB (cM, HanpuMmep: Biitschli, 1921; Hanstrom,
1928; Dawydoff, 1959; Bullock, Horridge, 1965) muam-
HOYHast HepBHasI cucTeMa IoJIuXeT 1o Meiiepy cpaBHU-
BaeTCsl C OPTOrOHAIBLHOI HEPBHOM CUCTEMOIA TypOesLIsI-
puit" (Akesson, 1967). Mbl MOXKeM HOGABUTH K STOMY
CIUCKY U 3HAMEHUTYI0 KHUTY beknemuiiiesa “OCHOBBI
CPaBHUTETLHON aHATOMIH 6eCTIO3BOHOYHBIX” (1964), B
KoTopoi “rpoTtpoxodopa” ¢ opTOroHaTbHON HEPBHOM
CHUCTEMO, MPOU3OIICAIIAsT U3 PAIUaIbHO CUMMETPUY-
HOTO TMPOTOTHITA TIEPBUYHOPOTHIX XKMBOTHBIX, Ha3BaHa
OOIIIMM MPETKOM BCeX TPOXO(OPHBIX KUBOTHBIX.

JI1000MBITHO, YTO CaM TEPMUH “OpTOTOH” OBLT BIEP-
Bble MPEIIOXKEH 3HauYMTeJbHO TMo3xe PaiiznHrepom
(Reisinger, 1925) nns1 rmiaHa cTpoeHUsT HEPBHOM CUCTeE-
MbI TJIOCKUX YEPBEN TTPU ONUCAHUU HEPBHOM CUCTEMBI
Typoesusipud. OpToroHajibHasi HepBHasl cUcTeMa TI0
Paitzunrepy cocrout u3 Habopa B3aWMOMEPHEHANKY-
JIIPHBIX MEPUIMOHAIBHBIX CBOJIOB U MOMEPEYHbIX KO-
MUCCYP, HEMPOHBI MPU 3TOM KOHLEHTPUPYIOTCSI BIOJIb
CTBOJIOB, a TAKX€e B MECTAX MepeceuyeHunid CTBOJIOB U KO-
muccyp. B 1931 . PafizuHrep Takske mpearoaoKiI TOXK-
JIECTBO IUJIAHOB CTPOEHHSI HEPBHOTO artrapara Tpoxopo-
phI U TypOemsipyun (IUT. TI0: Reisinger, 1972).

Heobxonumo, omHakKo, 3aMETUTb, YTO 3aJ0JITr0 0
Meitepa Kirstitnen6epr (Kleinenberg, 1886) metambHo
U3y4ns pa3BUTHE TPOXOMOPHI TOM XKe caMOii MOJTUXEThI
Lopadorhynchus. Tlpu 3T10M OH MOAPOOHO OmMucai ee
HEPBHYIO CUCTEMY U €ro OMMCaHue HUKaK He COOTBET-
CTBOBaJIO OpTOroHy. KiisiiiHeHOepr onuchiBaJl HEPB B OC-
HOBaHWU MPOTOTPOXA U TPU CBSI3AHHBIX C HUM TPYIITHI
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HEHMPOHOB (IOPCAIbHYIO U ABE BEHTPOJATECPAIbHbIX),
IIECTh KPYITHBIX MYJIBTUIIOISIPHBIX HEITPOHOB B Tepe-
Heii monycdepe, CoeAMHEHHBIX KOJTbLIEBBIM U IBYMSI Ja-
TepaJIbHbIMU HEpBaMM, a TakKXe MeIUOIOPCATbHbIN
HEpB B 3aHEN Tosycdepe, KOTOpblid BETBUTCS U OXBa-
ThIBaeT aHyc. MoXeT ObITh TIOTOMY, UTO HEpBHAs CUCTe-
Ma Tpoxodoprl Lopadorhynchus no Knsitnen6epry Hu-
KaK He COOTBETCTBOBAJa KOHIIEMIIMU OPTOTOHAIBHOM
HEPBHO CHCTEMBI, TTOC/Ie OTKPpbITUSI Meliepa 00 omnuca-
Huu KiissiiHeHOepra npeanoyuTaiu He BCIIOMUHATD,
XOTS1 APYTUe YacTU €ro KjlacCuuecKoi paboThl MO pa3BU-
TUIO U MeTaMOpGh 03y MOJMXEThI BITOCASACTBUN MHOTO-
KpaTHO LIMTUPOBATUCH.

Bckope nocie pabotel Metiepa Bonsrepek (Wolter-
eck, 1904) onmyGimMKoBa elle OJHO OMMCaHUEe OPTOTO-
HaJIbHOM HEPBHOM CUCTEMBI Y TPOXO(OPHI MOTUXETHI U3
pona Polygordius. I1o Bosbrepeky, HepBHasl cUICTEMa CO-
cTosiia U3 BOCbMU MEPUAMOHATBHBIX CTBOJIOB U KOJIb-
1IEBOTO HeEpBa TPOTOTpPOxa B BepxHel mofycdepe u
TOJIBKO JIByX MPOIOJIbHBIX CTBOJIOB U OIHOI He3aMKHY-
TOM KOJIBLIEBOI KOMUCCYPHI B HYKHEH Ttonycdepe. Pasz-
JINYKEe B YMCiie MEPUIMOHAIbHBIX CTBOJIOB (ceMb y Lo-
padorhynchus — nio Meliepy u Bocemb y Polygordius — 110
Bonsrepeky) mozsomiio bekimemuiiieBy (1964) npeamno-
JIOXUTb, UTO 3[1ECh Mbl UMEEM JIEJIO C e111e HEe YCTAHOBMB-
mIeicsT CMMMETpUEl HEPBHOTO CITJISTEHHS, KaK y 0oJjiee
NPUMUTUBHBIX OCCKUILICUHBIX TYPOSIIISIpUIiA, — €1l OfI-
HO CBUETEIHCTBO TOMOJIOTMM OPTOTOHOB IJIOCKUX Yep-
BEW 1 aHHEJIN]I.

brounu (Biitschli, 1921) ckonupoBain cxeMy opToro-
HaJIbHOM HEPBHOM CHCTEMBI 13 paboThl Meiiepa, mpu-
YyeM, HarmcaB 00 3TOM, OH TeM He MeHee €€ HECKOJIbKO
W3MEHWJI, HApUCOBaB BUJ COOKY (B OpUTUHAIBHON pa-
06ote Meliepa ObUIM 1aHbI TOJILKO BUbI C JOPCATBHOMN U
BEHTPAJILHOM CTOPOH) M CHE/IaB PELIETKY OoJiee yIropsi-
JoueHHoi (puc. 1, 8). Cxemy Brounu 3ateM cKonmupoBas
XancrpeMm (Hanstrom, 1928), a y XaHcTpeMa ee 3auM-
ctBosayin  bymnmok m Xoppumk (Bullock, Horridge,
1965). HanGosee CMIIBHO M3MEHMIT 3Ty cxeMy J1aBBIIoB
(Dawydoff, 1959) (puc. 1, ¢), omtHaKo 1 OH yTBepXKIa,
91O 3TO cxeMa “mo Meiiepy”. JlaBBIIOB SIBHO TIBITAJICS
COBMECTHUTH B OTHO 11eJI0€ OPTOTOH 10 Meliepy, OpTOroH
no Bomisrepeky u cxemy KostitHen6epra (puc. 1, d), He
Halteaero y tpoxodopsl Lopadorhynchus opToroHa.

Cxema Meiiepa—brouwin moHpaBUiach BCeM, IIO-
CKOJIbKY OHa BCe TOCTaBWjIa Ha CBOM MecTa. 300J10T!
JIEViICTBUTEILHO HAIILTM TO, YTO AABHO UCKAJIM, — JOKa-
3aTeJIbCTBO TpoxodopHoii Teopuu Iatueka (Hatscheck,
1888), corimacHo KoTopoii Tpoxodopa peKanuTyIIpyeT
OpraHM3alMIo OOIIETO MpeaKa MEPBUYHOPOTHIX XKUBOT-
HBIX (TMTTOTETUYECKOTO TPOX0300Ha). OpTOroH SIBJISIET-
csl TIPOM3BOJIHBIM T hhy3HOTO TIIEKCyca KUILIEYHOIIO-
JIOCTHBIX, a TAaHTJIMOHAPHAs HEPBHAS CUCTEMA MPOM30-
IJJa U3 OPTOrOHA ITyTeM ILIEHTpaJIM3allui, OJIUTOME-
puzaluu, uedannzalimu 1 peayKiy pelieTKu opToro-
Ha (bexmemures, 1964; Reisinger, 1925, 1972; Han-
strom, 1928).

