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YV Tpoxo(pOpHEIX XKMBOTHBIX, UMEIOIINX OM(a3HbIN ITejlaro-0eHTUYeCKUIA JKM3HEHHEIN LINKJI, HeliporeHes
JIMYMHOYHOI cTaauu HauyrMHaetcsl ¢ MudpdepeHIMPOBKU paHHUX Neprudepruyeckux HEMPOHOB, KOTOPHIE
SIBJISIFOTCS TPAH3UTOPHBIMU U HE BXOMST B COCTaB LIEHTPAJbHOM HEPBHOI cucTteMbl. PaHHME HEepOHbI J10-
KaJIM30BaHbI yallle BCEro B allMKaJIbHOM CEHCOPHOM opraHe U B runocdepe. B ciayyae, Korga oTpocTku
HEWPOHOB 00Pa3yIOT OCTOB, BIOJIb KOTOporo 3ateM ¢opmupyercst LIHC B3pocioro ;kuBOTHOTO, OHU SIBJISI-
I0TCS TUOHEPHBIMU. UMMyHOXMMUYECKOE MAapKUPOBAHWE PAHHUX HEMPOHOB Y psiia BUIOB MOJUTIOCKOB U
MOJIMXET aHTUTEJIaMU MPOTUB HelipomenuaTopoB ceporoHnHa 1 FMRFamuna B couetanuu ¢ aHTuTenaMu
MPOTHUB alETUWJIMPOBAHHOIO O-TyOyJIMHA MOKa3aJ10, YTO MPAKTUYECKU BCE paHHUE Nepudeprudeckre He-
POHBI UMEIOT CTPOEHME, XapaKTepHOE JJIsI CEHCOPHBIX (BEPOSITHO XEMOCEHCOPHbBIX) HEPOHOB: OyJIaBOBU/I -
Hasi hopMa, anuKalIbHbIA AEHAPUT, BBIXOISIIMIA Ha MIOBEPXHOCTD TeJla U UMEIOLIMI TEPMUHAIBHOE YTOJIIIE-
HUE, a TAKXKE PECHUYKM Ha KOHIIE IEHIPUTA WIN B aMITyJIbHOH rojioctu. Jlokanuzauus, hopma 1 MearaTopHast
crneur@pUIHOCTb PAHHUX CEHCOPHBIX KJIETOK U XOJI UX OTPOCTKOB pa3inyaroTcsl y Tpoxodop pa3Hbix BUaoB. [1o-
JIaBJIEHUE CUHTe3a CEPOTOHUHA B pAHHUX HEHPOHAX y JIMUUHOK TTOJIMXET (DapMaKOJIOTMIECKUMU TIperapaTaMmu
He BJIMSUJIO Ha pa3BUTHE, B TO BPEMsI KaK YCUJIEHWE CUHTE3a MTPUBOAWIO K TOPMOXEHUIO Pa3BUTHS U Hapylle-
HU1o Mopdosiornu opMupyroleiicss HEpBHOUM CUCTEMBI. OTO CBUAETELCTBYET 00 yJaCTUM paHHUX Tieprde-
PUYECKHX CEHCOPHBIX HEIIPOHOB B PETYJISILIMM HEpOreHe3a U TEMITOB Pa3BUTHS.

Karoueswie cnosa: Trochozoa, Tpoxodopa, ceHcOpHbIe HEMPOHBI, MUOHEPHBIE HEMPOHDI, alTMKAIbHBIN CEH-
copueiii oprad, 5-HT, FMRFamide, TyOynmuH, perysiius pa3BUTHS
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BBEAJEHUWE

[Momasmnsromiee OOJBIIMHCTBO BOIHBIX OECIIO3BO-
HOYHBIX KMBOTHBIX MMeeT OMa3HbIN ITeaaro-oeH-
TUYECKHUI XXU3HEHHbII LIUKJI, B KOTOPOM MMaruHaib-
HOI1 cTaguuy IIpeAIIecTBYeT CBOOOMHO IIaBAOIIAsT U
WHKAICYJIMPOBaHHAs TMYMHKA. JIMUMHKY TIpeaHa3HAa-
YEHBI JIJIsSI pacCeIeHUs U OObIYHO UMEIOT KOPOTKYIO IO
CPAaBHEHHUIO C MMAarMHAJIbHOM cTamueil TMpOomdOJIKU-
TEJIbHOCTb >KW3HU U yIpoLIeHHoe cTpoeHue. [Ipocto-

