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Ha npumMepe pa3BuTusi TMUMHOK TPOXOGOPHBIX XKMBOTHBIX PA3HON CUCTEMATUUYECKON MPUHAIIEKHOCTHA
OBbLJIO MOKa3aHO, YTO CaMbIMU MEPBbIMU TUbDEPEHIIUPYIOTCS NepudepruyecKre HepBHbIE KieTKU. OCHO-
BBIBasICh Ha XapaKTepUCTUKAX PaHHUX NepudepriecKrux HEMPOHOB, a UMEHHO Ha UX JIOKAJIM3AllMU B Me-
CTax, He COBITaIalOIIMX C U3BECTHBIMY 30HaAMU 3aKJIadKU LIEHTPAJIbHBIX TAaHTJIUEB, HA XapaKTepe CJIOXKHOTO
KOHTYpa OTPOCTKOB, KOTOPbIE UCTIOIB3YIOTCS B KauecTBe “ocToBa” nuddepeHIMPYOIINMUCS HeiipoHaMU
Ne(UHUTUBHOU HEPBHOU CHUCTEMBI, a TaKXe TPAaH3UTOPHOW BKCIIpecCUMM crelrudUYecCKUX MapKepoB,
MOXHO CUMTaTh, YTO 3TU KJIETKU SIBJISIIOTCS TMOHEePHBIMU. C OIHO CTOPOHBI, TMOHEPHbBIE HEHPOHBI SIB-
JISIFOTCS] OTPaHUYMBAIOLIMM (PaKTOpOM pazHOooOpa3ust MopdoreHesa No3IHUX CTAAUN pa3BUTHS, CO3AaBast
yXe y paHHUX JIMUYMHOK KOHTYp Oyayllieit LIeHTpaJIbHOU HepBHOI cuctembl. C Ipyroit CTOpOHbI, HABUTALIMST
U MapKUpOBaHUE MPU MOMOIIM MUOHEPHBIX HEMPOHOB MOXET CIY>KUTh TAKXXE U MEXaHU3MOM 3BOJIIOLIM -
OHHOW JIAOMJILHOCTU Ne(WHUTUBHBIX HEWPaTbHBIX CTPYKTYp. (DYHKIIMOHAIBHOE MPUCIIOCOOUTETBHOE
3HaYEHUE TMUOHEPHBIX HEUPOHOB JIMUMHOK TPOXOMOPHBIX XMBOTHBIX, MO-BUAMMOMY, 3aKJIIOYaeTCs B
obecrneyeHN U ObICTPOTro Tepexoa OT JTMYMHOYHOM XKM3HeHHOM (DOPMBI K B3pOCJIOif BO BpeMst MeTamopdo-
3a, YTO COKpalllaeT NpeObIBaHME XKMBOTHOTO Ha MPOMEXXYTOUHBIX CTaAUsIX MOp(doreHe3a, KOTOpble CBsI3a-
HBI CO 3HAYNUTEbHBIM CHUKEHUEM MTPUCTTOCOOJIEHHOCTH.

Knruesvie crosa: Tpoxodopa, HeliporeHes, MMOHEPHBIE HEMPOHBI, aTUKAJIBHBIN OpraH, TUYUHKU.

AOCOJTIOTHOE OOJBIIMHCTBO OSCIO3BOHOYHBIX KM-
BOTHBIX MMEET CJTOXKHBIN SKM3HEHHBIN IIUKJI, B KOTOPOM
B3POCJIOMY WIM IOBEHWIHLHOMY >KMBOTHOMY IIpE/IIIIe-
CTBYeT OJTHA WA HECKOJBKO JIMYMHOYHBIX cTamuid. JIu-
YMHKHA MOP(OJIOTMYeCKN OOBIYHO CHJIBHO OTJIMYAIOTCS
OT B3POCIIbIX (hOpM, TaK KaK 3aHUMAIOT APYTHe SKOJIOTH-
YecKue HUIIM, TIPUCIOCO0IEHBI K MTHOMY THUITY ITMTAHMS
¥ niepenBrokeHus. brdasHbIil XXKN3HEHHBINA LMK NMEeT
HECOMHEHHbIE 9BOTIOLIMOHHbBIE ITPEMMYIIIECTBA, TaK Kak
TMO3BONISIET KaXIoW M3 (opM HAWIYJIIAM 00pa3oM
anarnTUpoBaThCs K BHEIITHUM YCJIOBUSIM, CHU3UTDH BHYT-
PUBHUIOBYIO KOHKYPEHILIMIO, OOECIICUUTD JYUIIyIO BbI-
>KMBaeMOCTb 1 PaccesiieMOCTb IMTOTOMKOB. OmHaKoO MO-
MEHT Iiepexoaa OT OTHOM XKM3HEHHOU (DOPMBI K IPYroit
COIIPSKEH CO BHAYUTEIbHBIM CHM2KECHUEM l'lpl/[Cl'[OCOG-
JIEHHOCTH, O0YCIOBJICHHBIM MOP(OJIOrMUeCKUMU TIepe-
CTpOiiKaMM BCEX OPraHOB M CUCTEM OpraHmsma. B Tom
cilydae, KOrma HEBO3MOXHO YUTH B CTAIUIO MTOKOS (Kak
3TO IIPOMCXOIUT, HAIIPUMEpP, Y HACEKOMBIX C ITOJTHBIM
MpeBpalleHreM), BO3HUKAET HEOOXOMMMOCTb (hOpMU-
pOBaHUS KOMITIEKCa IPUCIIOCOOICHII, HAITPaBJIEHHBIX
Ha COKpalllcHHE MNPOHAO/DKUTEILHOCTA 3TOro Ieproaa
W/WIN ONTUMM3ALUN €T0 IIpoxoxaeHust. OmHUM 13 Ta-

! Pagora 6bu1a nomuepxaHa Poccuiickum doHmom dyHIaMeH-
TalbHBIX MccaenoBaHuii (mpoektbl Ne 09-04-01326, 06-04-
49401).

KWX TTPUCTIOCOOJIEHUI MOKHO CYMTATh MUOHEPHBIE HEW-
poHbI TMIMHOK. C X IOMOIIBIO OCYILECTBIISIETCS TIPE-
BapuTEJIbHOE MapKMpOBaHME, co3daHue “ocTtoBa’ ne-
(bMHUTUBHOI HEPBHOI CUCTEMBI.

OTKPBITUE MMMOHEPHBLIX HEMPOHOB

TepMuH “TIMOHEpHBIE HEHPOHBI” (pioneer neurons)
HavaJl aKTUBHO MUCTONIBb30BaThest ¢ 80-x rn XX B., Koraa
ObUTa 0000IIIeHAa HAKOIUIEHHASI K TOMY BpeMeHU MH(POp-
MalMs O paHHUX 3Tarax (popMupoBaHUs neprudepude-
CKOI1 HEepBHOM crcTeMbl HaceKoMbIxX (Bate, 1976; Bent-
ley, Keshishian, 1982; Ho, Goodman, 1982; Klose, Bent-
ley, 1989). ABTOphl MOAPOOHO OIMCAIM MEXaHU3M,
OJsiaromapst KOTOpOMy BO3HMKAET YETKUIiA, BCera MOBTO-
psSIOIIMIACS TaTTepH IeprdeprIecKoll WHHEPBALMU
JUIMHHOM 3aqHell KOHEYHOCTM 3€JICHOIO KYy3HEUYMKa.
OKazajoch, UTO CaMbIMU ITEPBBIMU B IIPOIIECCEe SIMOPHO-
reHe3a muddepeHLIMPYIOTCSI CEHCOPHBIE HEMPOHBI, pac-
MOJIOXXEHHBIE B AUCTabHOI YacT HOryu. OTXOAIIMIA OT
Tesla paHHeM KJIeTKM KOHYC POocTa CJIeIyeT IO CJIOXKHOM,
C HECKOJIBKIMU TIOBOPOTaMHU, TPAa€KTOPHUH K LIEHTPaTb-
HOI HEpBHOM CHCTEME, OpPUEHTHUPYSICh HAa CBOEM ITyTH I10
LIeMOYKe TaK Ha3bIBaeMBIX “OMNOPHBIX KJIETOK” (guide-
post cells). UMeHHO BIOJIb 3TOTO MEPBOro chopMUPO-
BaHHOT'O aKCOHOM ITMOHEPHOT'0 HEMPOHA IMyTH 1 ITIPOMC-
XOIIUT B IaJIbHENIIIEM TTpOpacTaHe OTPOCTKOB Bcex 0O-
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Jiee TIO3MHMX HEPBHBIX KJIIETOK — KaK appepeHTHBIX, TaK
1 3¢ depeHTHBIX. A MMMOHEPHBIC HEHMPOHBI, BLITIOTHUB
CBOIO MOP(OTreHEeTUYECKYI0 (DYHKIMIO, ITOABEPraloTcs
3arporpammupoBanHoi ruoemm (Kutsch, Bentley, 1987).
TTonoOHBII MexaHM3M ObLT HalIeH U TIpU HCCIIeI0Ba-
HUM JPYTUX MOJEIbHBIX WICHUCTOHOIUX (TIPEICTaBUTE-
JIel pa3HbBIX OTPSIAOB HACEKOMBIX X paKOOOpa3HbIX). bbI-
Jia BbISIBJICHA TJTyOOKasi TOMOJIOTUST OOIINX TJIaHOB pa3-
BUTHSI HEPBHBIX CTPYKTyp WieHrUcToHOormx (Goodman
etal., 1984; Thomas et al., 1984). ITocie cepuu 31X 3a-
MedaTe/IbHBIX paboT TepMUH “TIIMOHEpPHbIE HEHPOHBI”
MPOYHO BOIIIe B apceHal HepoOHOIOroB U CTajl TIpy-
MEHSITBCSI K HEPBHBIM KJIETKaM (HE3aBUCHMO OT MX TH-
ma), KOHYChl pOCTa KOTOPBIX MEPBLIMU MPOKIAIbIBAIOT
MyTb JUIs1 00pa3oBaHusI IPyTrux, Oosee Mo3MHUX Heilpo-
HaIbHBIX CTPYKTYp. Kazanock OB, TaKO MEXaHU3M IO~
JKeH OBITh YHUBEPCAIBHBIM JIJIs1 HeliporeHe3a. OqHako B
JIPYIUX TpyIiax OeCITO3BOHOYHBIX JKMBOTHBIX HHMYETO
MOXOKETro Ha TaKye HeMPOHBI He 0OHAPYKUBAJIOCh.