Jlo ceromHsIHero THs B OOJIbILIMHCTBE KHUT IO 3BO-
JIIOLUM HEPBHOM CHUCTEMbI OECITO3BOHOYHBIX MOXKHO

HE3JIMH

Puc. 1. CxemMbI cTpoeHUsI HEPBHO cCTEMBI TPOXOhOpPHI Lo-
padorhynchus pa3HbIX aBTOPOB: a, 6 —Meiiepa (Meyer, 1901),
BUJI C A0pCaIbHOM (@) M BEHTpaJIbHOI (6) CTOpOH; 6 — Brouwnu
(Biitschli, 1921), narepanbHblii Bua; ¢ —/laBbiioBa (Dawy-
doff, 1959); 0 — Kisitnen6epra (Kleinenberg, 1886) - camast
repBasi cxeMa HEpBHOM CUCTEMBbI.

MPOYECTb, YTO HEPBHAS CUCTEMA MOJUTIOCKOB U MOJIUXET
SIBJISIETCSI TIPOU3BOIHBIM OPTOrOoHa (CM., HarpuMmep:
Schmidt-Rhaesa, 2007). CpaBeJIMBOCTA pagyd OTME-
THM, UTO HE BCE aBTOPHI C 3TUM coriacHbl. Tak, CoTHu-
KOB ¢ coaBTopamu (1994) nucanu, 4To TMYMHKA MOJIH-
XeT He 00J1a1a10T KJIaCCUYeCKM OPTOTOHOM, & MX HEPB-
Hble pelIeTKM HE TOMOJIOTMYHBI OpPTOTOHY Typbe-
Jusipuit. Hunscen (Nielsen, 2001) otmeyas, 4To B JIeii-
CTBUTEJIBHOCTU TUIMWYHBIA OPTOTOH MOXHO HaWTH
JIUIIIb Y HECKOJIbKUX TJIOCKUX YEPBEid, a €ro CyIiecTBo-
BaHUE Yy aHHEIW U MOJITIOCKOB MpoOIeMaTUYHO (“is in
the eye of the beholder”). Tem He MeHee, MpaKTUIECKI
BCE aBTOPbI CXOJSATCS B TOM, YTO Tpoxodopa sBisieTcs
aHuecTpajbHOU opmoit, obiieit mist Lophtrochozoa
(nnu Protostomia, v Spiralia).

MBbI TT0ApPOOHO OCTAHOBWIMCH Ha YICTOPMHU BOIIpOCA

00 OPTOroHE, YTOOBI YUTATEJIIO CTAJIO IIOHSITHO, UYTO TEO-
pust TIpoTpoxodopbl M OPTOrOHA KaK M3HAYAIBHOTO
wiaHa crpoeHus (Bauplan) HEpBHOI CHCTEMBI TPOXO-
(bOpHBIX JKMBOTHBIX CTPOUTCSI B OCHOBHOM Ha OIMCaH-
HOM B pabotax Meiiepa (Meyer, 1901) u Boasrepeka
OHTOTEHE3 Ne 5
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(Woltereck, 1904) oprorone y Tpoxodop nonuxer Lopa-
dorhynchus v Polygordius, mocKoabKy 0ojiee HUKTO HU-
KaKuXx cjeloB opToroHa B rpyrrne Lophotrochozoa He
OOHapYKUBaJ, XOTSI €ro MEPUOINIECKU UCKATIH.

OxeccoH (Akesson, 1967) B TOMCKaxX OPTOroHa TILa-
TeJIbHO W3y4uJl HEPBHYIO cucTeMy Tpoxodop Lopa-
dorhynchus v Polygordius, opTrorona He HallleJa U Ham-
caj1, 4To opToroH y Polygordius mpencTapisieTcs TaKUM
K€ COMHUMTENNbHBIM, KaK Uy Lopadorhynchus. Taxxke He
HaIIUTM OPTOTOHA B Pa3BUTHUM MOJMXeT byOko ¢ coaBTo-
pamu (1979), Vimakosa u Esnonnn (1987) u psin apyrux
aBTOPOB, M3YYaBIINX apXUTEKTOHMKY HEPBHOM CHCTe-
MbI TIO JIOKAIU3ALlMU XOJUHACTEPa3HON aKTUBHOCTH.
Jlakammm (Lakalli, 1984) omy61mMKoBain AeTaabHOE OIMTK-
CaHue HEPBHOI CUCTEMBI TPOXO(OPHI ITOJIMUXETHI Spiro-
branchus (Serpulidae) 10 cepMIHBIM YJIBTPAaTOHKUM
cpe3aM M opToroHa Toxe He Hartesn. Xai-IIImuar (Hay-
Schmidt, 1995) Ha ocHOBaHUM MMMYHOLIMTOXMMUYE-
CKMX MCCJIeIOBaHUI JIMINHOK P. lacteus ormcan BBICO-
KOLIEHTPAJIM30BaHHYIO HEPBHYIO CHCTEMY, COCTOSIIILYIO
U3 alMKaJbHOTO TaHIJINS, JJaTepabHbIX HEPBOB U BEH-
TPaJIbHOTO TaHTJIHSL.

Tak ectb 1 opToroH y Tpoxodop? EcTh i1 BooOI11Ie
YTO-HUOYIb MOXOXee Ha OPTOroH B rpymiie Lophotro-
chozoa? IMouemy B TeueHne 100 jeT ocTaeTcst HepelIeH-
HBIM BOITIPOC O IUIaHE CTPOSHMSI HEPBHOM CUCTEMbBI TPO-
X0opbl, KOTOPYIO MOXKHO MOMMaTh B TUIAHKTOHE B JTIO-
0Ol YacTH CBETa U KOTopasl yxKe 0oJjiee BeKa 3aHUMaeT
0e3 TIpeyBeIMIeHNS LICHTPpaIbHOE TT0JTOKEHNE B (DMIIO-
TEHETUYECKOM CCTeMe OECITO3BOHOYHBIX JKUBOTHBIX?

Panee mmaBHBIMM IpoOJIeMaMU, KOTOpPBIC TIPETISIT-
CTBOBaJIM M3YIEHUTO HEPBHOM CHCTEMBI TPOXO(dOp, ObI-
JI1, BO-TIEPBBIX, UX pa3Mepbl. Teno mumamerpom 150—
250 MKM CJIMIITKOM MaJIO IS KJIACCMYECKOI CBETOBOM
rucrosioruu. Bo-BTopbIx, 10 HeTaBHETO BPEMEHU OTCYT-
CTBOBIM cIlellM(puyecKrue MapKepbl Ha 3JIEMEHTbI
HEPBHOI CUCTEMBbI, UTO, KOHEYHO e, OrpaHU4YMBajIO
BO3MOKHOCTM 300JIOTOB, 3aTO AaBajio IIPOCTOP ISl
daHTazuu. B-TpeTbux, TOMIIMHA MHOTUX HEPBOB B TEJIE
Tpoxo(opbl MEHBIIIE Pa3pPEIIAIOIIEH CITOCOOHOCTU OIT-
Tyeckoro Mukpockorna (0.2—0.3 MKM), MO3TOMY MX
MOXHO YBUIETh TOJBKO C TTOMOIIBIO 3JIEKTPOHHOIO
MUKPOCKOIIa, HO U 3TO IPaKTUYECK HEBO3MOXKHO, TaK
KaK He0OXOOMMO CIeNaTh 2—3 ThIC. CEpUITHBIX CPEe30B Ha
Tpoxodopy. Majto Kro cMor 0bl, Kak Jlakamm, mocBsI-
TUTb TPU roAa >XU3HU U3HYPUTEJIbHOM CEpUIHON pe3Ke
HECKOJIBKUX TPOXO(op Ha yIBTPaMUKPOTOME.

OpnHako B KoHIIe XX B. CUTyallMsl KapAWHAIBHO U3-
MEHWIACh — HACTYITWI, 03 IpeyBeJIMYeHUsI, 30J10TOM1
BEK CpaBHUTEIbLHOM Mopdonornu. B o0muxom 30010roB
BOLIIM (hJTyOPECLEHTHBIE TUCTOJIOTMS 1 UIMMYHOLIMTO-
TOXVMMMUSI, KOTOPbIE MO3BOJWIM, BO-TIEPBBIX, M30Mpa-
TEJIbHO M IOCTOBEPHO MapKUPOBAaTh 2JIEMEHThI HEPBHOM
CHCTEMBI Ha TOTAJIbHBIX MpernapaTax, a BO-BTOPHIX, B~
JIeTh B CBETOBOM MUKPOCKOIIE JaXKe T€ CTPYKTYPhI, pa3-
Mepbl KOTOPBIX 3HAYNTEIBHO MEHbIIIE ONTUYCCKOM pa3-
pemaronieil  crmocooHOoCT MUKpockomna. IlosiBiaeHue
KOH(OKAJIBHBIX JIA3€PHBIX CKAHUPYIOLINX MHKPOCKO-
OB TO3BOJIUJIO HE TOJILKO BUIETh BCE MHTEPECYIOIINE
HAaC CTPYKTYPbI Ha TOTAJIbHBIX MperapaTax, HO U coXpa-
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HATb NX O0OBEMHBIC M300paKEeHUS IS TIOCIIEAYIONIEIO
a"Hamm3a (cM., Harpumep: MyxuroB u ap., 2010; Hibbs,
2004; Handbook ..., 2006).