KJ1aJIKy HEPBHOI CUCTEMBI y TIPEICTAaBUTEJIEN TPOXO-
GOPHBIX XUBOTHBIX Pa3IUYHBIX TAKCOHOMMWNYECKUX
rpynn. BeUto moka3zaHo, 4YTO caMble IIepBble HEHpO-
HBI B pa3BUTUM IPECHOBOIHOIO JIETOYHOI'O MOJIJIIOC-
Ka Lymnaea stagnalis nndpdepeHIMpYIOTCS Ha TIepu-
¢depuu B 3agHEN YaCTH 3apOAbIIlia, a MX UIYIINE BIIe-
pel OTPOCTKM OOpasyloT OCTOB, BIIOJb KOTOPOTO
BITOCJIEACTBUU (hopMUpyeTCcs NeUHUTUBHASI HEPB-
Hag cuctema (Croll, Voronezhskaya, 1996; Vorone-

Ta OpraHu3alNu IeaeT JMIMHOK YI0OHBIM OObEKTOM
JJIS1 CPAaBHUTEILHO-MOP(MOIOTMYECKUX U (hPHUIIOTeHE-
TUYECKNX WCCIECIOBAHUI, TIPU 3TOM, MX “TIIpOCThIC”
HEPBHBIE CUCTEMbI, COCTOSIIIIIE MHOTA U3 HECKOJIb-
KHX JIECSITKOB KJIETOK, ITO3BOJISIIOT M3y4YaTh (hyHOIa-
MEHTAaJIbHBIC TPOLIECCHI PA3BUTUSI HEPBHOM CUCTEMBI
Ha ypOBHE OJMHOYHBIX HEUPOHOB (cM. 0630p Croll,
2000; Nezlin, 2010; Voronezhskaya, Ivashkin, 2010).

IMpenrMytiecTBa MPOCTHIX HEPBHBIX CUCTEM B CO-
YeTaHUW C COBPEMEHHBIMU METOIAMU BU3YUTU3aIlN U
HEWPOHAJILHBIX BJIEMEHTOB ((JayopecleHTHasT UM-
MYHOIIUTOXUMUS M JTa3epHast CKAHUPYIOIIast MUKPO-
CKOITHsI) TIO3BOJIMJIM TTO-HOBOMY B3TJISTHYTH Ha 3a-
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zhskaya, Elekes, 1996).

ITpoBeneHHble B AdaJbHEMUIIIEM WCCAEAOBAHUS TI0
paHHEMY HeMporeHe3y psiia BUIOB MOJUIIOCKOB U I1O-
JIMXET C UCIIOJIb30BaHMEM UMMYHOXUMUYECKOIO Map-
KUPOBAHUSI aHTUTEJaMU MPOTUB HEWpOMeauaTopoB
ceporonuHa (5-HT) u neiiponentuaga FMRFamuaa
(FMRFa), a Takke aneTWIMPOBAaHHOTO TyOyJIMHA
MoKa3ajin, 4YTO y BCeX HCCIeNOBAHHBIX XKUBOTHBIX
HeiiporeHe3 HayMHAETCSI C paHHUX Ilepudepude-
CKUX HEMPOHOB, KOTOPbIE HE BXOMIST B COCTAB IIEH-
TpaJibHOI HEPBHOI CUCTEMBbI, & OTPOCTKM HEKOTOPBIX
W3 3TUX HEHPOHOB 00Opa3yloT OCTOB, BAOJIb KOTOPOTO
3ateM popmupyetcs LIHC B3pocioro mocrmeramopd-
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HOTO JKMBOTHOTO, YTO TTO3BOJISIET CYNTATh TaKMe Heli-
poHnl mMoHepHbIMU (Bentley, Keshishian, 1982).
IIpu 3TOM, 4HMCIO, pacnmojoXeHWe W XUuMHudyeckKas
CIEITMOUIHOCTh pAaHHUX HEMPOHOB Y pa3HBIX BUIOB
OTJIMYAIOTCH.