OBUIEITPUHATBIE ITPENCTABIIEHUS
O HEMPOI'EHE3E TPOXO®OPHDBIX
KMNBOTHBIX

OaHUM U3 caMbIX KPYITHBIX M Pa3HOOOPa3HbIX TAKCO-
HOB XMBOTHOTO 11apCTBAa, SIBJISIETCS] OOIIMpPHAsl Tpymra
Trochozoa. Panee cucremaTukyl 0eCIO3BOHOYHBIX IIO-
Meranu Trochozoa ((KMBOTHBIX C JIMYMHKOMN TPOXoho-
poii) u Lophophorata (;KMBOTHBIX C BEHYMKOM IITyIia-
Jiell) B NPUHLIMITMAIbHO pa3HbIe TPYIMIIbl — MEPBUYHO-
poreix (Protostomia) m BropmuHopoThix (Deutero-
stomia). OqHaKO B HACTOSIIIIEe BPpeMsT Ha OCHOBAaHUM MO-
JIEKYJISIPHO-OMOJIOTMIECKUX JaHHBIX 3Ta TOUYKA 3pEHMUS
nepecMoTtpeHa. [lo psmy Mopdoiaoruyeckx 1 reHeTu-
YeCKMX NMpPH3HAKOB OblIa BhiAeneHa rpymrma Lophotro-
chozoa (Field et al., 1988; Kim et al., 1996). B sty rpyrimy
BXOIST BCe OECIO3BOHOYHBIE, OTHOCSIIMECS] paHee K
tpoxodopHbIM (Nemertea, Mollusca, Sipuncula, Echiu-
ra, Pogonophora u Annelida) u k urynansuesbim (Bryo-
zoa, Entoprocta, Phoronida, n Brachiopoda). Crona xe
MHOIJIA BKIIIOYAroT ruiockux yepseid (Platyhelminthes) u
konoBparok (Rotifera).

K xoniry XX B. ObUIO HAKOILUIEHO OOJIBIIIOE KOJTYe-
CTBO CPaBHUTEJIbHO-MOP(OJIOrMYECKUX TAHHBIX O CTPO-
€HUU JIMYMHOYHOMN 1 Je(PUHUTHUBHOI HEPBHBIX CUCTEM
TpoxodopHbIx. [ToBbIIIIEHHBI! UHTEPEC K CTPOSHUIO JIV -
YMHOK He cJydaeH. bosbIiioe pasHooOpasue CTpoeHUs 1
00paza >KU3HU B3pOCIIbIX (hOPM 3a4acTyIO He JaBajio BO3-
MOXKHOCTU YETKO OMNpeAesuTh (hUIOreHeTUYecKre oT-
HOILIEHUSI MEXITy TPYIIIaMU, a HETIOJTHOTA MaJleOHTOJIO-
TUYECKOI JIETOMICH MSITKOTEJTBIX, HE UMEIOILINX CKeJIeT-
HBbIX 3JIEMEHTOB WM TBEPIbIX TMOKPOBOB OECITO3-
BOHOYHBIX, JIMIIIaa BO3MOXKHOCTH BOCCO31aBaTh (pujio-
TeHETUUYECKUE PSIAbI TI0 MPEAKOBBIM ITPOMEXKYTOUHBIM
dopmam. [ToaromMy ucciienosaresiu, u3ydaroiime 6ecro-
3BOHOYHBIX, IIIMPOKO MPUMEHSUIN TOJIOXKEHUS, BbICKA-
3aHHbIe e1le JlapBruHoM B 1859 1. B kHure “IIponcxoxae-
HUE BUIOB” O TOM, YTO CTPOCHUE 3apOJbIiiia UMEET ISt
Ki1accuduKalmuy axe Oosibliee 3HaUeHUe, YeM CTpoe-
HUEe B3POCJIOro KUBOTHOTO. M eciiv rpyIiibl >KMBOTHBIX

BOPOHEXCKAA, UBAILLIKMH

MPOXOJISAT YEPE3 CXOAHBIE CTAIUU SMOPUOHATBHOTO pa3-
BUTHSI, MBI MOXKEM OBITh YBEPEHbBI, YTO OHU HAXOMSTCS B
O1M3KOM poAcTBe. TakuM 06pa3oM, OOIITHOCTb CTPOSHUS
3apobllilia yKa3blBaeT Ha OOIITHOCTb ITPOUCXOXKIEHMS.

Caenenust 0 MOpGOJIOTUH IMUMHOK OBIIT COOpaHBI 1
00O0OIIIEHBI B TAKUX KJIACCUYECKUX TPYIaX CPaBHUTEIb-
HOI M 3BOJIIOLMOHHONM 3MOPHOJIOTMU, KaK KHUTU
bexnemuinena (1964), Bymnoka n Xoppumka (Bullock,
Horridge, 1965), UBanosoii-Kasac (1977, 1995), Huis-
ceHa (Nielsen, 2001). B Hux aBTOpHI TIHIATEIbLHENIITUM
00pazoM aHATM3UPOBAI CTPOSHME MPAKTUIECKU BCEX
JIMYMHOYHBIX CUCTEM OPIraHOB CaMbIX Pa3HbIX ITpEACTa-
putenieir Trochozoa. 1 HepBHOI cucTeMe B PSIIy STHX
OIMUCaHui ObUIO yIeJIeHO ITomobaroIlee MECTO, TaK KaK
OHa MPU3HABAJIaCh OJHON U3 CaMbIX KOHCEPBATUBHBIX
CHUCTEM OpraHoB. MexXIy TeM, ONMMChIBaeMasi pa3HbIMU
aBTOpaMM JIMUMHOYHASI HEPBHAsI CCTEMa MMeJIa caMoe
pa3HooOpa3Hoe cTpoeHre. C OMHOM CTOPOHEI, €€ CII0XK-
HOCTb KOppeJvpoBajia C TUIIOM MUTAHUSI U Pa3BUTHUS
KOHKpeTHOro Buaa. OQHAKoO Xe, C IPYroil CTOPOHEI, BbI-
ABJICHUE OTOCJIbHBIX J3JIEMCHTOB B 3HAYUTEJIbHOM MEpE
3aBHCEJIO OT UCIOJIb3YEMBIX B KAXKIOM KOHKPETHOM CITy-
Yyae METOIOB UCCIICTOBAHMSL.

JImarHky TpoxodOpHBIX — KpaitHe HeyI0OHbI 00b-
eKT JUISI U3YYEHUSI X CTPOSHMSI KITACCUYECKUMU MUKPO-
cKonmyeckuMu Metogamu. OHUM CIIMIIIKOM MaJlbl JIJIsI
CBETOBOI MMKPOCKOITMH ¥ CJTMIIIKOM BEJTUKH IS DJIeK-
TpoHHOH. K ToMy ke, Ha paHHUX 3Tarax HelporeHesa
MpaKTUYECKU HEBO3MOXHO WIASHTHU(ULIMPOBATh ClIab0
mddepeHIMpoBaHHbIC HEpBHBIC KIIETKW WM PacIio-
3HATh CAMHUYHBIE HEPBHBIC BOJIOKHA. M XOTSI HEKOTO-
Ppble paboThI IO CUX MOP MOpaXkaroT CBOEH TOYHOCTBIO U
CKPYMYJIE3HOCTHIO (cM., Hanpumep: Lacalli, 1981, 1984),
B PSILy OPUTUHAIBHBIX OIMMCAHWI MOXKHO OBIIIO HaTH
MPaKTUYEeCKN BCe, HAYMHAs OT TIJIEKCyca MYJIBTUITONSIP-
HBIX KJIETOK, BBISIBJISIEMBIX ITPY OKPAITNBAaHIN CEPeOPOM
(Akesson, 1967), 10 CTPOro LEHTPATM30BAHHBIX HEPB-
HBIX CTBOJIOB, ITOTyYeHHBIX ITPY TIOMOIIA TUCTOXUMUYC-
CKOI1 peakiMy Ha aleTwixoanHoctepasy (byoko u ap.,
1979).

3a4acTyio pUCYHKH, TPAKTYIOIIME TTOTydYCHHbBII Ma-
TepUall, OTPaXaIu CKOpee MMPOBO33PECHUSI aBTOPOB
(Raineri, Ospovat, 1994), yeM peaJlbHOE MOJIOXKECHUE BE-
mieii. M3 mecTpoThl 3asiBJIeHHBIX HEHPOOHTOrCHETHYE-
CKMX (DEHOMEHOB He TaK IMPOCTO OBUIO BBIICINTH HEUTO,
XapaKTepHoe 7151 Bcelt rpymmbl Trochozoa (vim, Kax ere
ee Ha3biBaM, Spiralia). [Toxaryii, Tydiiie BCEro 1o, B YeM
CXOIWJINCH BCe UccrenoBaTenu, chopmynruposant Humb-
CEeH, TMCAaBIIWI, YTO y paHHUX JUYMHOK CITPAIbHBIX
JKVBOTHBIX €CTh anMKaJIbHbIN OpraH; BCKOpe Mo 6oKam
arMKaJIbHOTO TAaHIJIVS Pa3BUBAETCS Mapa LiepeOpalbHbIX
TaHTJIMEB, KOTOPbIE COEAUHSIET KOMHUCCYpa, MPOXOMsi-
II[asi B OCHOBaHWU allMKAJILHOIO raHmiust. BomokHa m3
anuKaJabHOIO OpraHa,/1epeOpaJbHOIO raHIJINS COOMpa-
I0TCS1 B HEPB MO IPOTOTPOXOM U JaJiee UIYT BOKPYT 330~
(haryca Ha BEeHTpaJIbHYIO CTOPOHY, T/ie OOBIYHO MPUCYT-
CTBYeT IIapa HEPBOB, BeAyIIMX B 3aIHUI KOHEIl Tesla
(Nielsen, 2001). Dta 0600IIEHHAsT KapTUHA JIMYMHOY-
OHTOTEHE3 Ne 6
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HBIX W paHHMX JIeUHUTUBHBIX HEPBHBIX CTPYKTYD
TMpe/icTaB/eHa Ha puc. 1.

Yro KacaeTcs 3aKJIagK1 COOCTBEHHO B3POCIBIX LIEH-
TpaJbHBIX TAHIJIMEB, TO B 3TOM IUIaHE pa3HOooOpaszue
CBEIICHUI, TIOJyYEeHHBIX pa3HbIMM HCCIEIOBATENSIMU,
OBLTO ropas3no MeHble. B cBoeii kaure o MopdoreHese
oosnbioro npyaoBuka PaBeH (Raven, 1958) mocBsitin
OTJIEJIbHYIO [JIaBy HEPBHOW CUCTeMe U cliejiajl 0030p
MMEIOIINXCS. K TOMYy BpEMEHHU TMCTOXMMUYECKMX JaH-
HBIX 00 00pa30BaHMH TAHTJIMEB Y MOJUTIOCKOB. OCHOBBI-
BasICh Ha JINTEPATyPHBIX JaHHBIX, 0000ILIEHHBIX B 3TOI, a
TAKKe B YIIOMSIHYTBIX BBIIIE KHUTAX, MOXKHO COCTABUTD
clemyrollee MPeACTaBIeHWEe O MOCISI0OBATEIbBHOCTU
GopMUpOBaHUS LIEHTPAIBHOI HEPBHOM CUCTEMbI Y TPO-
XO(hOPHBIX XMBOTHBIX. B 1ehanmuecknx mracTMHKax
(crietmpryecKrx TapHbIX 30HaX B MPETPOXaIbHOU 00-
JIaCTU) TIPOMCXOAMUT aKTUBHAsI KJIeTOYHasl Mposudepa-
M1, 3aTeM KJIETKM MUTPUPYIOT BIJIyOb TeJia, IIe JaroT
Hayajio mape lepeOpaabHbIX TAaHIJIMEB, COCOMHEHHBIX
Komuccypoil. TlegaqbHble TAaHIIMKM BO3HUKAIOT MyTEM
KJICTOYHOM ITpoyiepaiiy 1 MUTpaLy KJICTOK U3 Iap-
HBIX BEHTPOJIaTepaIbHbIX 30H HOTH.