Ceiifyac MBI MOXEM JIETKO M IIPOCTO M3y4aTh Ha KJIe-
TOYHOM U CYOKJIETOYHOM YPOBHSIX CTPOEHUE U pa3BUTHE
CaMbIX pa3HbIX OPraHOB U TKaHE Ha TOTAJIbHBIX Iperia-
patax, BKJIIo4asi, pasyMeeTcsl, HEpBHYIO cructeMy. B Ha-
IIIEM PACITOPSLKEHUM MMEIOTCSI BRICOKOUYBCTBUTEIIBHBIE
U crieldUIHble MapKepbl Kak Ha CTPYKTYPHBIE KOM-
TMOHEHTHI HEPBHBIX KJIIETOK M UX OTPOCTKOB, TaK Y HA XU -
MHUYECKH CIeLU(PUUHBIE 3JIEMEHTBI HEPBHOM CHC-
TeMBbI — HelipoMeauaTopbl U hepMeHThI X cuHTe3a. K
TOMY e ceiiyac Mbl IMEEM B CBOEM apceHasie OYeHb sIp-
Kue (IiryopeclieHTHbIE METKU, KOTOPble MHOTOKPATHO
YBEJIMUMBAIOT UYBCTBUTEIBHOCTh W pa3pellalolIyio
CIIOCOOHOCTb MUKPOCKOITUM Y MO3BOJISIIOT BUAETh JaXKe
OIVHOYHbBIE OTPOCTKMA HEWPOHOB, TOJIIIMHA KOTOPBIX
3HAYUTEJIBHO MEHBIIIE ONTUYECKOI pa3pellalroleii CIio-
COOHOCTH MUKPOCKOIIA.

MBI BOCHOJIB30BAIUCh BO3MOXHOCTSIMU, KOTOPbIE
JIAI0T COBPEMEHHbIC J1a3epHble KOH(POKaTbHbIE MUKPO-
CKOITBI B COYETAHNM C (DITyOPECIIEHTHON MMMYHOIIMTO-
XUMUEH, ¥ U3YIWIH Pa3BUTHE HEPBHOM CUCTEMBI Y TPO-
X0(hop HECKOJIBKUX PENPE3EHTATUBHBIX BUIOB MOJIUXET
1 MoJuTIocKOB: Phyllodoce maculata (Polychaeta, Phyl-
lodocidae), Platynereis dumerilii (Polychaeta, Nereida),
Ischnochiton hakodadensis (Mollusca, Polyplacophora),
Mytilus trossulus (Mollusca, Bivalvia).

Br100p 00BEKTOB UCCENOBAHUST OTNPEACIISICS Clle-
oyiomyMu - coobpaxkeHusimMu. CemeiictBo  Phyl-
lodocidae, xyna Bxomut pon Phyllodoce, stBnsiercst ieH-
TPaJIbHBIM B OJTHOM M3 CaMBbIX IIPUMUTUBHBIX OTPSIIOB
noivxeT Phyllodocida, moaTomMy MbI curTaeM €ro BbICO-
KO pemnpe3eHTAaTMBHBIM B IUIAHE IIPOSIBIICHUS aHIIe-
CTpaJIbHBIX YepT pa3Butusl. Platynereis — 310 mpencra-
BUTeIbL orpoMHoro cemeiictBa Nereididae, koropoe
MOXKHO Ha3BaTb “TUIMMUYHBIMU TIOJIMXETaMHU M3 yued-
HUKa. XUTOHBI, K KOTOPBIM NPUHAIICKUT 1. hakodaden-
SIS, — 3TO OOHM U3 HanboJjee MPUMUTUBHBIX MOJLIIOC-
KoB. OHI BO MHOTOM CXOXM C aHHEJIMIaMU, B IIEPBYIO
oyepean Mo CTPOSHMIO Ae(PUHUTUBHOI HEPBHOM CHUCTE-
MBI, KOTOpasl Y XUTOHOB OYEHb ITOX03Ka HAa HEPBHYIO CH-
cremy nonuxet (Bullock, Horridge, 1965). IBycTBOpUa-
Thle MOJUIIOCKM, TPEACTABUTEIIEM KOTOPBIX SIBJISIETCS
MUIYsI, — 3TO BTOPOM MO BEJIMYMHE KJIaCC MOJLTIOCKOB,
OIHAKO O Pa3BUTHU MX HEPBHOM CHUCTEMbI M3BECTHO
O4eHb MaJjIo. TeM He MEeHee CUUTACTCsI, YTO HEpBHASI CH1-
creMa TpoxodOopbl MUIMU COOTBETCTBYET METaTPOXO-
¢ope annemn (Nielsen, 2001).

Kpome Toro, mist Bcex 3TUX BUIIOB MOXKHO MOJIyYUTh
JIabOpaTOPHYIO KYJIBTYPY Pa3BUBAIOLIMXCS JTUYMHOK U
colepKaTh €€ BIUIOTh 10 MeTaMopdo3a 1 hopMrpoBa-
HUS Je(UHWUTUBHOM HEPBHOM CHCTEMBI, YTO COBEP-
LIEHHO HEOOXOIMMO TIPpU U3Yy4eHUU HeliporeHesa.

PaGora npencrasisier coboit 0030p OITyOIMKOBAH-
HBIX paHee HallMX U JIUTEePaTypPHBIX JaHHBIX, KOTOPhIE,
Ha Halll B3MJISIA, IMTO3BOJISIIOT OTBETUTh Ha ABAa BaXKHBIX
BOIIpOCca: ecTh I y Trochozoa opTOroH u SIBJISIETCS JI
JIJIsT HUX Tpoxodopa aHLEeCTpaIbHOU (hopMoii?
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MATEPHUAT U METOINKA

Paboty mpoBomuiu Ha J1a0OpPaTOPHBIX KYJIBTYpax
PAa3BUBAIOIIVIXCSI 3MOPUOHOB  BBILIEIIEPEUYNCIIEHHBIX
BUJIOB TIOJIMXET U MOJITIOCKOB. /17151 BBISIBJICHUSI HEPB-
HOI CHCTEMBbI UCMOJIb30BAI KOMMEPUECKME aHTUTe 1A
TIPOTHUB aLlETJIMPOBAHHOTO O-TyOYJIMHA, KOTOPhIE Map-
KUPYIOT HENpOTYOYJIbl — CHELIM(PUUECKUI KOMITOHEHT
LIMTOCKEJIeTa HEWPOHOB, U MPOTUB HEMPOMEIaTOPOB
ceporoHuHa (5-hydroxytryptamine, 5-HT) u FMREF-
amvmna (FMRFa), mockombKy paHee ObUIO ITOKa3aHO, 9TO
MMEHHO 3Ta KOMOWHALIUS aHTUTE aeKBaTHO MapKUPYeT
HeUpOHAJIbHbIE 3JIEMEHTBI B TMYMHOYHOM Pa3BUTUU TPO-
XO(POPHBIX XXUBOTHBIX, BKITIOYAs CaMble PaHHUE HEWUpo-
Hel (Croll, Voronezhskaya, 1996; Croll, 2000). /1151 Bu3ya-
JIU3aLUK1 HEMPOHATLHBIX 3JIEMEHTOB HCITOTb30BAI KOM-
Mepdeckre iIyopeceHTHbIe Mapkephl “Molecular
Probes”, CI1IA) 1 nazepHble CKaHUPYIOLIMEe KOH(MOKaIb-
Hble MUKpocKoIibl Zeiss LSMS510, Leica TCS SP1, SP5 u
SPE, Iepmanust. ITogpoOHBIe ormrcanms OIyIeHUS U CO-
JIepsKaHsl J1ab0paTOPHBIX KYJIBTYP Pa3BUBAIOLMXCS JIM-
YMHOK, XapaKTePUCTUKN aHTUTEN, METOAUKU UMMYHOMe-
YeHUsI U1 00pabOTKU Pe3y/IbTATOB MPUBEACHBI B COOTBET-
CTBYIOIIMX ITyOIMKALTUSIX.