AHanu3 TUTepaTypHbIX JaHHBIX O3BOJISIET BblE-
JIUTh TPU OOJIACTU, B KOTOPHIX Yy TUUMHOK MOJLIIOC-
KOB U TIOJIUXET MOSIBJISIIOTCS paHHUE HEHPOHBI — 3TO
anMKajgbHast obyacTh, Ine (opMHUpyeTCs aIMKallb-
HbIIl ceHcopHBIi opraH (ACO), obnactu anucdepsl,
MPUOIMXKEHHbIE K MPOTOTPOXY, U KaynajibHasl 30Ha
(obacTh TEJIOTpOXxa), rae B OCHOBHOM JIOKAJIM30Ba-
HbI TeJa MAOHEPHBIX HeiipoHOoB. Tak, Hampumep, y
OPIOXOHOTMX MOJUTIOCKOB W3 Pa3IMYHBIX MOAKIAC-
coB: Crepidula fornicata (Prosobranchia), Aplysia cal-
ifornica (Opisthobranchia), L. stagnalis u Biomphalar-
ia glabarus (Pulmonata), panHue HelipoHsl FMRFa-
epruyeckre 1 pacriojioXeHbl B KaylajlbHOI 00J1acTu
(Croll and Voronezhskaya, 1995, 1996; Voronezhskaya,
Elekes, 1996; Dickinson et al., 1999, 2000). ¥ tpoxo-
¢dopul xutoHa Ischnochiton hakodadensis (Mollusca,
Polyplacophora) pananue FMRFa-epruueckue Heii-
DPOHBI MOSIBJISIIOTCS B JIaTepabHbIX U 1OP3aJIbHOM 00-
nactax snucdepsl, a 5-HT-eprugeckue 8 ACO (Vo-
ronezhskaya et al., 2002). ¥ nuuuHok munuu Mytilus
trossulus (Mollusca, Bivalvia) Bce paHHUe HellpOHBI
MOSIBJISIIOTCSL  MCKJIIOUUTENbHO B a3nucdepe. Ilpu
3TOM YacThb U3 HUX Bnocaeactsuu popmupyet ACO,
a uayliue Ha3all OTPOCTKU JIaTepajibHO PACIIOJIOXKEH-
HBIX KJIeTOK MapKupyroT octoB oyaymieit ITHC (Vo-
ronezhskaya et al., 2008). IToxoxuii mopsimOK MOSIB-
JIeHUsI paHHUX HEHPOHOB U Y JIOITATOHOTO MOJITIOCKA
Antalis entalis (Mollusca, Scaphopoda): Teia mepBbIX 5-
HT- u FMRFa-uMMyHONO3UTUBHBIX HEWPOHOB, B
smmchepe, 1 uaymme Hazan FMRFa-mMmyHorosn-
TUBHbIE OTPOCTKU B MeCTaxX OyIyIIEro pacrojioKeHUsI
BUCILIEpaJibHOI YacTu HepBHOU cuctembl (Wan-
ninger, Haszprunar, 2003).

HeiiporeHe3 aHHenua — BTOpOil KpymnHeiiei
IPYIIIBI TPOXO(OPHBIX XUBOTHBIX — U3Y4YE€H 3HAUM-
TeJIbHO XyXe. OmHaKo MMEINIMeCs JaHHbIe TTO3BO-
JISTIOT Takke OTMETUTh pa3HooOpas3ue B IaTTepHE
paHHuX nepudeprudeckux HepoHOB. Y Phyllodoce
maculata (Polychaeta, Phyllodocidae) niepBbiii Heii-
poH 5-HT-epruyeckuii 1 MosiBJsIeTCSl HA 3aIHEM KOH-
e Tena. 3ateM K Hemy mobabiisiiorcst Tpu FMRFa-ep-
TMYEeCKUX HelipoHa (OOMH Ha BEHTPAIbHOM CTOPOHE
U JIBa KaynajibHbIX), a Takke S-HT- u FMRFa-epru-
yeckue HepoHbl B ACO. I1pu 3TOM, OTPOCTKY anu-
KaJbHBIX HEPOHOB B IMOCTPOCHUH OCTOBA OyIyIIei
IIHC nue yyactBytoT (Voronezhskaya et al., 2003). ¥
MpeacTaBUTeIsl IPYTOro ceMeicTBa u3 TOro Xe oTpsi-
na Phyllodociformes Platynereis dumerilii (Polychae-
ta, Nereididae) nmepBblii HEipOH B TMYMHOYHOM pa3-
BUTUU TOSIBJISIETCS, Kak U 'y P. maculata, KaynaiabHo.
OnHako OH UMMYHOPEaKTUBEH K aHTUTeJaM U Mpo-
tuB 5-HT, u nnpotus FMRFa. 3atem nosBisitorcs
FMRFa-epruuyeckrue HEHMpOHBI NOp3aJibHO M JiaTe-
panbHO B a1rcdepe, a takke 5S-HT- m FMRFa-epru-

yeckue HepoHbl B ACO. Bce oHM y9acTBYIOT B ITO-
ctpoeHuun octoBa Oymyuieii ITHC (Starunov et al.,
2017). Y npeacraButes poaa cadennun Sabellaria al-
veolata (Polychaeta, Sabellidae) 5-HT- u FMRFa-
epruuyeckre HeMpoHbl OOHAPYKMUBAIOTCS B anucdepe
U X OTPOCTKH YYACTBYIOT B (POPMUPOBAHUN OCHOB-
HBIX HEPBHBIX CTPYKTYp JIMIYMHKU: KOJBIIEBOTO HEp-
Ba IMPOTOTPOXA, OKOJIOPOTOBOTO HEPBa, IMApHBIX BEH-
TpaJIbHbIX CTBOJIOB U alMKaJIbHOTO KPYTOBOTO HepBa
(Brinkmann, Wanninger, 2008). ¥ Capitella teleta (Poly-
chaeta, Capitellidac), B ubeM pa3BUTUM OTCYTCTBYET
Tpoxodopa, paHHHe TeprdeprUIecKie HeMPOHBI BOOO-
1IIe He OOHAapYXEeHBI, W TIePBbIe HEPBHBIC JIEMEHTHI
MTOSIBJISIIOTCSl B TOJIOBHOM TaHIJIMM M BEHTPAJIbLHOM
HepBHOM cTBoJjie (Meyer et al., 2015).