[TpouncxoxneHre TaHIIMEB BUCLIEPAJILHOM Tyrd He
coBceM sicHoO. [Ipeamomnaraercs, 4To IUieBpaIbHbIC TaH-
VI 00pa3yIoTCsl U3 ABYX HEOOJBIIMX SMUTETNATBHBIX
30H Cpasy 3a BEJIYMOM, a BUCLICPAJIbHbIN TAHIJIMIA — U3
HETIApHOTO SKTOAEPMAIBHOTO YTOIIIIEHNST CTEHKM MaH-
TUIAHOM TTOJI0CTH. TakM 00pa3oMm, OOILIeTTPUHSITHIM ObI-
JIO YTBEPKIIEHHUE, UTO TAHTJIMOTeHE3 Y MOJLUTIOCKOB TIPO-
rpeccupyeT B pOCTPOKAyIaJIbHOM HAaIlpaBJICHUU, a CBSI-
3pIBAIONIME TAHIIMM KOMMCCYPbl U KOHHEKTUBBI
GOpPMUPYIOTCSI IIyTEM BTOPMYHOIO pOCTa OTPOCTKOB
HeipoHoB, TUMGhEPEHIUPYIOLIMXCS BHYTPU TaHIJIMEB.
Ipennoxennass PaBeHoM cxema (hOpMUpPOBaHMS IICH-
TpaJbHbIX TAHIVIUEB Y TPOXO(OPHBIX KUBOTHBIX IIPEI-
crapjieHa Ha puc. 2. [Toceayrolye ucciieoBaHUS C YC-
MOJIb30BAHUEM PAIMOABTOrpahMIeCcKOro MEUECHUST TH-
MUIVHOM U 3JIEKTPOHHOI MUKpockoruu (Jacob, 1984),
a TaKkKe M30MpaTeJIbHOTO BBISIBICHUS CHEIM(PUICCKIX
nenruaconepxkammmx Kietok (McAllister et al., 1983),
MOTBEPAMIN KAPTUHY, COCTABICHHYIO Ha OCHOBE THCTO-
XMMMWYECKMX JaHHBIX.

PazButne B KoHIIe XX B. MUKPOCKOITMYECKOU TEXHU -
KU, MIOSIBJICHUE aHTUTEJT ITPOTHB MapKepoB, crieliuduye-
CKUX JJIS1 HEPBHBIX KJIETOK, M CTOUKUX (hIyOpPeCLIEeHTHBIX
METOK J1aJI0 HOBbI, HEBEPOSITHO TOHKWI M UyBCTBU-
TeJbHBI MHCTPYMEHT B pyKU Moposioros. Crayio BO3-
MOXKHBIM YBUIETH B CBETOBOM ((hIyOPECLIEHTHOM) MUK~
POCKOITe JIeTaJld CTPOCHUSI, paHee HaxXxOoAMBIIVECs 3a
npeaeaaMy ONTUYECKOTO pa3pellieHUs], BbISIBISITD HEPB-
HYIO CUCTEMY Ha TOTAJILHBIX MperapaTax JMYNHOK, a He
BOCCO31aBaTh €¢ 13 OTAEIbHBIX cpe3oB. [TocmenoBan 1ie-
JIBIA psif paboT ¢ MPUMEHEHUEM HOBBIX TEXHUK, KOTO-
Pphle BBISIBUJIM YITyLLIEHHBIE paHee AETaIu, OMHAKO XK€ He
MpUBESIA K CYLIECTBEHHOMY M3MEHEHUIO KOHLICTIIIN
HeliporeHe3a Trochozoa (cM. 0630p: Croll, 2000). ITomy-
YeHHbIE JaHHBIE OTpaXKa MOAPOOHYI0 MOPQOJIOTHIO
OTIENNBHBIX CTAOWIA Pa3BUTHSI, HO HE JAaBAJIM BO3MOXHO-
CTH COCTaBUTb KapTUHY O JTMHAMHMKE 11€pexoaa OT JIMYn-
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Puc. 1. O6006111eHHas1 cxeMa JMYMHOYHBIX (—) U HAauMHAIO-
LIMX NOABJIAThCA A(PUHUTUBHBIX HEPBHBIX CTPYKTYD ([l Y
JIMIMHKA TPOXO(OPHBIX KUBOTHBHIX (I10: Voronezhskaya
etal., 2002, c UIBMEHEHUSIMN).

AO — anukanbHbI opraH, BC — BeHTpalbHBIE CTBOJIBI,
IIm — ipototpox, P — port, [[I"— 1iepedbpasibHble TAHTJINM.

HOYHOTO THTIa CTpOeHMSI K B3pociiomy. HeronsTHa Obl1a
JIOTHIKA, M0 KOTOPOI Y pa3HbIX KUBOTHBIX Pa3HbIC YACTU
JIMUMHOYHOW HEPBHOM CUCTEMbl BKJIIOUAIMCh WU He
BKJIIOYAJIMUCh B cocTaB JAe(UHUTHMBHOU. BaoGaBok Ko
BCEMY CTaJl HaKaIlJIMBaTbCSl Marepual, He BITHCHIBAIO-
LLIUIACS B OOLLICTIPUHSITYIO KOHLICTILIMIO.

Tak, 3/1€KTPOHHO-MUKPOCKOMUYECKHE MCClIen0Ba-
HUSI Pa3BUBAIOIIMXCS TAHIJIMEB arIU3UU BbISIBUIIN, UTO
aKCOH y JudepeHIIMPYIOIIMXCS B TAHTJIUSIX HEMPOHOB
HauyMHaeT 00Pa30BbIBATHCS TOJIBKO I10C/IE TOTrO, KaK BO3-
HUKHET aKCOCOMATUYECKUIA KOHTAKT MOJIOJIO HEPBHOM
KJIETKM C HEKMM MPUILEIIIM CO CTOPOHBI OTPOCTKOM
(Schacher et al., 1979). B *MMyHOTUCTOXUMUYECKHX MC-
CJIeIOBAaHUSX Y JIMYMHOK OOHAPYXXUBAIUCH OKpallleH-
HbIe OTPOCTKH el IO TOTO, KaK HAYMHAJIH TTOSIBISITCS
nepBble KieTky B raHnusx (Barlow, Truman, 1992). Ka-
KOBO K€ TIPOUCXOXKIICHNE “TPUITEPHOro” aKCoHa M ca-
MBbIX PaHHMX HEPBHBIX BOJIOKOH? BBISICHUTH 3TO A0JTOE
BpeMsi He y1aBajioCh.

PAHHUM HEVMPOTEHE3 MOJUTFOCKOB

CiiemyeT OTMETUTD, YTO XOTSI Pa3BUTHE TEXHUKH BbI-
SIBJIEHWSI HEPBHBIX 3JIEMEHTOB U IIATHYJIO JAJIEKO BIIe-
pell, OMHAKO MMMYHOTMCTOXMMUYECKNE METOIMKHN ObI-
JIA OTPaHMYEHBI YKE CYIIECTBYIOIIMM Pa3HOOOpa3sreM
crielMUUecKX HeMPOHAIBHBIX MapKepoB. OCOOEHHO
MPVHLUITAAIBHO 3TO OBIIO UTsT GECTIO3BOHOYHBIX, TIE
He paboTaloT MHOTHE IIMPOKO KMCITONb3yeMbIe MIJIST MITe-
KOITUTAIOLINX KOMMepUuecKie aHtuTena. Mccinemosarte-
JISIM OBUIO TOCTYITHO B OCHOBHOM BBISIBJIEHME KJTACCHYE-
CKMX HEMPOMEINATOPOB, TAKMX KAK CEPOTOHMH 1 J0da-
muH (Marois, Carew, 1990, 1997; Marois, Croll, 1992;
Kempf et al., 1992; Voronezhskaya, Elekes, 1994; Voron-
ezhskaya et al., 1999), wim BBICOKOKOHCEPBAaTHMBHBIX
HENPONENTUIOB, CPEIN KOTOPBIX CAMBIM TOIMY/ISIPHBIM
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Puc. 2. Cxema (hopMrpoBaHUs HIEHTPATbHBIX TAHIJIUEB Y TPOXO(OPHBIX XKMBOTHBIX: @ — 3aKJIaKa IUIAKO/ Y TIOPsIIOK (hopMUpPOBaHMSI
LIEHTPAJIbHBIX TAHIJIEB y MPECHOBOIHOTO OproXoHOroro Mosutiocka Lymnaea (no: Raven, 1958, ¢ uaMeHeHusiMmn); 6 — 1ocJienoBa-
TEBHOCTB (POPMUPOBAHUS IICHTPATBHBIX TAHTJIMEB Y MOPCKOTO 3aTHexkabepHOTo MoJutiocka Aplysia (no: Kriegstein, 1977, ¢ usmeHe-

HUSIMM).

BI’ — ranrnuii BucuiepaiibHol ayru, [lel’ — nenanbHbli raHmi, [111 — nienanbHbIe T1aKoabl, [[/1 — 1iepedpaibHbIe TUIAKOIbI, OCT.

0003HaYeHusI CM. Ha puc. 1.

611 SCP (small cardioactive peptide) (Kempfetal., 1987,
1992), BnocnaencTBuu MACHTU(UIMPOBAHHBIN KaK
FMRF-amun (Price, Greenberg, 1977).