PE3VIJIBTATBI

Heiiporenes monuxetsl Ph. maculata nHadmHaeTcs ¢
omuHOoYHOTO Trepudepndeckoro 5-HT mmmyHOpeak-
TUBHOTO HeipoHa (5-HT-HelipoHa) Ha 3aaHEM KOHIIE
tena (Voronezhskaya et al., 2003). /IBa 6a3ajbHBIX OT-
pOCTKa 3TOr0 HEMpPOHA WIYT BIIEpEd IO BEHTPAIBHOMN
CTOpPOHE TeJIa 1, OIS 10 MPOTOTPOXa, BETBATCS U Map-
KUPYIOT HEPB MPOTOTpOoXa (puc. 2, a). 3ateM IpsiMo T10-
341 IIPOTOTpOXa IMOSBITIOTCA S- HT-HelipoHs!: 1Tapa Ha
JIOpPCAJTbHOM CTOPOHE Tejia Y OAWH — B alTMKAJTbHOM CEH-
CcopHOM opraHe (puc. 2, 6). [To3:xe Ha cTaguu pa3BUTOM
Tpoxodops! nosBsorcs eie S-HT-HelipoHbl B anu-
KaJIbHOM OpraHe M HeMpOHbI BOKPYI POTOBOIO OTBEpP-
crus (puc. 2, 8).

OnHoBpeMeHHO ¢ TiepBbIM 5-HT-HeiipoHOM B amnu-
KaJIbHOM opraHe mnosBiisiercs IepBblii FMRFa-nmmy-
HopeakTuBHbI HeiipoH (FMRFa-HeiipoH), oTpocTKu
KOTOPOTO, OHAKO, HE BBIXOJST 3a Mpe/ie/ibl alMKaJIbHO-
ro oprata (puc. 2, ¢). 3areM Ha BEHTpaJIbHOI CTOPOHE
nosteisiercsl onnHouHbIT FMRFa-HelipoH n yBea4n-
Baetcs yrciio FMRFa-HelipoHOB B allMKaJIbHOM OpraHe
(puc. 2, ). Y pa3Butoii Tpoxoopbl K HUM T00aBJISIOTCS
emie nBa FMRFa-nHelipoHa Ha 3amHeM KOHIIE TeJia
(puc. 2, e).

MMmMmyHOpeakiysi IpOoTUB TyOy/IMHA TIoKas3ajia, 4To
JIPYTUX HEPBHBIX CTBOJIOB WJIM KOMUCCYD, KPOME BbIILIe-
TMEePEYMCIICHHBIX, B Tejle TPoxodophl UIIIONoIe HET.
Takum oOpazoM, y pa3BUTOl Tpoxohopbl HEpBHAs CU-
cTeMa BKJIIoYaeT B ce0s1 HepB MPOTOTPOXa, IBa BEHTPO-
JlaTepajibHbIX CTBOJIa M OKOJIOPOTOBOE KOJIbLIO B HMXK-
Heli roaycdepe, a TakKe anvKaldbHbIA OpraH U I111eCTb
MEPUIVNOHATBHBIX HEPBOB B BepxHel momycdepe. [To-
JIpoOHEee O pa3BUTUM HEPBHOI cucteMbl Ph. maculata
orucaHo paHee (Voronezhskaya et al., 2003).

HE3JIMH

FMRFa

Puc. 2. Cxema pa3BUTHSI HEPBHOM CHCTEMBI TPOXOGOPHI I10-
ymxetsl Ph. maculata (Phyllodocidae); wmMMyHOpeakimst
MPOTUB CEPOTOHUHA, BUIL C JIATePaJIbHOW CTOPOHBI (a—6) U
FMRFa, Buz c BeHTpaJibHOI CTOPOHHI (e—e) (1o: Voronezh-
skaya et al., 2003, ¢ Mmomupukausmm). Tpoxodopa: a, ¢ —
paHHss1 (48 4 ¢ Havasa pa3BuTHsI), 6, 0 — pa3BuTas (52 4),
8, e — no3nHsIs (60 1). OOBSICHEHMSI CM. B TEKCTE.

HeiiporeHes nmonvxersl P. dumerilii Takoke HaYMHaeT-
cs1 ¢ 00pa3oBaHUS OTWHOYHOIO ITeprpepUIeCKOro
5-HT-nHeiipona Ha 3agHeM koHile Tena (Nezlin et al.,
2010) (puc. 3, a). 3ateM nosiBiisiercst 1Ba S-HT-HelipoHa
B anyvKaJlbHOM OpraHe, a 0azajibHble OTPOCTKY 3aTHETO
HelpoHa UIyT BIepe IT0 BEeHTPAIBHOM CTOPOHE Tejla 1
dopmMupyloT HepB poroTpoxa (puc. 3, 6). [Tocae aToro
Tpoxocdopa IIaTUHepeunca rMpeBpaiaeTcsi B METaTpoOXo-
¢dopy 1 04eHb OBICTPO HaYMHAaeTCs (hOPMUPOBAHUE JIe-
(PMHUTUBHOI HEPBHOI CHUCTEMBI BIOJIb ITyTEH, MPOJIO-
JKeHHBIX TIepBbIMU HelipoHamu. IIpu 3TOM MepBbIMU
TIOSIBILTIOTCS Ae(bMHUTUBHBIC HEMPOHBI B BEHTPATBHBIX
cTBOMTax (puc. 3, 8).

Bckope mniocie nosiBiieHus repBoro 3aaHero 5-HT-
HelpoHa ooHapyxkuBaroTcs repBble FMRFa-HelipoHbI:
TPH B alTMKaJIbHOM OpraHe U OJIMH - Ha JOPCAIbHOM CTO-
pOHe Tena B palioHe TpoToTpoxa. OTPOCTKU 3TOr0 Heli-
pOHa Takxke MapKUpYIOT HepB MpoToTpoxa (puc. 3, 2).
3arem KommdectBo FMRFa-HeiipoHOB B paiioHe anm-
KaJTbHOI'O OpraHa yBeJINYMBaeTCsl, MOSIBJISIOTCS /1Ba Jia-
TepaJIbHbIX HEMpOHAa Ha HepBe ITPOTOTpOXa, a TaKXkKe
nposieisieTcss FMRFa-uvMmyHopeakivst B iepBoM 3a-
HeMm 5-HT-neitpone (puc. 3, d). FMRFa-HelipoHbl 1
OTPOCTKU HAYMHAIOT OBICTPO MOSIBIISITHCS B (hOPMUPYIO-
1mieiics aebMHUTUBHOM HEPBHOM cucTeme (puc. 3, e).

MmMyHOpeakivs MpoTHB TyOyJIMHA TakoKe TToKas3a-
JIa, YTO APYTUX HEPBHBIX CTBOJIOB U KOMUCCYP, KpOME
BBIIIIEIICPEYMCIICHHBIX, B TeJie TpoXO(Mopkl HeT. Booobiiie
P. dumerilii imMeeT CWIBHO YIIPOILIEHHYIO JIELIUTOTPO(-
HyIO Tpoxodopy, KOTopasi XXMBET B IUIAHKTOHE OYEeHb
KOPOTKOE BPEeMSI M OBICTPO BCTyTaeT B MeTaMopdo3. Be-
POSITHO, C 3TUM CBSI3aHO YMPOIIEHHOE CTPOEHUE ee
HEPBHOW CUCTEMBI 10 cpaBHeHMIO ¢ Ph. maculata. Y pas-
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BUTOM TpoxodOopbl HEPBHAS CHMCTeMa BKITIOYAET B ceOsT
HEPB IPOTOTPOXA, MAPHBIA BEHTPAJIbHBIA CTBOJI U arlu-
KaJIbHbI ceHcopHbIA opraH. (ITompobHee o pa3BuTHUM
HepBHOI cuctembl P. dumerilii cm.: Nezlin et al., 2010).

Heiiporene3 xuroHa 1. hakodadensis HauiHaeTcs1 B
nependeit momycgepe (Voronezhskaya et al.,, 2002)
(puc. 4). I1epBbIMU HOSIBJISIIOTCS IBE MAPhI JTaTEpaIbHBIX
HENpOHOB, KOTOpble UMMYHOpPeakTUBHEI U K 5-HT, 1 Kk
FMRFa (puc. 4, a, ), aBckope u 5-HT-HelpoHEbI B armm-
KaJIbHOM CEHCOpHOM oprase (puc. 2, a). UMmyHopeak-
st kK FMRFa nokazana, 4yto 6a3ajibHble OTPOCTKH Jia-
TepaJIbHbIX HEPOHOB UIYT IT0[ OCHOBAaHME alIKAJIEHO-
ro opraHa B pailoH (opMHpOBaHUS ILEepPeOPaTLHOIO
TaHIJIMSL, TIEPEXOASIT Ha KOHTPOJIaTePaIbHYIO CTOPOHY U
MOBOPAYMBAIOT Ha3aj IO BEHTPAJIBHOI CTOPOHE Tela,
MapKupys Oyayilie BeHTpalbHbIE CTBOJIbI (pUC. 4, 0).