M3BecTHO, YTO y B3POCIBIX MOJLTIOCKOB MPOIYKThI
sKkcrnpeccur reHa FMRF-amuyna cMHTE3UPYIOTCS B HEM-
POHAX-MOIYJISITOPAX HEMPOHAJIBHBIX CETEU, KOTOPBIC
OTBETCTBEHHBI 3a KapaUOPeCIMpPaToOpHOe IOBEICHUE,
MUTaHKUe, 3allIUTHOE BTSITUBaHE TeJla B PAKOBUHY 1 MO-
TOPHBIN KOHTPOJIb ITeHurca (Bright et al., 1993; Benjamin,
Burke, 1994; Santama et al., 1995). Ilo ananoruu ¢ no-
3BOHOYHBIMU TPYIHO ObUIO MPEATNOIOXKUTD, UYTO OHU XKe
OyIIyT TIPUCYTCTBOBATh Y JIMUMHOK Ha PAHHUX CTaIUsIX
pa3BUTKSI, KOIJAa HU OOHA M3 BBIIIENEPEUNCICHHBIX
¢opm ToBenieHMs ellle He BbIpaxkeHa. [10aToMy MOXKHO
MpeACTaBUTh, HACKOJIBKO e BEJIMKO ObLIO Hallle yAuB-
JIEHUE, KOrJa MpY OKPalllMBAHWU aHTUTEIaMU MPOTUB
FMRF-amupaa (KoTopble BBISIBJSIIOT BCe TENTHAbI Ce-
metictBa RF-aMumoB) 3apompiiiieii O0JIbIIOro mpyaoBy-
Ka 1 aKkBapuyMHOM Katyiiku (Lymnaea stagnalis, Heliso-
ma trivolvis: Mollusca: Pulmonata) Mbl 0OHapy>KWIU €11 -
HUYHYI0O HEpBHYIO Kierky y Tpoxodopsr (Croll,
Voronezhskaya, 1995, 1996; Voronezhskaya, Elekes, 1996)
(puc. 3, a). Ilocne MHOXecTBa KOHTPOJIEH U MPOBEPOK
Mbl YOSAWINCH, YTO 3TO OKpallIMBaHUE, IEWCTBUTEIBHO,
cneu@UIHO.

Camast mepBasi, BbISIB/IsIEMasl aHTUTEJaMM IIPOTUB
FMRF-amupna, KjieTka pacrnosarajiach B KayIaJIbHOU ya-
CTU 3apoblllia, BEHTpaJbHee (POPMUMPYIOLICICS paKo-
BUHBI, a HE B alTMKAJIBHOM 00JTaCTH, KaK MOXKHO OBIJIO OBI
MPEIITOI0XKUTh Ha OCHOBAaHUM CYILIECTBYIOIINX B TO Bpe-
M TIpEJICTaBJICHUI O HelporeHe3e MOJUTIOCKOB. OT Tejia
JIOBOJIHO OOJIBIION KIETKU (22—25 MKM) OTXOmST TpU
OTpOoCTKA. /IBa JUIMHHBIX, C KOHYCAMU POCTA, PACXOISATCS
JIaTEPAIBbHO U TIOBOPAYUBAIOT BIIEPE; TPETUIN KOPOTKUIA
OTPOCTOK BBIXOOWUT HA ITOBEpXHOCTh snmTenmsa. Korma
JJTAHHBIE OTPOCTKM KayJaIbHOM KJIETKU JOCTUTAIOT Ie-

PEOHETO OTIENa 3apofblllia, MO XOMy WX CJECAOBAHWUS
MIPUMEPHO B CPeTHEN YaCTU HAYMHAIOT BBISIBIISITHCS €11Ie
T10 OHOM KJIETKE C Kaxkaol cTopoHbl. Kaxkmas Takas jia-
TepabHasl KJIeTKA IMOChIIAeT OAVH U3 IBYX CBOMX JJTMH-
HBIX OTPOCTKOB HABCTPE4y TAKOMY K€ OTPOCTKY JPYyroi
KJIETKM I10 BEHTPaJIbHOM CTOPOHE Tejla SMOpHOHa, a BTO-
POM IJIMHHBIA OTPOCTOK CJIEAYET IO XOAY OTPOCTKA Ka-
YIAJTbHOM KIIETKM B TIEPEIHIOI0 YacTh Tejla 3apOIbIIia.
Ipu mocTrkeHNM anmMKaIbHOM 00JIACTH €TUHBIIN ITyJOK,
COCTaBJICHHBII OTPOCTKAMU TPEX PaHHUX KIIETOK (OfI-
HOI KayJaJIbHOM U IBYX JIaTepalbHbIX), pa3ae/IseTcs Ha
JIBa: 4aCTh aKCOHOB PE3KO MOBOPAYMBACT 1 HAITPABJISIET-
Csl Ha KOHTPOJIaTEPAJIbHYIO CTOPOHY, IPYTHUE TaKKe pe3-
KO MOBOPAYMBAIOT U CJICIYIOT B HOTY (pHC. 3, 0).

Takum 00pa3oM, K CTaIUM paHHETO BeJIUrepa OTPOCT-
KM TpeX paHHUX nepru@epruyecKrx KICTOK (DOPMUPYIOT
KOHTYp, COOTBETCTBYIOLIMIA TaKOBOMY Je(ObMHUTHUBHOI
HEPBHOM CHCTEMBI ITyJIbMOHAT. IBoiiHOE MMMyHOMeYe-
HUE C aHTUTEIaMU NPOTUB alleTUJIMPOBAHHOIO O-TyOy-
JIMHA, MapKUPYIOIIETO HEeMpOoTyOy/bl, JOKA3aJI0, UYTO Y
Tpoxodopbl HET APYTUX HEPBHBIX KIIETOK, KPOME paH-
HUX TieprugeprnIecKx HEMpOHOB. UyTh TMO3KEe MOXHO
00HApYXUTh HEMPOHBI AIIMKAILHOIO OpraHa, OqHAKO Ha
cTaguu TPoxoopbI—paHHETO BeJIMrepa oHU MopdoJI0-
TMYeCKN HUKaK He CBSI3aHbI C CUCTEMOM OTPOCTKOB Ka-
YIAJIbHOM U JIaTepaibHBIX KJIeToK. Ha craguu mosnHero
penmurepa FMRF-amun-, cepotoHnH- 11 1oaMIHIM-
MYHOpPEaKTUBHbIE KJIETKA HAYMHAIOT BBISIBJISTIOTCSI B M€~
CTaxX II0OBOPOTOB, CJIMSIHUIA VTN PACXOKIEHUIT OTPOCTKOB
paHHuX HelipoHoB (Marois, Croll, 1992; Voronezhskaya,
Elekes, 1994, 2003; Voronezhskaya et al., 1999) (puc. 4),
npudeM pacTylye aKCOHBI BHOBb Ou(depeHIIMPYIO-
IIMXCS KJIETOK CJICAYIOT, IIpUyIerasi K OTpOCTKAM paHHMX
kieTok (Voronezhskaya, Elekes, 2003).

Bo Bpemst MeTamop03a 9rcIIo HeMpOHOB, SKCITpec-
CUPYIOIIMX crieluIecKre MapKephl, YBEJIMUMBACTCS,
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Puc. 3. MMMyHOLIMTOXMMHUYECKOE OKpalllMBaHUE Ha
FMRF-amun y Tpoxodopsl (a) u paHHero Beaurepa (6)
OGosiblIOTO MpynoBUKa Lymnaea stagnalis, BbISIBIISIIONIEE
paHHue nepudepuyeckre HeMPOHbI: @ — BUII C BEHTPaIb-
HOM CTOPOHBI, (— ) — TeJI0 MePBOTo KayaaabHOIro HEMpPO-
Ha, (——== ) — KOHYCbI pOCTa JIaTepaJIbHbIX OTPOCTKOB Iep-
BOro HEeMpoHa; 6 — JaTepOBEHTPAIbHbBIN BUI, ( — ) Teja
KayJIaJTbHOTO M JBYX JlaTepaibHbIX MMOHEPHBIX HEMPOHOB.
P — pakoBuHa. Macuira6: 50 MKM.

BCE€ OHU BBISIBIISIIOTCS PSIIOM C YK€ CYIIECTBYIOIIIMMU
KJIETKaMM W (QOPMUPYIOT TaHIIMUA ACOUHUTHUBHOMN
HEpPBHOM cUCTEMbI. A caMble paHHVE HEPBHbIE KJIETKH
TaK ¥ OCTalOTCsI Ha nepudeprr 1 He BXOIST B COCTaB HU
omgHOro U3 opmupyolmxcs ranmmeB. Hesamgonro no
BBUIYTUIEHUSI OHM MEePecTaroT SKCIPECCUpOBaTh Xapak-
TepHbIii Habop RF-coaepxaiiiux nenTumos, a U3MeHe-
HMST MOPGOJIOTUY MTO3BOJISTIOT CUMTATh, YTO OHU ITOrmoda-
1oT (Voronezhskaya, Elekes, 2003).

Ha ocHoBaHMM TOTO, YTO ONKUCAHHBIE HAMU PaHHUE
neprdeprdecKkrie HEMPOHBIL: 1) HAUMHAIOT SKCIIPECCH-
poBaTh crnenupuyeckre HelpoHaIbHbIe MapKephbl ca-
MbIMU MEPBLIMU, 2) PACHIOJIOXKEHBI B MECTAX, HE COBITA-
JIAIOIIMX C U3BECTHBIMU MECTaMU 3aKJIaAKU LIEHTpalb-
HBbIX TaHIJIMEB, 3) WX OTPOCTKMA OOPa3yIOT CJIOXKHBIA
KOHTYp, HalOMHWHAIOIINA KOHTYP Je(MHUTUBHOMN
HEPBHOM CHCTEMBI, 4) OHM HE BXOIST B cOCTaB (hOpMU-
PYIOIIMXCSI LIEHTPAJIbHBIX TaHIJIMEB U, TO-BUIVMOMY,
TMOJBEPraroTCs 3alpOrpaMMMPOBAHHOM KJIETOYHOM TH-
0enu, 5) aKCOHBI BHOBB TN (EePEHIIPYIOIIXCS HEIPOo-
HOB HUCIIOJIB3YIOT OTPOCTKU PAHHUX KJIETOK KaK MPeAro-
YTUTEJIbHBIN aIT€3UBHBIN CyOCTpaT — MblI MPEAITOI0XKM -
JIU, YTO OHU SIBJISIIOTCSI TMOHEPHBIMU HEUpPOHAMU,
TIpUYeM MapKUPYIOT CTpOeHHUE He TeprudepruiecKon, a
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Puc. 4. 3apricoBKka IMMYHOIIMTOXMMHYECKOTO OKpaIllniBa-
Hust Ha FMRF-amun y mosnHero Beivrepa OoJbIIIOTO Mpy-
noBuka Lymnaea stagnalis; BUI cOOKY, CTIpaBa; HEMPOHBI Je-
(DMHUTUBHBIX TAHIIMEB HAYMHAIOT T depeHIIMPOBAThHCS B
MecTax II0BOPOTOB, Pa3BETBICHUI WJIM OKOHYaHUI OTPOCT-
KOB NMMOHEPHBIX HEMPOHOB. ( —> ) — TeJia MMOHEPHBIX
HelipoHOB; hI' — OyKKaJIbHBINM raHrmii, Bl — BUcLepaib-
Hbli raHrmi, [1llal’ — nipaBblil NapyeTaTbHbINA TaHIJIUMI,
OCT. 00OHAYEHMSI CM. Ha puc. 2, 3 (110: Voronezhskaya, Elekes,
1994, ¢ uameneHusiMmn). Macmra6: 100 MkM.