Bckope nociie 3toro yucno 5-HT- u FMRFa-Heii-
POHOB B paliOHE alTMKaILHOI'O OpraHa yBeJIMUNBAETCsI, 1
OIHOBPEMEHHO C 9TUM HauylHaeTcs1 (popMUpOBaHUE -
(bUHUTHBHOIT HepBHOM crcTeMbl. CHavaia MosIBISIIOTCS
5-HT-HeitpoHBI B BEHTPaJIbHBIX CTBOJIAX (puc. 4, 6), a
3aTeM nenaibHble Iekcyc 1 FMRFa-HetipoHs! (puc. 4,
8, ). Takum oOpa3oM, HepBHasI cucTeMa TPOXO(OPbI XU~
TOHA COCTOMT M3 allMKaJIbHOIO CEHCOPHOI'O OpraHa, a
TaKKe 11epeOpaTbHOIO raHmIMS U MeNadbHbIX CTBOJIOB,
KOTOpPbIE MPUHAIEXKAT yKe K Je(DUHUTUBHONA HEPBHOM
cucteme. Ilpun Meramopdo3e HeilpoHBI aIMKAJIBHOTO
opraHa nereHepupyloT. (ITompobHee o pa3BUTUM HEPB-
Hoit cucteMbl Ph. maculata cMm.: Voronezhskaya et al.,
2002).

Heitporenes munum M. trossulus Taxske HaYMHACTCS B
nepenHei nosycepe, HO ¢ (popMUpPOBaHUS He JiaTe-
paIbHBIX, a alMKalbHBIX HelipoHOB (Voronezhskaya
etal., 2008). CHayana onuH, a IIOTOM €I1I€ TPU CEHCOp-
HbIX S5-HT-HelipoHa MOSBISIOTCS B alnMKaJlbHOM
opraHe TpoxodopEHI (puc. 5, a), 3aTeM Ha CTaIuH Be-
JIMrepa ux 4YMcJio YBEJIMUYMBAETCS 0 IISITU, a KOPOT-
Kue 6asalibHble OTPOCTKM WHHEPBUPYIOT alMKaib-
Hyto obsactb (puc. 5, 6). Ha ctanuu no3aHero Beiure-
pa 3TU HEMPOHBI IIOTPYKAIOTCS BIIyOb Tejla M, IIO-
BUIMIMOMY, BKJTIOYAIOTCSI B COCTaB (POPMMPYIOIIETOCS
LIepeOpaIbHOTO raHIIvsI (puc. 5, 6).

Ilepseie FMRFa-HelipoHBI TOSIBISIIOTCS TIpaKTUJe-
CKM Cpasy Ke mocje ooHapykeHust nepBbix S-HT-Heii-
POHOB B KOJIMYECTBE 4—5 IITYK M pacrojiaraiorcs Ha
anMKaJIbHOM TIONIIoce JIMIMHKM BOKpyr S5-HT-Helpo-
HOB. 3aTeM Ha CTaAuu BeJurepa caMblii MpaBblii U ca-
MBI JIEBBIN 13 HUX CMEIIAIOTCSI BEHTPAJILHO 1 Ha3all 10
JlaTepajbHbIM CTOPOHAM TeJla 1 MOChLIAIOT MO IBa OT-
pOCTKa: OVH Brepe U A0PCalbHO, a IPYroi — Ha3ad U
BeHTpasibHO (puc. 5, d). Korma mop3aibHbIe OTPOCTKU
JOCTUTAIOT 00JIACTH OYIyIINX 1IepeOpaTbHBIX TAHTJINEB,
B HUX HaUMHAIOT A depeHIMpPoBaThCs MepBbie Aedu-
HUTHUBHBIC HeiipoHBL. Korga Ha cragyy O3MHEro Be-
repa BeHTpaJIbHbIE OTPOCTKU JOCTUTAIOT 00IaCTH OyILy-
VX TTeAAJIbHBIX TAHTJIMEB, TaM TaKxKe HAYMHAIOT Tud-
(epeHIIPOBaThCS TIepBbIe HEMPOHEI (pUC. 5, d). [Tocne
atoro ceHcopHbie FMRFa-HelipoHbI anmKaaIbHOTO Op-
raHa McYe3aloT, a 3aH1e OTPOCTKU T1aphl JIATePaTbHbBIX
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Puc. 3. Cxema pa3BUTHSI HEPBHOI CUCTEMbI TPOXO(OPHI 10~
ymxetsl P. dumerilii (Nereida); mMMyHOpeaKiIvsi IPOTUB Ce-
poronuHa (a—6) 1 FMRFa (e—e) (mo: Nezlin et al., 2010, ¢
monuduKanusamu). Tpoxodopa: a, ¢ — panHsia (20 9 ¢ Havya-
J1a pa3BuTHs), 6, 0 — pa3BuTas (28 4), 6, e — paHHSISI METaTPO-
xoopa (56 4). Bua ¢ narepanbHoii (a, 6, e, 0) 1 BEHTpaJIbHOM
(8, €) cTOpOH; OOBSICHEHUS CM. B TEKCTE.

HEMPOHOB MPOPACTAIOT ellle Aajiblile Ha3ad B 00JacTh
OyIyLLMX BUCLIEpATbHBIX TAHIJIMEB, TAE TOXE HAYMHACT-
cs1 tuddepeHIpoBKa HEMPOHOB (puc. 5, e). Camu na-

FMRFa

Puc. 4. CxeMa pa3BUTHSI HEPBHOM CUCTEMBI TPOXO(MOPBI X1~
ToHa I. hakodadensis (Mollusca, Plyplacophora), Bum ¢ BeH-
TPaJIbHOUM CTOPOHBI, UMMYHOPEAKITUST TIPOTUB CEPOTOHMHA
(a—8) u FMRFa (e—e) ( mo: Voronezhskaya et al., 2002, ¢ Mmo-
nuduvkanusamn). Tpoxodopa: a, ¢ — panHss (24 4 ¢ Havana
pasButus), 6, 0 — pazsutas (30 4), 6, e — mo3aHsA (50 4);
OOBSICHEHUSI CM. B TEKCTeE.
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Puc. 5. CxeMa pa3BUTUSI HEPBHOI CUCTEMBI TPOXO(MOPHI U
Benurepa munuu M. trossulus (Mollusca, Bivalvia), Buz c na-
TepaJIbHOW CTOPOHBI; NUMMYHOPEAKIIVSI TIPOTUB CEPOTOHMHA
(a—e) u FMRFa (¢, e): a, ¢ — Tpoxodopa — paHHUIi BEJIUTEep
(36 4 ¢ Hauasia pa3BUTHSI), 6, d — pa3BuTasi Tpoxodopa (48 v),
8, e — Mo3MHMI Besrep (5 CyT; OObSICHEHUSI CM. B TEKCTe (T10:
Voronezhskaya et al., 2008, ¢ MoguduKaLmsIMm).

TepabHble FMRFa-HelpoHBI COXpaHSIIOTCSI Ha KParo
BeJTyMa BIUIOTb JIO OceJaHus U MeTamopdo3a.

Takum oOpa3om, HepBHAsI cucTeMa TPOXO(OpPEI U Be-
JIMTepa MUIUKA COCTOMT W3 alMKAIBHOTO CEHCOPHOTO
opraHa ¥ TTapHOTO BEHTPAJIBHOTO CTBOJIA, BIOJb KOTO-
poro (opMUPYIOTCS TTapHBIN 1iepeOpalIbHbBIN, TIeAaTb-
HbIe U BUclepaabHble TaHIMU. (I[TompoGHee o pa3Bu-
TN HEpBHOM cucteMbl M. trossulus cm.: Voronezhskaya
etal., 2008).

OBCYXIEHHME

Ma1 BeiHECIN “30/10TOM BEK CpaBHUTEILHOM MOp-
doJtorun” B 3aroJIoBOK CTaTbU, YTOOBI ITOTYSPKHYTh,
YTO UMMYHOITUTOXUMHUYECKOE MapKHPOBAaHUE B COUETA-
HUU C JIA3EPHOU CKAHUPYIOLLENU MUKPOCKOIIMEN MTO3BO-
JISIET JIETKO W MPOCTO M3y4yaTb 3aK/IaiKy W pa3BUTHE
HEPBHOI CUCTEMbI C TOUHOCTBIO 10 OMHOYHBIX HEMpO-
HOB U uX Mnpoekiuid. [Tpu 3ToM, TOCKOIBKY B HallleM
pacropsKEHUU MMEIOTCSI BBICOKOCTIEIIM(PUYHBIE aHTH -
Tes1a TIPOTUB 3JIEMEHTOB HEPBHOM CUCTEMBI U JIa3epHbIE
KOH(OKaJIbHbIE MUKPOCKOITbI, TTO3BOJISIIOIIME BbISIB-
JISTh Ha TOTAJIBHBIX TIpernaparax 1 aJieKBaTHO 3allMChl-
BaTh Ha HOCUTE/Ib MH(OPMALIUM TpexMepHOe M300pa-
JKEeHUe CTPYKTYp MHTepeca BIUIOTh 0 MeJbYaiImX Ae-
Tajleil, TOCTOBEPHOCTb TOJIy4YEHHBIX PE3YyJILTaTOB He
BbI3bIBACT COMHEHMUI (pa3ymeeTcsl, ITpH1 IMTOCTAaHOBKE CO-
OTBETCTBYIOLLIMX KOHTpPOJieii). DTO Jajlo HaM BO3MOX-
HOCTb TI€PENPOBEPUTH BbI3bIBAIOILIME COMHEHUSI JINTE-
paTypHble JaHHBIE, OCOOEHHO TaKue, KOTOpble MHOTO

HE3JIMH

JIET KOUYIOT U3 y4eOHMKa B YUYEOHMK M HA OCHOBAaHUU
KOTOPBIX CTPOSITCS TJI00aNbHbIE (DUIOTEHETUUECKIE
TEOPUM.