Ie(bMHATUBHON LIEHTpaIbHOM HepBHOU crucTeMbl (Croll,
Voronezhskaya, 1996).

OnHako TIPECHOBOIHBIE MYJIBMOHATHI UMEIOT U3Me-
HEHHBIM THUIT 3apOIBIIIEBOrO Pa3BUTHSI, B KOTOPOM OT-
CYTCTBYET “HacToslIiasi” Tpoxogopa 1 CBOOOIHOILIABA-
FoIIMiA Besurep. Tak, MOXeT ObITh, OOHAPYKEHHBIE TTHO-
HEpHbIE  HEUPOHBI  SIBJSIIOTCS  CHeLU(PUIECKIM
MPUCTIOCOOJIEHUEM UMEHHO 3TOr0 OTpPsiia MOJLTFOCKOB?

HccnenoBanust, mpoBeAeHHBIE Ha JUYMHKAX Tro-
chozoa pa3Holi cUCTeMaTU4eCKO MPUHAIEKHOCTU Ol -
HO3HAYHO OITPOBEPIVIM TaKoe TpenarnosoxeHue. Tak, y
Mopckux ractponon (Aplysia:  Mollusca: Opistho-
branchea; llyanassa, Crepidula: Mollusca: Prosobranchea,
Caenogastropoda), MMeOIINX B Pa3BUTUM CBOOOIHO-
TUIABAIOIIUI BEJIUrep, TePBble HEPBHBIE 2JIEMEHThI TaK-
ke uMMyHopeakTuBHBI K FMRF-amumy v nosisistiorcst
y Tpoxoopbl. Bce oHM BBISIBISIIOTCS Ha miepudepun.
PacnionoxxeHHble B anucdepe KIETKU COCTABIISIIOT aru-
KaJIbHBII OpraH, Ux 6azajbHble OTPOCTKU HE OTXOMSIT Ja-
JIEKO OT TeJ1 KJIETOK U (DOPMUPYIOT HEWPOMIb alTMKalb-
HOTO raHmus. B To ke BpeMsi KJIeTKH, PacTiofiOKEHHbIe
B ruriocdepe, MOChUIAIOT JJIMHHBIE OTPOCTKU 1O BCEMY
Tedy 3aponbliia U (OpMUPYIOT CIeLM(UUECKYIO IS
Kaxxmoro Buaa cethb (Dickinson et al., 1999, 2000; Dickin-
son, Croll, 2003).

VYV nByctBOpYaThiX MOJUTIOCKOB (Myfilus: Mollusca:
Bi-valvia) Bce paHHUE HEIPOHBI PACIIONOXKEHBI B IITH-
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a9

Puc. 5. Cxema B3aMMHOT'O pacItoJIOXKeHUST paHHUX Tiepude-
pUYeCKMX (MMOHEPHBIX) HEUPOHOB (—) U LIEHTPAJTbHBIX TaH-
meB (hopmupytoleiics nebMHUTUBHON HEPBHOW CUCTEMBI
() y Gastropoda n Polyplacophora; BepxHuii 1 HIDKHUI
psifbl — paHHKE U MO3AHUE TMYUHKY COOTBETCTBEHHO; HEell-
POHBI aNMKaJTbHOTO OpraHa He 3akpailieHbl (mo: Voronezh-
skaya et al., 2002, c UBMEHEHUSIMU).

fwn

Polyplacophora

cdepe. B mpoliecce pa3BUTHSI OHU Pa3ICISIOTCS HA IBE
TPYIIIbL: OJHA COCTABIISIET alTMKAIBHBIN OpraH, a Apyrue
MOCHUTAIOT B KayJaJIbHYIO 001aCTh OTPOCTKH, BIOJIb KO-
TOPBIX M HAUMHAETCS [IOTOM TTOC/IeAoBaTeIbHas qudde-
PEHIIMPOBKA HEWPOHOB LICHTPAJIbHBIX TAHIJIEB B PO-
cTpokaynajibHoM HampabieHuu (Voronezhskaya et al.,
2008).

'V npencraBuTeist TPYIITbl MOJUTFOCKOB, CUUTAIOIIEH-
Csl OITHOI 13 caMbIX OPEBHMX, — XWUTOHA Ischnochiton
(Mollusca: Polyplacophora) — camble niepBble HEPBHBIC
KJIETKM TaKKe PaCIoJIOKEHbI TTPETPOXaTbHO, YaCTh MX
dopMUpYeT alMKaIbHBIA OpraH, a OTPOCTKM KIJIETOK
JIBYX JaTepajbHBIX Iap (KOTOpble MMMYHOPEAKTUBHBI
ogHoBpeMeHHO U K FMRF-amumy, 1 K CepOTOHUHY)
WIYT KOHTpaJaTepajbHO, IPOXOMIT IO, alKAIbHBIM
HEHpOIIEM, 3aTeM KPYTO IIOBOpAYMBAIOT HA3aI 1 pa3-
JeJsTioTcs Ha nBa Imydka (Voronezhskaya et al., 2002). ¥V
BCEX OIMMCAHHBIX BHIIIE IMTYMHOK B COCTAB alTMKAJTEHOTO
opraHa BXOISIT TAKXKE M CEPOTOHMHEPIMIECKIEe HEepo-
HBI. CxeMa paHHMX niepudepruIecKX HEMPOHOB 1 (pop-
Mupymonieiics ne(UHUTUBHONW HEPBHOW CUCTEMbI Ta-
CTPOIIO ¥ XMTOHA MpeACTaBIeHa Ha puC. 5.

Jaxe B TeX CITyJastx, KOTIa UCCIIeI0BaTe I TOBOPST O
G opMUPOBAHNY HEPBHOM CUCTEMBI TOJIBKO YK€ Y JOCTa-
TOYHO pa3BUTOI MTMYMHKM (Antalis: Mollusca: Scaphopo-
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da), oHu TeM He MeHee OTMEYAIOT, YTO Ha paHHUX CTaau-
SIX B paliOH alMKaJIbHOTO OpraHa IMPUXOIsAT KaK1e-TO OT-
poctku ¢ nepugepuu (Wanninger, Haszprunar, 2003).
Tak 9TO MBI BITOJTHE MOXEM TIPEIITONIOKUTh, YTO B TAH-
HOM CJTyJyae Tejla CaMMX KJICTOK He ObUIM OOHapy>KeHBI
MU3-3a TEXHUUECKUX MPUUMH, KaK 3TO ObUIO B CJTydae pa-
Hee YITOMSTHYTBIX HaMH PaboT.

PAHHUE HEMPOHBI B JIPYTUX I'PYIITIAX
Lophotrochozoa

B oTimume ot MOJITIOCKOB y aHHEJ U CaMble paHHUE
HEPBHbBIE JIEMEHTHI 110 OOJIbIIIEN YacTh UMMYHOpEaK-
TUBHBI K cepoToHUHy (5-HT). Tak, y dusuionone, siBisi-
IOIIErocsl MPeACTaBUTEIeM OTHOIO U3 CaMbIX MPUMU-
TUBHBIX OTpsinoB noymxet (Phyllodoce: Annelidae: Poly-
chaetae: Phyllodocida), camblii TIepBbIA HEWPOH
BBISIBJISIETCS] HA TIOPCATbHOM CTOPOHE 3aTHETO KOHIIA Te-
na (Voronezhskaya et al., 2003). Orxomsiue oT Teja
KJIETKM JIBa JIaTepaJbHBIX OTPOCTKA CHAaYaJla MepeXoasiT
Ha BEHTPaJIbHYIO CTOPOHY, 3aTeM ITOBOPaYMBaIOT MO/ Y-
JioM 90° 1 uayT K npototpoxy. [Ipu nocTrkeHur npoTo-
TpoXa KaXIIblid U3 OTPOCTKOB JUXOTOMUYECKU JCTUTCS,
BHOBb O0Opa30BaHHbIE BETBU OISITh MOBOpPAUYMBAIOT Ha
90° u manee ciaeayroT 1op MporoTpoxoM. K stoMy Mo-
MeHTY HaunHaroT BeISIBIISTECI FMRFa- n 5-HT-umMmy-
HOpEaKTUBHbIE KJIETKU B allMKaJlbHOM OpraHe, MX OT-
pocTKU (hOPMUPYIOT OY€Hb KOMITAKTHBIN anKaJIbHBIN
Helipornb (puc. 6, a). Beien 3a 3TUM MOSIBISIOTCS APY-
rue HelpoHbI Ha Tepudeprn: 4acTb U3 HUX MOChUIAET
CBOY OTPOCTKH BIIOJIb YK€ MPOJIOXKEHHBIX ITyTel, YKPYTI-
H$ISI BEHTpaJIbHbIE CTBOJIbI M HEPB MPOTOTPOXA, & YacCTh
(hopMHpYeT MyTH COBEPILIEHHO HOBBIE, MPOJIeBast BEH-
TPaTBHBII CTBOJ W 00pa3ysl Oymyllyio 1iepeOpabHyIO
KOMUCCYPY WY OKOJIOPOTOBOE KOJIBLIO (pHC. 6, 6).

CuWIbHO OTJIMYAETCS OT BCETO OMMCAHHOIO paHee 1Sl
MOJUTIOCKOB CJIEAYIOIIWIA 111ar B HeiiporeHese (huuiono-
11e, Kkorna (hopMupyeTcsi MOLITHAS IMYMHOUYHAS HEPBHAS
cucrema. OHa BKJTIOYAeT B ce0s1 1 MHOXECTBO CEHCOP-
HBIX HEMPOHOB, 1 IOMOJIHUTEbHbIE MEPUIMOHATIbHBIE
CTBOJIBI (pUc. 6, 8). IHTepecHO, UTo rocjie MerTaMopdo3a
MCUE3al0T UMEHHO 3T CTPYKTYPbI, HE UCTTOJIb3YIOIIIE B
KayecTBe KapKaca OTPOCTKU paHHUX HEWPOHOB, B TO
BpeMsI KaK IIPOMapKMPOBAaHHBIN “TTMOHEPHBIMM ™ aKCO-
HaMU KOHTYpP J1e(PUHUTUBHONM HEPBHOI CUCTEMbI HAUM-
HaeT Bce 00JIbliIe MOTOJIHSTLCS 32 CYET OTPOCTKOB Heli-
POHOB, MM ePeHIINPYIONINXCS B 1IepeOpaTbHBIX TaH-
DJIMSIX M BEHTPATbHBIX CTBOJIAX (PHC. 6, 2). AHATIOTUYHYIO
MoCe0BaTeIbHOCTh BOBHUKHOBEHUSI HEPBHBIX CTPYK-
Typ MOXHO TNPOCEIUTDb U Y JIMYMHOK JPYTUX TOJIMXET,
Hanpumep y Platynereis (Annelidae: Polychaetae: Nerei-
didae) (Nezlin et al., 2010) u Pomatoceros (Annelidae:
Polychaetae: Serpulidae). (McDougall et al., 2006), ¢ Toit
JIMILIb Pa3HULIEH, YTO JUUMHOYHAs HEPBHAsI CUCTEMA B
KaXIIoM KOHKPETHOM CJlydae pa3BUTa TeM cjlabee, YeM
MEHbIIIE BPEMEHU TTPOBOAUT JIMUMHKA B TUIAHKTOHE U
yeM MEHBIIIe el TpeOyeTcsl YCUITUi Ha JOOBIBAaHUE TTH-
IIIA.

Y HeMepTHH, JIMUMHKA KOTOPbIX COBCEM HE TTOX0XKa
Ha Tpoxodopy, PopMUpoBaHUE HEPBHOM CUCTEMBI, TEM
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HE MeHee, UIIET ITopa3uTeIbHO ITOX0XMM obpa3om (Yep-
HbllIeB, Marapnamos, 2010). ¥ TojbKo 4TO BbILIEAIIEH
U3 siila JMYMHKY BOOPYXXEHHOW HeMepTuHbI Quasitet-
rastemma stimpsoni (Nemertea: Hoplonemertea) nmeercst
omuH 5-HT-uMMyHOpeakTMBHBIA HEUPOH B Kaydaslb-
HOM oTrene U Komruieke S5-HT-uMMyHOpeakKTUBHBIX
anuKaJIbHbIX KJeToK. OTPOCTKU KaynalbHOTO HeipoHa
BMECTE C MOSIBIISTIOIIMUCS YyTh IO3%e OTPOCTKAMM Jia-
TepaJIbHbIX KJIETOK, 10 CJIOBaM aBTOPOB, €111e IO OKOHYA-
HuUs1 MeTamopdo3a JIMUMHKU MapKUPYIOT OOLIWIA TIaH
CTPOEHMSI HEPBHOM CHUCTEMbI B3pOCJIOM HEMEPTUHBI
(Yepnbiues, Marapiamos, 2010).

Cpenu Ipyroit oOIIMpPHOM TPYIIIbI, BXOASIIEH B CO-
craB Lophotrochozoa, Lophophorata, TonbKo 1151 Jv-
YUHKU (DOPOHUT aKTMHOTPOXM UMEIOTCSI JaHHBIE O (hop-
MUPOBaHUM HEPBHOM cucTeMbl. K coxaneHuto, paHHue
JIMYUHKU UCCIIEAOBATIMCH C TIPUMEHEHUEM METOIUK, He
TMO3BOJISTIONIAX OJHO3HAYHO BBISIBISITH CaMble paHHUE
HepBHBIE 31eMeHThl (Hay-Schmidt, 1990a, b). A Gonee
COBpEMEHHbIE MCCJICIOBAaHMST MPOBOAMIMCH Ha JOCTa-
TOYHO TPOABMHYTOM JIMUMHKE, YK€ oONafaroieii pas3-
BUTOI1 HepBHOI cucteMoii (Santagata, 2002). CeeneHust
O PaHHUX 3JIEMEHTaX HEPBHOM CHUCTEMBI MPEACTaBUTE-
Jiell Opyrux Tpymnn cKyaHbl. Tak, ecTb OIlMcaHUe
5-HT-uMMyHOpEeaKTUBHBIX KJIETOK, aCCOLIMUPO-
BaHHBIX C 9KBATOPUAJIbHBIM MbIIIIEYHBIM KOJIBLIOM U
anuKaJIbHBIM OpPTaHOM Yy JUYMHOK MIIaHKU Bugula
neritina (Pires, Woollacott, 1997), Ho B TaHHOM CJTy-
yae B 3aJla4yy aBTOPOB HE BXOJUJIO UCCIIeA0BATh IPO-
LIeCC pa3BUTHUSI, MMOITOMY B paboTe IpeacTaBiieHa
TOJILKO OJTHA U3 CTadUuM.

JIMYMHOYHASA HEPBHASI CUCTEMA
N INMMOHEPHBLIE HEMPOHDI

OmnuicaHHbIe COOBITUSI pAaHHETrO HelporeHesa y Iu-
POKOTO psiia IIpeACTaBUTEIIEN pa3HBIX TUTIOB Lophotro-
chozoa 1o3BOJISIIOT HaM pa3neiTh caMble TIepBhIe TUd-
depeHuMpyolrecs: KJISTKU Ha JBe (hyHKIIMOHAIbHBIC
TPYIIbI, HA HAYAJTbHBIX 3TAlax Pa3BUTHSI HE CBSI3aHHbIC
MeXIy cob0oit MOphOJTOrMIeCKI: HEMPOHBI alTMKATTEHO-
ro opraHa W paHHMe TieprdeprdecKie. ANMKATbHBIA
opraH — “JMYMHOYHBIIA MO3I” — OOBEIUHSIET CEHCOP-
HbIe HEMPOHBI, TTO3BOJISTIONINE JIMYMHKE alarTUpOBaTh
CBOE TTOBEICHUE 1/WJIN TEMITbI Pa3BUTUST B 3aBUCUMOCTH
OT UBMEHSTIOIIMXCSI CUTHAJIOB BHEIlIHe cpeabl. [Tokasa-
HO, YTO TAKUMH CTUMYJIaMU MOTYT OBITh M3MEHCHME
KoHUeHTpauuu kuciopona (Kuang, Goldberg, 2001;
Kuang et al., 2002) mwim XuM4YeCcKye BEIIeCTBA, BbIICISI-
€MBble TOJIOMHBIMU B3POCIBIMU OCOOSIMU, 3aHUMAIOLI-
MM CXOIHYIO 3KOoJIornyeckyro Huly (BopoHexkckasi, Xa-
oapona, 2003; Voronezhskaya at al., 2004).

Hapsny ¢ atim Goratblii BaprKO3aMH alTMKaTbHBINA
HEUpOIWIIb SIBIISIETCS MECTOM BhIOpOCa HeiipoMeauaTo-
poB (Lacalli, 1984; Kempf et al., 1997). IpagueHT 3THX
BEILIECTB B TeJIe JIMYMHKN MOXKET CITY>KUTh ISl HABUTA-
LIMM OTPOCTKOB JPYrMX HEPBHBIX KieToK. KocBeHHO
YKa3bIBAIOT Ha TaKylo (DyHKIMIO HERPONWIS aruKallb-
HOTO OpraHa Hallld SKCIIEPUMEHTHI IT0 TOBBIIIEHUIO
YPOBHSI CEPOTOHMHA B JIMYMHKE HA pAHHUX CTAIUSIX pa3-
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Puc. 6. Cxema (hopMupoBaHUsI HEPBHOM CUCTEMBI B OHTOIE-
Hese Phyllodoce: (M, ll) — FMRF-amun- 1 ceporoHnHUM-
MYHOPEKTUBHBIC HEPBHBIEC 3JIEMEHTHI COOTBETCTBEHHO.

a—e — Tpoxodopa cpa3sy 1ocJie BbUTYTUICHUST, Pa3BUTAsT U aK-
TUBHO TUTaBAOIIasi Y TIMTAIOIIASICSI COOTBETCTBEHHO; & — JIM-
YMHKa He3a101ro 10 MeTamopdo3sa (mo: Voronezhskaya et al.,
2003, ¢ IBMEHEHUSIMU).

OpK — okoyiopoToBoe Kojibllo, /ImH — HepB mpoTtoTpoxa,
OCT. 0003HAYEHUST CM. Ha pUC. 1, 0ObSICHEHHUSI CM. B TEKCTE.

Butusi. Ecim mHKyOmpoBath Tpoxodopsr Platynereis B
MpeAlIecCTBEHHUKE CEePOTOHMHA (5-THIPOKCUTPUIITO-
¢haHe), TO KOHIIEHTpALIMS MEAUATOPa BO3PaCTaeT TOJIBKO
B CEpOTOHMHEPrMyecKux KjeTkax W (popMUpoBaHUE
HEPBHOMW CHCTEMBI nIIeT HopMaibHO. Ecim ke MHKyOn-
poBaTh TpoXoopy B CAMOM CEPOTOHUHE (4TO MPUBOIUT
K TTOJITHOMY HUBEJIMPOBAHUIO KOHIICHTPALIMOHHOTI'O Ipa-
JIME€HTa BHYTPHU JIMUUHKM ), TO CYILIECTBEHHO HapyIIaeTCst
KoHGUTYypanyst popMHUpPYIONISIics HEPBHOM CUCTEMBI, a
BMECTO YE€TKUX, OTPaHUYECHHBIX 110 YMCIY CTBOJIOB BO3-
HUKAIOT MHOXECTBEHHBIE OECITOPSITIOUHBIC BETBJICHUS 1
JmurHKa norut6aet (Nezlin et al., 2010).

Hrak, XoTsT OTpOCTKM HEHPOHOB aITMKATEHOTO Opra-
Ha 1 MOIyT HCKUM o6pa30M ydyaCTBOBaTb B HaBUTI'allUN
AKCOHOB JPYrMX PacTylliMX HeUpoHOB, MOpdoiornuye-
CKM OHM YaIlle BCeTo (DOpMUPYIOT KOMITAKTHBII HEMpPO-
AT U HE TIPOSIIUPYIOTCS JAJICKO OT alMKaJIbHOM 00J1a-
ctyu. Hetr Hukakmx YKa3aHI/II71 Ha TO, YTO aKCOHbI KaKMNX-
JIMOO JpYyrux KIJIETOK CIEAYIOT BIOJIb OTPOCTKOB aru-
KaJIbHBIX HCprOHOB. CJIe,I[OBaTeJIBHO, HeﬁpOHbI arm-
KaJIbHOI'O OopraHa HE MOI'yT CHUTaTbCsA ITMOHEPHBIMMU.
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Pannue riepndepryeckne HeMPOHBI OTIIMYAIOTCS TI0
MHOTMM TIpU3HAKaM y TIPEACTABUTENIC pa3HbIX TPYIII
Lophotrochozoa. OHu pacnosioXeHbl B pa3HbIX 00J1a-
CTSIX TeJla IMYMHKU: B TIPETPOXaJIbHOM (XUTOH, MUIKS),
MOCTPOXaJIbHOM (ITPECHOBOAHBIE Y MOPCKHE racTpoIo-
JIbl, TIOJIUXEThI, HEMEPTUHBI) WIM KBaTOpUATIbHOM (TT0-
JINXEThbI, HEMEPTUHBI). OHU UMMYHOPEAKTHMBHBI K pa3-
HBIM HeipoHaIbHBbIM MapKepam: Tojibko K FMRF-amu-
ny (ractporogbl Y ABYCTBOpYaTble MOJUIFOCKM);
FMRF-amuny onHOBpeMEHHO C CEpOTOHMHOM (XWTOH,
IUIATUHEPEUC); TOJIbKO K CEPOTOHUHY (IJIaTMHEPEUC,
HEeMepPTHHBI; YaCTh HEMPOHOB K CEPOTOHUHY, a 4YaCTb — K
FMRF-amuny (dpwutonone). TpymHO NpenItonoXuTh
€IMHOE TTPOUCXOXKIIEHUE ITUX KIIETOK, a CJIEAOBATENBHO,
oA OOJIBIIMM BOMPOCOM HAXOAWUTCS U UX TOMOJIOTMY-
HocTb. OTHAKO BCe OHU UMEIOT HECOMHEHHOE (DYHKIIM-
OHAJILHOE CXOCTBO — UX KOHYChI pOCTa MEPBBIMU MTPO-
KJIaJbIBAIOT MyTh, CJASIYS TTO CJIOXKHOM, XapaKTePHOM JI1sT
KaXJIOro BUa TPaeKTOPUM (BEPOSITHO, KaK U Y HACEKO-
MBbIX, UCITOJIb3Ys HEKME OMTOPHbBIE KJIETKWU U UMEIOIIUECS
TPaJMEeHThI), 1 MAPKUPYIOT TAKUM 00pa3oM KOHTYD Jie-
(UHUTUBHOI HepBHOH cucTteMbl. B chopmupyronmxcs
TaHTJIUSIX HEUPOHBI HAYMHAIOT DKCITPECCUPOBATh MEV -
aTophbl, KOIma KOHYC pOCTa paHHEil KJIeTKU JOCTUTHET
00J1aCTH COOTBETCTBYIOILIETO FAHIIMS, U IOCHLIAIOT CBOU
aKCOHBI BIIOJIb OTPOCTKOB paHHUX KJIeTOK. CamMu paHHUe
KJISTKU HE BXOIST B COCTaB (hOPMUPYIOIIVXCS TAHTIUEB
U Yaille BCEro MoruodaroT Iocjie 3aBepilieHrsT MeTaMop-
¢oza. Takue yepThbl TO3BOJISIIOT HAM C MOJTHBIM MPaBOM
CUYUTATh 3Ty IPYIIy paHHUX NeprudepruuecKrux Hepo-
HOB ITMOHEPHBIMH.