Harv pesynbrarsl, mojydeHHbIe py TTOMOII (hJTy-
OPECLIEHTHOI UMMYHOLIMTOXAMWY 1 JIA3epPHOI KOH(O-
KaJIbHOM MUKPOCKOITMH, TTOKA3BIBAIOT, UTO Y PeIpe3cH-
TATUBHBIX BUIOB MOJIUXET M MOJUIIOCKOB B Pa3BUTUM
HEPBHOI CUCTEMBI HUTAE (HU HAa CTaguM TPOXO(OPHI,
HU Ha 0oJiee paHHUX WM ITO3MHUX CTAANIX) HET HAKA-
KHUX CJIe[IOB OpTOroHa. bosee Toro, momydyeHHbIE B MO-
CJIeIHUE TOMIbI JINTEPATYpPHBIC TaHHBIE TAKXKE COIIACY-
[0TCd ¢ HammMK. Kak MBI yXe yIOMUHAJIU, TIOApOOHast
PEKOHCTPYKILIMSI HEPBHOM CUCTEMbI TPOXO(MOPHI MOJIH-
XeThl Spirobranchus 10 CEpUITHBIM YJIBETPAaTOHKHM Cpe-
3aM He BbIsBWIa oproroHa (Lakalli, 1984). TimateapHOe
MMMYHOLIUTOXUMUYECKOE U3Yy4eHUE Pa3BUTHSI HEPBHOM
CHUCTEMBI y TTonxeThl Pomatoceros lamarckii (Serpulidae)
TaK:Ke MOKA3aJI0 HEPBHYIO CUCTEMY, JAJIEKYIO OT OPTOrO-
Ha (McDougall et al., 2006).

Hauunas ¢ 80-x rm. XX B. uccnemoBaTen IMoTydiId
B CBOU PYKM TEXHUKY UMMYHOLIUTOXMMUYECKOTO Map-
KUPOBaHUSI HEPBHOM CUCTEMbI U CTaJiM aKTUBHO M3Y-
YaTh Pa3BUTHE HEPBHOI CUCTEMBI MOJITIOCKOB (CM. 00-
3op mreparypsl B: Croll, 2000). Hu onyH aBTOp HE onv-
CbIBa€T HMYErO IIOXOXero Ha oprtoroH. Kpomn u
Boponexckas (Croll, Voronezhskaya, 1996) mokazanu,
9TO KOMOMHAIIMS M3 aHTUTEIT IIPOTUB TYOYJIMHA, CEpO-
ToHrMHA 1 FMRFa BBISIBIISIET cCaMble TIEpBbIE SJIEMEHThI
HEPBHOI CHUCTEMBI B IMYMHOYHOM Pa3BUTHUU TaCTPO-
MO U SIBIIIETCS HAIEXKHBIM MapKepOM IS U3ydeHUs
IrddepeHIMPOBKY U pa3BUTHUSI HEPBHOM cucteMbl. C
TeX TOp 3TU U JpyTHe aBTOPbI U3yYWIU Pa3BUTHE TN -
HOYHOM HEPBHOM CUCTEMbI Y MHOTHX TacTporion;: Crep-
idula fornicata (Prosobranchia) (Dickinson et al., 1999),
Aplysia californica (Opisthobranchia) (Dickinson et al.,
2000), Illyanassa obsoleta (Prosobranchia) (Dickinson,
Croll, 2003), Lymnaea stagnalis (Pulmonata) (Moron-
ezhskaya et al., 1999; Voronezhskaya, Elekes, 2003). Hu-
KTO He HallleJI HUUETO MOX0XKET0 Ha OPTOTOH.

Mzyuyanuce 1 ipyrue MoJuTIocKu. Tak, HUKaKuX cJie-
JIOB OPTOrOHA He ObIJIO 00HAPYKEHO B HEMpOreHe3e Xu-
toHa Mopalia muscosa (Polyplacophora) (Friedrich et al.,
2002) wu JomaToHOroro MoJjunlocka Antalis entalis
(Scaphopoda) (Wanninger, Haszprunar, 2003). He Ha-
IIUTM OPTOTOHA M Y TPOXOMOpPHI CUITYHKYIMALl Phas-
colion strombus (Sipuncula) (Wanninger et al., 2005).

Takum oOpa3zom, IPUXOOUTCS MPU3HATH, YTO JTaH-
Hble, omnyomukoBaHHble Meiiepom (Meyer, 1901) u
Bonasrepekom (Woltereck, 1904), He UMEIOT OTHOLLEHMS
K HEpBHOI1 cucTeMe TpoXoGOophl ITOINXET, a OCHOBAHHAS
Ha HUX TpoxodopHasi Teopusi, KOTopasl MpeArioJiaraer,
9TO TPOXO(OPOINOoAOOHAS JIMUMHKA C OPTOTOHAIBHOMN
HEPBHOM CUCTEMOM SIBISIETCST aHIIECTPATHLHOM (POPMOit
1 nOoKa3bIBaeT poiacTtBo Scolecida 1 Trochozoa, He oTpa-
JKaeT peaibHbIX (PUIOTeHETUYECKHUX B3aMMOOTHOIIIC-
HUU MEXITY HUMMU.

Ternepb paccMOTpPUM BOITPOC O CXOJCTBE U pa3inyu-
SIX B CTPOSHHU Y PA3BUTUU HEPBHOIM CUCTEMBI TPOXO(DOP
B pa3HbIX rpyrmnax Trochozoa. ITociaenoBaTe IbHOCTb CO-
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OBITMIA B HEMpOTeHe3e BceX M3YYEHHBIX HAMM TPOXO-
(bOpHBIX XXKMBOTHBIX TaKOBa: CHayajia auddepeHImpy-
[0TCSl paHHUe Teprdepruyeckre HEiPOHbI; X aKCOHbI
00pa3yroT KOHTYp Oyayiieil ne(MHUTUBHON HEPBHOM
CUCTEMBI; (hOPMUPYETCSl TUIYMHOYHAsT HEpBHAsI CUCTE-
Ma; BIOJIb ITyTEN, POJIOXKEHHBIX PAHHUMU HEMPOHAMU,
dopmupyetcs nepUHUTUBHAS HEpBHAs CUCTEMa; JTNYU-
HOYHas HEpBHAsI CUICTeMa U paHHWE HEPOHBI ICUe3al0T
WIM YaCTUYHO BKJTIIOYAIOTCSI B COCTaB Ae(UHUTUBHOM
HepBHOI cucteMbl. Ha 3ToM cXoncTBO 3aKaHUMBAETCSI.

Cnocob (opMUpOBaHUSI U CTPOCHUE HEPBHOM CH-
cTeMbl TPoXOodop U3YyYeHHBIX HAMU MOJIMXET, XUTOHA 1
MUIIUU pa3uTesibHO oTianyatorcs. [Tpu aToM paznuuus
MEXIY NBYMsI BUIIaMU TOJIMXET, pa3yMeeTcsl, HE CTOJIb
3HAYUTEITBHBI, XOTS TOXE TOCTATOYHO 3aMETHHI.

Tak, y ¢pmmionolie KOHTYp HEPBHOM CHUCTEMBI (op-
MUPYETCS 3aJHUM U ABYMSI AopcalbHbIMU S-HT-Heid-
poHamu, a Takke TpeMsl BeHTpaibHbIMU FMRFa-Heii-
poHaMu. HelipoHbI anMKaJbHOIO CEHCOPHOI'O OpraHa B
3TOM y4yacTusd He mnpuHuMaroT. JJduddepeHurpoBKa
HEPBHOI CUCTEMbI MPOUCXOAUT B HAITpaBJIeHUHU C3aU—
Brnepen. HepBHasi cucrema Tpoxoopbl COCTOUT U3 arlu-
KaJIbHOTO OpraHa M CBSI3aHHOIO C HUM liepeOpaibHOTO
TaHIJIMSI, HEpBa MTPOTOTPOXa, 11eCTH MEPUIMOHATBHBIX
HepBOB B anucdepe, OKOJOITIOTOYHOTO KOJIblia U BEH-
TPAIbHBIX CTBOJIOB, 3AMKHYTBIX B MEPEAHEN U 3aaHEN
YacTu TeJa.

VY mnaTtnHepenca KOHTYpP HEpBHOI cCTeMBI (DOpMU-
pyIOT 3agHUN HelipoH (oH aKkcrpeccupyetT u 5-HT, u
FMRFa), 5-HT-HelipoHbl anUKaIbHOTO OpraHa u Tpyu
FMRFa-neiipoHna — nopcaibHBINA M IBa JaTepaTbHBIX.
HuddepeHimpoBKa HEPBHON CUCTEMBI IPOUCXOIUT B
HarpaB/IeHUH c3aIi-BIlepe U criepeau Hasaa. HepBHas
cucTeMa Ha cTtaauu Tpoxodhopbl — paHHENH MeTaTpoXo-
(OpBI COCTOUT M3 alTUKAJIBHOTO OpraHa 1 CBSI3aHHOTO C
HUM 1IepeOpalbHOTO TaHTJIMsI, HepBa MPOTOTPOXa, ue-
ThIpEX MEPUIMOHAJIbHBIX HEPBOB B snucdepe 1 ABYX
BEHTPATbHBIX CTBOJIOB C MONEPEYHBIMIA KOMUCCYPaMHU.

A BOT KOHTYp HEPBHOW CUCTEMbI XUTOHA (hOpMUPY-
€TCcsl IByMs1 MapaMu JlaTepajibHbIX KJIETOK B anucdepe,
Kotopsble aKcrpeccupytoT U 5-HT, 1 FMRFa. Qudde-
PEHIIMPOBKA HEPBHOM CUCTEMbI IPOMCXOIUT B HaIlpaB-
JieHuu crepeau Haszan. HepBHasi cructeMa Tpoxogopbl
COCTOWT M3 MOIIHOTO anrKajJbHOIo OopraHa, KOTOPbIi
BIOCJIEACTBUM JET€HEPUPYET, U CBSI3aHHOIO C HUM 1ie-
peOpaIbHOrO TaHIIMS, IBYX BEHTPAIbHBIX U IBYX BEH-
TpOJIaTePATIbHBIX CTBOJIOB C TTONEPEYHBIMU KOMUCCYpa-
mu. HepB MpoTOTpOxa OTCYTCTBYET.

VY MUaMU KOHTYp HEPBHOIM cHUCTEMbI (DOPMUPYETCS
napoii FMRFa-HelipoHOB, pacnoyio’keHHbIX Ha aru-
KaJIbHOM KOHIIe Teia Tpoxodopsl, a S5-HT-HelipoHbI
HaXOMSITCSI TOJIBKO B anmMKajabHOM opraHe. Juddepen-
LIMPOBKAa HEPBHOI CUCTEMBbI TPOVCXOMUT B HarpaBie-
HUU cniepeau Ha3an. HepBHas cucteMa COCTOUT U3 aru-
KaJIbHOTO OpraHa, CBSI3aHHOTO C HUM 1iepeOpaibHOrO
TaHIJIMS W TIapbl BEHTPaIbHbIX CTBOJIOB. HepB miporto-
TpOXa TaKKe OTCYTCTBYET.

JlutepaTypHble JaHHbIE JAlOT HaM elille OoJibliiee
pa3HooOpa3ue HeliporeHe3oB. Harpumep, y SMOpHOHOB
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3a/IHeKa0epHOro OPIOXOHOIOro MoJLTtocka Aplysia cali-
fornica XOHTYyp HEpBHOI CUCTEMBI O4epUYUBAIOT YEThIPE
3agHux FMRFa-HeiipoHa, a HepBHas1 cUcTeMa TPOXO-
(OpPBI COCTOMT JINIITH M3 anmKaIbHBIX 5-HT-HeitpoHOB
1 ABYX BEHTpaJIbHbIX CTBOJIOB (Marois, Carew 1997a, b;
Dickinson et al., 2000). HepBHast cuctema Tpoxodopbl
IIPECHOBOIHOIO JIETOYHOIO OPIOXOHOIOTO MOJUIIOCKA
L. stagnalis cocTOUT 13 IBYX allMKaJbHBIX HEHPOHOB,
Tpex 3aIHUX HEHPOHOB U Maphbl MPOIOJIbHBIX CTBOJIOB,
3aMKHYTHIX Ha 3amHeM Kosue Tena (Croll, Voronezhs-
kaya, 1996).

HepBHas cuctema nmuivaueB HEMEPTUH, KOTOPBIX
YacTo MPUYUCISIOT K JIMYMHKAM TPOXOMOpHOro Tuma
(cMm, Hanpumep: MBaHoBa-Kazac, 19856; Schmidt-
Rhaesa, 2007), ominuaetcs ene cuiibHee (Hay-Schmidt,
1990a—c; Nezlin, 2000; Santagata, 2002). HenaBao Yep-
HBIEB 1 Marapiamos (2010) 1mokasaim, 9To CepOTOHU-
Hepruyeckasi 4aCTb HEPBHOM CUCTEMBI Y aTPOXHOM JI1-
YMHKY TOIIOHEMePTUHBI Quasitetrastemma stimpsoni co-
CTOUT M3 HECKOJIBKMX alMKaIbHBIX U CyOalMKaIbHbIX
HEMPOHOB, ONMHOYHOIO KayJaJIbHOIO HEMPOHA U Maphl
OOKOBBIX CTBOJIOB, KOTOPBIE SIBJISTFOTCSI YaCThIO (pOpMU-
pyioleicss neMHUTUBHOM HEpBHOI cucTeMbl. Ecim
CIPaBEIIMBO MPEIIIOJ0XEHNE aBTOPOB, YTO TIepeaHUE
HEWPOHBI JIMUMHKU BKJIIOUAIOTCS B COCTAB Ie(DUHUTHB-
HOI1 HEPBHOM CUCTEMBbI (AaHAJIOTUYHO TOMY, KaK 3TO IIPO-
UCXOOUT Y MUAWN), TO COOCTBEHHO JIMYMHOYHAST HEPB-
Hasl ccTeMa aTPOXHOM JIMUMHKW COCTOUT JIUIIb U3 O -
HOYHOro 3amHero HelipoHa. CTojb 3HAYMUTEIBHBIC
OTIMYMSI OT TPOXO(POp aHHEIUI ¥ MOJUTIOCKOB JI€JIal0T
TIPEIOJIOXKEHUE O TOM, YTO aTPOXHas IMUMHKA HEMEP-
TUH ToMoJiornuHa Tpoxodope (Maslakova et al., 2004),
MaJIOBEPOSITHBIM.

K tpoxodopam mHOTrIa Takske IMPUIMCIISIOT W JIN-
YUHKY (pOpOHMI aKTUHOTPOXY (CM., Harpumep: Hyman,
1959), omHaKo CTpOeHUsI HEPBHOI CUCTEMblI aKTMHO-
Tpox 1 Tpoxodop ele cribHee oTamyatorcs (Hesmum,
1988; Hay-Schmidt, 1990a—c; Nezlin, 2000; Santagata,
2002). MBI cunTaeM, 4TO HU Yy HEMEPTUH, HI Y (DOPOHMI,
Tpoxo(hoponomoOHOM TMIMHKI HET U HUKOTIA He ObI-
J10. Ecnin cornmacuthes ¢ TeMH, KTO CUUTAET MOIUQDULIM-
POBaHHBIMU TpoxotopaMu JIMUUHKY TUITA aKTUHOTPO-
XU, TIVIMANS U TaXKe TTIMHKY aTPOXHOTO TUIIA, TO, KaK
panee nucan Yuwuimep (Willmer, 1990), npakrudecku
JII0OYI0 CBOOOMHOILIABAIOIIYIO JIMYMHKY MOXHO Ha-
3BaTh TPOXO(OPOI1, a 3HAYUT, 3TO OIPEACICHIE TePSIET
BCSIKMIA CMBICII.