MMMOHEPHBLIE HEMPOHBI
N JEOMHUTUBHAA HEPBHAA CUCTEMA

B ommuune or wienucroHorux (Ecdysozoa) y Lo-
photrochozoa rnmmoHepHbIe HEMPOHBI MAPKUPYIOT HE TIe-
pydeprueckylo, a LEHTPaIbHYIO HEPBHYIO CHUCTEMY.
KreTku-npeAiieCTBEHHUKI, MUTPUPYIOLLIVE U3 SITUTE-
JIMATBHBIX ITPOJIM(EPATUBHBIX 30H, HAYMHAIOT SKCIIPEC-
CHUPOBaTh CIleLM(pUIecKre HEHPOHATbHBIE MapKephl
TOJTBKO TTOCJTE TOTO, KaK JOCTUTHYT OIpeAeIeHHBIX MECT,
BHEIIIHE O0O3HAYEHHBIX TMOBOPOTAMM W BETBJIEHUSIMUA
OTPOCTKOB TMOHEPHBIX HelpoHOoB. [lossistommyecs y
LHEHTPAJIbHbIX HCﬁpOHOB AKCOHBbI Ha HAYAJIBHBIX 3TaI1ax
CBOETO POCTa BCETIa CIIEAYIOT 0 TYTH, 0003HAYEHHOMY
MMOHEPHLIMU OTPOCTKAMK. B Hacrosiiiee BpemsT HET
JTAHHBIX, TTO3BOJISTIOIMX MTPEATIOIOXKMITh, YTO UTPaeT 00-
Jiee 3HAYVMYIO pOJTb 151 AN dEepeHLIMPOBKI HEMPOHOB
LIEHTPAJIbHBIX TAHIJINEB — HEITOCPEICTBEHHBII KOHTAKT
C aKCOHOM ITMOHEPHOIO HeMpoHa MM KaKre-TO CBOI-
CTBa MUKPOOKPYKEHMSI 001aCTU, B KOTOPYIO MUTPUPO-
BaJIa KJIETKA, M YTO UMEHHO Ha TIOBEPXHOCTH ITMOHEPHO-
ro akCoHa A¢CJI1acT €ro npearnodYTuTe/IbHbIM aaI€3MBHBIM
CyOCTpaTOM IS MPOPACTAIOIIUX OTPOCTKOB Ae(UHU-
TUBHBIX HEPBHBIX KIIETOK.

IMonyyeHHBIe Ha JUYMHKAX Pa3HBIX TPOXO(GOPHBIX
SKUBOTHBIX MOP(OJIOTMUECKIE JaHHBIEC OMHO3HAYHO Je-
MOHCTPHMPYIOT, 4TO (hOPMUPOBAHWE TAHIVIEB BO BCEX
MCCJICIOBAHHBIX CITydJasix MPOUCXOIUT B MOpdosIormye-

BOPOHEXCKAA, UBAILLIKMH

CKOM CBSI3M C MMOHEPHBIMM HelpoHamu. bosee Toro,
U3MEHeHMe KOH(pUTYpallii OTPOCTKOB TAKUX HEHPOHOB
B IIPOIIECCE Pa3BUTHS ITIO3BOJISIET TTPOCICANTH OHTOTCHE -
TUYECKME COOBITHSI, XapaKTepHbIC IS KOHKPETHOM
rpynmnbl. Tak, HEKOTOPbIE TaCTPOITOIbI BO B3POCIOM CO-
CTOSTHUM MMEIOT OuiaTepabHO-CUMMETPUUHYIO HEPB-
HYIO CHICTeMY, 6e3 X1a3MaTUIeCKOTO IepeKpecTa BUCIIe-
paTbHBIX KOHHEKTUB. Eciu mpociienuth M3MeHEeHUe
TpaeKTOPHiT aAKCOHOB IMTMOHEPHBIX HEPOHOB ITPY pa3BU-
TUW JIMIUHKH, TO MOKHO YBUIECTb TOP3UOHHBIN 1 IETOP-
3UOHHBIN TPOLIECCHI, a TaKXKe CJCOYIONIYyI0 32 HUMH
KOHILICHTpaLIUIO TaHIJIMOHAPHOTO KOJblia BOKPYT 330-
¢haryca. D10 OBUIO ITOKA3aHO y 3adHEKA0EPHOIO MOJI-
mocka Aplysia (Dickinson et al., 2000), myabsMOHATHI
Lymnaea (Voronezhskaya, Elekes, 2003), ieHoracTpormno-
b1 Trichotropis (Page, 2003). Kpome Toro, BhISIBIIEHUE
TMMMOHEPHBIX OTPOCTKOB TO3BOJISIET TOKA3aTh MApHOCTh
BEHTPAJIbHBIX CTBOJIOB CUITyHKYIuA (Wanninger et al.,
2005; Kristof et al., 2009), a Tak:ke M3HAYATILHYIO CEIMEH-
TUPOBAHHOCTH 2XUypua 1 cuityHKymua (Hessling, West-
heide, 2002; Kristof et al., 2009).

Takum 06pazoM, B pa3BUTUM JIMUMHOK TPOXO(MOPHBIX
SKMBOTHBIX BBIICIISTIOTCST TPU YETKUX HEMpPOHATBHBIX
MaTTepHa: CUCTeMa TMMOHEPHBIX HEMPOHOB, BOZHUKAIO-
11as1 9yTh MO03Ke COOCTBEHHO JTMYMHOYHASI HEPBHAsI CU-
cTeMa (mereHepHpyrolasi IIpu Metamopdose) u aedu-
HUTHBHASI HEPBHAS CHICTEMa, BOSHUKAIOIIAS TIOCIIe Me-
Tamopdo3a. CobcTBeHHO  (YHKIIMU  PEryJISILUU
MOBEJACHUS IMYMHKU HECYT TOJIbKO JIMUMHOYHbIE Heli-
poHbI. VIX ynayeHne He BIMSIET Ha Tipoliecc (hopMHUpOBa-
HUST JIe(PUHUTUBHOI HEPBHOM CUCTEMbI, OMHAKO CYIIle-
CTBEHHO U3MEHSIeT CIIOCOOHOCTD JIMUMHKU pearupoBaTh
Ha BHEITHUE CTUMYJIbI, HallpUMep Ha CUTHal K MeTa-
mopdozy (Hadfield et al., 2000) wim cHU>KeHUE YPOBHSI
kucnopona (Kuang, Goldberg, 2001).

OKCnepUMeHTATbHBIX JAHHBIX O TOM, YYaCTBYIOT JIU
TMMMOHEPHbIe HEUPOHBI B PETYJISILIMY TIOBEACHMST JIMINH-
KU, B HacTosiIiee Bpems HeT. [1o aHayiornm ¢ mmoHepHbI-
MU HelipOHaMU1 HACEKOMBIX Mbl MOXKEM TTPEITIONOXKUTD,
YTO OHU HE SIBJISTFOTCS “UCTUHHBIMU® HEPOHAMM, a BbI-
TMOJHSIIOT IIAaBHBIM  00pa3oM  MOpP(OTreHETHIECKYIO
(byHKLMIO.

PASHOOBPA3NE
NI OI'PAHUYMBAIOLLIMU PAKTOP?

Tak SBISIOTCS M MMOHEPHBIE HEMPOHBI OCHOBOM
pa3HOOOpa3rsi HEPBHBIX CUCTEM B3POCIbIX >KMBOTHBIX
WJIM, HA00OPOT, CITy>KaT OrpaHMINBAIOIINM (pakTopom?

C ofHOI CTOPOHBI, MEXaHU3M, MPU KOTOPOM KJIET-
KU-TIPEIIECTBEHHUKY HEMPOHOB ILIEHTPAbHBIX TaH-
JIMEeB MUTPUPYIOT B MeCTa, MPOMapKUPOBaHHbIE aKCO-
HaMu MMUMOHEPHbIX HEUPOHOB, MOXET CITYy>KUTb OCHOBOI
U151 9BOJTIOLIMOHHOM JTAOMTbHOCTY A€(DUHUTUBHBIX HEM-
PaTbHBIX CTPYKTYp. YUUThIBasi, YTO KOHYC pocCTa IMHO-
HEPHOTO HelpOHa MPOKJIAIbIBAET MyTh B TeJI€ TUUMHKU,
OPUEHTUPYSCH MO0 XMMUYECKUM TpaayieHTaM U, BEPOSIT-
HO, OTMOPHBIM KJjieTKaM (MOpP(MOreHeTUYECKOMY TI0JIO),
MOXHO TPEICTaBUTh, YTO CMEIIEHUE KaKOu-Tubo pe-
TEPHOM TOYKM MPUBEAET K M3MEHEHUIO MOphOJIorun
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HEPBHBIX CTPYKTYp. B HalllMx sKCcepruMeHTax Hapyliie-
HME I'paJilM€HTa CEpOTOHWHA BHYTPH TeJa JUYUHKM TTPU-
BOIWJIO K OECTTOPSIIOYHOMY BETBJICHUIO aKCOHOB TTHO-
HEpHbIX HEUPOHOB U OTCYTCTBUIO 3aKJIaNOK AeUHU-
TUBHOW HEPBHOM CUCTEMBI, OTHAKO JIMYMHKA COXPAHsLUIA
CIHOCOOHOCTb JIBUTATHCSI.