Ho u cpeau tex XMBOTHBIX, Y KOTO €CTh JUYMHKA-
Tpoxodopa, pazTurs B CTPOSHUU U (HOPMUPOBAHUU
JIMYMHOYHOM HEPBHOM CUCTEMBI B pa3HBIX IPYMITax Ha-
CTOJIBKO BEJIMKHU, YTO TOMOJIOTMYHOCTD TPOXO(MOP BHYT-
pu Trochozoa nipencraBisieTcss HaM BeCbMa COMHUTE]Thb-
Hoit. TpynHO cebe TpeacTaBUTh, YTO Y TOMOJIOTMYHBIX
Tpoxodop, OUEeHb ITOXOXMX APYT Ha APYyra BHEIIHE U 3a-
HUMAIOILINX OIVMHAKOBYIO 3KOJIOTMYECKYIO HUIILY, Y Of-
HUX BUIOB PaHHME 3JIEMEHTHI HEPBHOI CUCTEMBI TIPO-
WCXOISIT U3 TIepeIHE, a y IpYTUX — U3 3aHel momycde-
pPBL. Y OOHUX HEPB IIPOTOTPOXa (POPMUPYETCST paHbIIIES
BCEX U SIBJISIETCSI OCHOBHBIM KOMITOHEHTOM HEPBHOM
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CHUCTEMBI, a Y IPYITMX OTCYTCTBYET BOBCE. ¥ OTHUX HEl-
POHBI aNMKAJIBHOTO OpraHa ACTeHEPUPYIOT, a Y IPYTrX
CTaHOBSITCS YaCThIO Ie(PHUTUBHOI HEPBHOM CUCTEMBI.
OTOT CIUCOK Pa3IUIUil MOXKHO ObLIO ObI TTPOAOIKATb.

B nmutepartype mociaenHUX OeCATIESTAN CYIIECTBYET
0O0JIbIIIOE pa3HOOOpa3Me MHEHMIA O TOMOJIOTMYHOCTU
Tpoxo(poponoIO0OHBIX JUIYMHOK B pa3HbIX IpyInax oec-
MO3BOHOYHBIX. BOJIBIIMHCTBO McceqoBaTeIeil cunTa-
OT, YTO JIMYMHKA-TpoX0popa IIepBUYHA 1 pEKATNTY I~
pyeT JUYMHOYHBIC (DOPMBI TIpenka (CM., HaIpuMep:
Jagersten, 1972; Nielsen, 2001; Schmidt-Rhaesa, 2007).
OmHaKO HEKOTOpPhIE CUMTAIOT TPOXO(MOp 1 BOOOIIIE Tie-
JIarMYeCKUE JTUMYMHKM BTOPUYHOM BCTAaBKOM B OHTOIE-
He3 IOHHBIX KMBOTHBIX M COOTBETCTBEHHO He MPUIAIOT
M (PUIOTeHETUIECKOTO 3HAYSHMST, CUMTAsI X KOHBEp-
TeHTHO cxoxXxuMu (cM., HaripuMep: Bonik et al., 1979).

TpeTbu MPU3HAIOT 1 BBOJIIOLIMOHHYIO TIPEEMCTBEH-
HOCTb JIMYMHOK, ¥ BO3MOXHOCTb MX KOHBEPIeHTHOM
spomotmu. Tak, CameBuHu-ILmaBen (Salvini-Plawen,
1980) cunTaet, 4YTO TMYMHKU TPOXO(POPHOro TUTIA Y pa3-
HBIX MpeacTaBuTesieil Spiralia MpoU301LI HE3aBUCUMO
OT o0mIeH JTIeIUTOTPOHOM TUITOTETUIECKOMH (DOPMHEI,
Ha3bIBAEMOU ITepUKATMMMOM. CX0XMX B3LJISIIOB IIPU-
nepxusaetrcsa MBanosa-Kasac (1985a, 6; 1986), koto-
pasi, OHAKO, CUUTAET OOIIUM MPEIKOM Tpoxodop He
epuKaauMMYy, a JMIMHKY arpoxHoro tumna. [1o ee mHe-
HUIO, MIOJUIEPOBCKAST JIMYMHKA TTOJTMKITAANA Y IO
HEMEPTUH TIpUHAIeKaT K TPOXO(popHOMY TUITY, HO
PasBWIMCh HE3aBMCUMO Jpyr OT Apyra M3 JIMYMHOK
aTpOXHOIO THUMA W HE PEKAIUTYJIUPYIOT ITPHU3HAKOB
MPEIKOB, OOIIUX C APYTUMU TPOXODOPHBIMU KUBOTHBI-
mu (MBanosa-Kaszac, 1986).

Hamm paHHBIE ITOJHOCTBIO ITOATBEPXKIAIOT HACIO
WBanopoii-Kazac (1986) u CansunHu-I1Tnasena (Salvi-
ni-Plawen, 1998) o ToM, 4TO BBICOKOCIIELIMATM3UPOBAH-
HbIE JIMUMHKA MOPCKMX O€CIIO3BOHOYHBIX HE MOTYT CUM-
TaThCsl HAYaJIbHOM TOYKOM 3Bomonn. CBOOOIHO Iuia-
BaloIMe JTUIMHKNA HEeU30eKHO JO/DKHBI MOABEPraThCs
MOIITHOMY KOHBEPIeHTHOMY HaBJICHUIO OTOOpa, IO-
CKOJIbKY 3TO — crenuduyeckas XU3HEHHasi CTanusl C
OYEHB YIIPOIIEHHBIM CTPOCHUEM U OYeHb MaJIbIM Ha00-
poM (PYHKLIMI 1 3aa4: pacceyieHre v ocemanme (Salvini-
Plawen, 1980, 1998; Willmer, 1990; MBaHoBa-Ka3ac,
1995).

Bornee Toro, ¢hyHmaMeHTaIbHbIE pa3inyus B CTpoe-
HUM U Pa3BUTHUM HEPBHOM CUCTEMBbI pa3HbIX TPOxohop
HE ITO3BOJISIIOT HAM CYMTATh, YTO OHU ITPOU30IILIN OT 00-
IIIEeTo MpeaKa, IyCTh JaXKe 1 He3aBUCUMO. TpoXodopkl B
pPa3HbIX TAKCOHOMUYECKUX TPYMIaX OYEHb ITOXOXKU
BHEIIIHE M 3aHMMAIOT CXOXYIO0 3KOJIOTMYECKYIO HMIILY,
HO CTPOEHME 1 pPa3BUTHE MX HEPBHOM CICTEMBI, KOTOpast
SIBJISIETCSI ONMHOM M3 CaMbIX 3BOJIOLIMOHHO KOHCEpBa-
TUBHBIX, €CJIM HE CAMO KOHCEPBAaTUBHOM, IEMOHCTPU-
pyeT NpUHIMNMAIbHbIE pa3munst. Maest nuBepreHTHO-
IO pa3BUTHS M3 OOIIETO IIpeaKa IMTPOTUBOPEYNT HAIIIIM
pe3yJibraTaMm.

Hao6opoT, TOrmaHo IPeaITooKUTh, 9TO CXOICTBO
MEXITy TPOXO(POpaMM B pa3HBIX TAKCOHAX OOYCIIOBJICHO
KOHBEpIreH11en, a JMYMHKY TaKOTrO TUTIa BO3HUKAIU B
Pa3HBIX IpyMrax TPOXO(MOPHBIX KMBOTHBIX COBEPIIICH-

HE3JIMH

HO HE3aBMCHUMO U, MOKET OBITh, HEOIMHOKpPATHO. To ecTh
HEeoOXOIMMO TMPU3HATh, YTO TEOPUH, OCHOBAHHbIE Ha
(broreHeTUYECKOM POACTBE JIMUMHOK TPOXO(OPHOTO
TUIIa, HE TOJIbKO HE J0Ka3bIBaloT poncTBa Trochozoa u
Scolecida, HO 1 He OTpazkaroT peaTbHbIC (PMIOTCHETIUC-
CKV€ B3aMMOOTHOILIEHUSI BHYTPY I'PYIIIbl, HA3bIBAEMOM
Tpoxo(opHbIMU KMBOTHBIMU. Heobxomumo ucKIo-
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The Golden Age of Comparative Morphology: Laser Scanning Microscopy
and Neurogenesis of Trochophore Animals

L. P. Nezlin

Koltsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
e-mail: nezlinl@mail.ru

In the metameric annelids recapitulating ancestral oligomeric

State in their ontogenesis, orthogon is a derivative of diffuse
plexus.

Student folklore of the Biological Department,

Moscow State University

Abstract— Immunochemical labeling of neuronal elements and laser confocal microscopy have considerably
expanded the capacity of comparative morphology and allowed us to monitor the neurogenesis of various tro-
chophore animals at the level of individual identified neurons and their projections. It has been demonstrated
that many generally accepted concepts of the larval nervous system and the phylogenetic theories constructed
on this basis are incorrect. Comparative analysis has demonstrated that the orthogonal brain is absent at all
developmental stages in the representative Lophotrochozoa members. Fundamental differences in the struc-
ture and development of the nervous system have been found in the trochophores belonging to different tax-
onomic groups within Lophotrochozoa; these differences demonstrate that the trochophore larva in these
groups are not homologous, while their similarity is most likely a result of convergence. Our results challenge
the concept of trochophore as the ancestral form common for all trochophore animals. It is necessary to ex-
clude from phylogenetic discussions the orthogon as a basic plan for the structure of the nervous system and
the trochophore as an ancestral form for all Lophtrochozoa.

Key words: trochophore, neurogenesis, orthogon, mollusks, polychaetes, phylogeny

OHTOT'EHE3 Tom 41 Ne5 2010




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