3aKkperyieHHOE TeHETUYECKU CMEILICHNE TPaeKTOpUr
OTPOCTKA MMOHEPHOTO HElpoHa WX U3MEHEHUE BETB-
JICHUSI WY TI0OBOPOTa, KOTOPOE MPUBOAUT K CMEIICHUIO
MecTa GOPMHPOBAHUS TAHTIINSI, MOTYT OBITh TTIOIXBAYE-
HbI €CTECTBEHHBIM OTOOPOM, B OTAEIBHBIX CJTyJyasiX cTa-
HOBSICh 3aMETHBIM MAaKPO3BOIIOLIMOHHBIM TpeHAoM. U,
JEUCTBUTEJIBHO, KOIMa MECTa BETBJICHU M IIOBOPOTOB
MMUOHEPHBIX OTPOCTKOB COCPEIOTOUYECHBI B OMpeAe/IeH-
HOI1 9acTH Tejia (Harpumep, B TOJIOBe, KaK y Lymnaea n
Aplysia), 1leHTpajbHbIe TAaHIJIMM PACIIOJiaraloTcsl KOM-
MaKTHOW TpYIIIOi; NeUHUTUBHOM HEPBHOU CHCTEME
CBOMCTBEHHA LICHTPAJIN3aLKsI, XapaKTepHasl 1T SKLBOT-
HBIX C TIOOBIZKHBIM 00pa3oM KM3HU. B ciydae, xorma
MMUOHEPHBIE OTPOCTKU UMEIOT MaJIoe YMCJIO TIOBOPOTOB U
BETBJICHUI, pPABHOMEPHO pacIpeIecHHBIX IT0 TEJTy JI-
YMHKHU, (hOpMUPYETCSI HEPBHASI CUCTEMA C PacCpeioTo-
YEeHHBIMM TAaHINIUSIMU (KakK, Hanpumep, y Mytilus), xa-
PaKTEPHBIMM IJIs1 BEAYIIX MAJIOIIOABYLKHBIA WIM CULISI-
unit oopa3 xku3Hu Bivalvia. [1pu aToM cTpoeHme 4ncTo
JIAYMHOYHOI CTPYKTYpPbI, KOTOPOM SIBISIETCS alKalb-
HbII OpraH, y racTporo U JIByCTBOPOK CXOMHO. Mexy
OINMMCAaHHBIMM KpallHMMM BapHMaHTaMH y MOJUTIOCKOB
MOXKHO HalTH PsII ITPOMEXKYTOUHBIX (popM. Tak 9To Ham
OCTaeTCsl TOJIbKO COIJIAaCUTBCSI CO clioBaMU lapiiraHra:
“OHTOreHe3 He peKaIlMTyJINPyeT (pHUIoreHe3 — OH €T0 CO-
3naet” (Garstang, 1922).

C npyroii cTopoHbl, (hOpPMHUPOBAHNE TAHTIAEB LICH-
TpaJTbHOM HEPBHOM CHCTEMBI B3POCJIOrO KMBOTHOTO 00-
JIMTaTHO AJCTCPMUHHNPOBAHO KOHTypaMM, CO3JaHHbIMU
OTPOCTKAMM ITMOHEPHBIX HEMPOHOB. DTO ITONTBEPKIa-
eTcs TeM, 4TO, IO JaHHBIM CPaBHUTEIBHOIM MOPQOI0-
'y, HCHTPAJIbHBIC TaHIJIMM HU B OJHOM CJIy4dac HE 6])1.)11/[
OOHapy>KeHbl BHE aHATOMUYECKOI CBSI3U C IIMOHEPHbI-
MU OTpocTKamu. PacrionoxkeHue Ten 3TMX HEMpPOHOB
WJIU UX KOJIMYECTBO, CKOpee BCEro, He BIMSIET Ha MOp(do-
JIOTHIO HEPBHOM CUCTEMBL. YTO MBI 1 BUIIMM Ha IIpUMeEpe
JIMYMHOK Pa3INYHBIX TPYII TPOXO(MOPHBIX KMBOTHBIX,
Korja Ipy 3HAYMTEJIbHOM pa3HOOOpa3uy MUOHEPHBIX
HEMPOHOB B ITPOLIECCe HEMporeHe3a cHaYala BCeraa Bo3-
HUMKAIOT IBa BEeHTPAJIbHBIX CTBOJIA, HO HE OVH WJIX TPH,
a 1epedpasibHbIC 1 TIeNATbHBIC TAHTTINN (hOPMUPYIOTCS
Kak TapHble 00pa3oBaHMsl. Y BCEX MCCIeIOBAHHBIX MO-
JIMXET IMYMHOYHASI HEPBHASI CICTEMa CYIIIECTBEHHO pa3-
JIMYaeTcs B 3aBUCUMOCTH OT 00pa3a >KM3HU U TUTIA IT1UTa-
HYs1 TMIUMHKY. OIHAKO ITMOHEPHbIE HEPOHBI MAPKUPY-
IOT TTOPA3UTEIbHO CXOXMI MAaTTEPH: OBa BEHTPAJIbHBIX
CTBOJIA, IIEPEXOMSIINX B OKOJIOPOTOBbIE KOHHEKTHUBHI,
HEpB IPOTOTPOXA U OKOJIOPOTOBOE KOJIBLIO. DTO XOPOIIIO
COIJIACYeTCSI CO CPAaBHUTEIBLHO MaJIbIM Pa3HOOOpa3reM
THUIIOB CTPOSHMST HEPBHOM CUCTEMBbI B3POCIIBIX MOJIXET.

Hau6onee BaxkHbIM HaM MpeAcCTaBsieTcsl (PyHKLIMO-
HaJIbHOE TIPUCIIOCOOMTENIbHOE 3HAUYE€HME MUOHEPHBIX
HEUPOHOB JIMYMHOK TPOXO(OpHbIX. OTMCAHHbIN BbILIIE
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TUN 3aKJIaJIKW MO3BOJISIET CMECTUTh MOMEHT (hOPMUPO-
BaHUsI TO3UIIMOHHBIX T'PAIUEHTOB, OMNPEICISIONINX
Mopdosioruto neMHUTUBHONW HEPBHOW CHUCTEMBbI, Ha
oonee panume craguu. [1pm metamopdo3e IIPONCXOTUT
OBICTPBIN TTepexo1 OT OHOM KM3HEHHOM (hOPMBI K Ipy-
TOM, COMPSTKEHHBIN ¢ TIPUHLIMITUATBHBIMA N3MEHEHUSI-
MM TUIIA JIOKOMOLIMA U muTaHus. K 3ToMy MOMEHTY
HelpoHaJIbHbIE LIEHTPaIbHbIE T€HEPATOPhl, aKTUBHOCTh
KOTOPBIX JIEXUT B OCHOBE COOTBETCTBYIOIINX ITPOTPAMM,
JIOJDKHBI OBITH yKe c(hOpMUPOBaHbBI, TTPUYEM B OTpesie-
JIEHHBIX TaHIUSIX. MapKupoBaH€ HEPBHOW CUCTEMBI
Ha PaHHUX CTAIUSIX Pa3BUTUS TO3BOJISIET HAYATh 3aKJTa/I-
Ky HEMPOHHBIX CHUCTEM T€HEPATOPOB B U3OJISILIAN OT MO-
BEJIEHUYECKUX MTPOTPAMM, PEATTM3YEMBIX HEPBHOW CUCTE-
Mol IndnHKU. Torma B MOMEHT MeTaMopgo3a ObICcTpast
nepecTpoiika (PyHKIMOHAIbHBIX CBsI3eli HEPBHOW CHU-
CTEMBI Y KOOPAVMHUPYEMBIX €10 OPTraHOB MPOUCXOIUT C
MUHUMAaJIBHOI MOoTepeid MTPUCIOCO0ICHHOCTH.

Takum oOpa3oM, MUOHEPHBIE HEHPOHBI SIBJISIIOTCS
OIHVM W3 WHTETPATTbHBIX MEXaHU3MOB, KOTOPBIE SIBJISI-
JOTCS 3BOJIIOILIMOHHBIM MPUCTIOCOOJIEHUEM, TTO3BOJISIIO-
1LIMM OCYLLIECTBJISITh YePEIOBaHUE Pa3HbIX (POPM B XKU3-
HeHHOM 1LuKJIe. C OIHOI CTOPOHBI, 9TOT MEXaHW3M Jie-
JKUT B OCHOBE 3HAYUTEJILHOTO pa3HOOOPAa3Ksi B CTPOEHUU
HEPBHBIX CUCTEM Y PA3HBIX NPEICTABUTEIIEH TPYIIITbI
TPOXO(POPHBIX JKUBOTHBIX, a C APYrOM — CIIY>KUT (HaKTO-
POM, OTPENETISTIOIINM KOHCEPBATUBHOCTH OOIIIETO TUI1a-
Ha CTPOCHUS VX Ie(PMHUTUBHOI HEPBHOM CUCTEMBI.

Asmop ebipadicaem enyboKyro 01ae00apHocmb 8cem
Koane2am, 6 coasmopcmee ¢ KOmopbiMu Obiau onyonuKoea-
Hbl OpUSUHANbHBIE PabOMbL, HA OCHOBAHUU KOMOPbIX HaNU-
caHa sma cmamos.
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Pioneer Neurons: A Basis or Bottleneck of Diversity of Nervous Systems
of Lophotrochozoa?

E. E. Voronezhskaya and E. G. Ivashkin

Koltsov Institute of Developmental Biology, ul. Vavilova 26, Moscow, 119334 Russia
e-mail: lena_vor@mail.ru

Abstract—In a case study on development of larvae of Trochozoa species of different systematic positions, it was
shown that peripheral neurons differentiated firstly. According to the characters of early peripheral neurons, in partic-
ular their localization in parts that differed from known zones of appearance of central ganglia, the difficult periphery
of processes used as a “frame” by differentiated neurons of definitive nervous system, and transient expression of spe-
cific markers, it is reputed that these cells are pioneer. On the one hand, pioneer neurons are the bottleneck of mor-
phogenesis diversity in late stages of development which prepare, in early larvae, the framework of the further central
nervous system. On the other hand, navigation and marking using pioneer neurons can be a mechanism of evolution-
ary lability of definitive neural structures. Functional adaptive significance of pioneer neurons of larvae of Trochozoa
animals, probably, is in the maintenance of a fast change from larvae life-form to adult life-form in metamorphosis
that decreases the time of animals at intermediate stages of morphogenesis, which are associated with a dramatic fall

in adaptation.

Keywords: trochophore, neurogenesis, pioneer neurons, apical organ, larvae

OHTOI'EHE3 TomM 41 Ne6 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