To, 4TO B OHTOTreHe3€e BCeX U3YUCHHBIX 10 HACTOSI-
IIETO0 BpeMEHU MpeacTaBUTEIC TPOXO(MOPHBIX KM-
BOTHBIX, B Pa3BUTUM KOTOPBIX UMEETCSI CTAAUSI TPOXO-
¢dopbl, Bcerma MpUCYTCTBYIOT paHHUE Iepudepuyde-
CKMe HEMPOHBI, 3aCTaBIISIET IIPEAIIOIOKUTh, UYTO OHU
WMEIOT CXOOHbIE (DM3UOJOTMYECKNE 1/ Mopgore-
HeTudeckue pyHkuuu. Ilpu 3TOM, rOMOJIOTrMYHOCTH
paHHUX HEMPOHOB MpoOIeMaTUYHA, ITOCKOJIBKY Y pa3-
HBIX BUIOB OHM BO3HUKAIOT, CKOPEE BCETO, U3 Pa3HBIX
30H MPE3yMITTUBHOM BKTOAEPMbI I UMEIOT Pa3HYIO XU-
MUYECKYIO CIeM(pUIHOCTh. | OMOJIOrMYHOCTD MOXHO
npenmnonarate JUIIb 111 HeiipoHoB ACQO, KOTOPHIN
paHee MoApoOHO U3ydyayucss MopdoaoramMmu (JIuTepa-
Typy cM. B Nezlin, Starunov, 2017). B mocienHee Bpe-
M1 3TO MPEINOJIOXEHNE ITOATBEPXKICHO MOJIEKYJISIP-
HO-TeHeTU4YeCcKMMU naHHbIMU (Marlow et al., 2014).
Oyukunn ACO B pa3zBUTUU TPOXOGOPHBIX XUBOT-
HBIX 0 CHUX IIOpP HE SICHBI, OTHAKO €r0 CTPOSHME 103~
BOJIMJIO MPEIIIOJIOXUTh, UYTO OH YYacCTBYET B BOCIPUSI-
THY CUTHAJIOB M3 OKPYXKAIOIIEH Cpembl IIPU JIOKOMO-
muy, nutaHun 1 Meramopdose (Bonar, 1978; Chia,
Koss, 1984; Kempf et al., 1997; Marois, Carew, 1997).
KpoMe TOro, skcrmepuMMEeHTHl Ha ToOJIOoXXaObepHOM
moJiumiocke Phestilla sibodae mokazam, ato ACO y ro-
TOBBIX K MeTaMOp( O3y JIMYMHOK BOCIPUHUMAET pac-
TBOPEHHBIC B BOJIE BEIECTBA, CTUMYJIMPYIOIINE ME-
tamopgo3 (Hadfield et al., 2000). Mexmy Tem, pyHK-
1uu HeiipoHoB ACO Ha paHHMX CTaausIX pa3BUTUS
OCTaIOTCSI HEU3BECTHBIMU, XOTSI Y IPECHOBOIHBIX JIe-
TOYHBIX MOJUTIOCKOB L. stagnalis u Helisoma trivolvis
OBLI0 MOKA3aHO YYacTUe alTMKaJIbHbIX HEMPOHOB JIU -
YMHOK B peTyJIssiuu TeMItoB pa3putus (Voronezhskaya
et al., 2004, 2008) u pojib CMEHBI ITaTTePHA IKCIIPEC-
CUU Pa3IMYHBIX PELENTOPOB CEPOTOHMHA B peaan3a-
iy pyHKImMii HeiipoHoB ACO Ha pa3HbIX CTAAVSIX JIM-
ypHO4YHOTO pa3Butus (Glebov et al., 2014).

MoxHo IIPEAITOJIOXNUTH, YTO HE TOJILKO HeﬁpOHbI
ACO, Ho u gpyrue paHHue nepudepudecKrue Hempo-
HBI Y 9TUX U JIPYTUX BUITOB TPOXOGMOPHBIX KUBOTHBIX
TaKXK€ y4aCTBYIOT B YIIPpAaBJICHUMN PA3BUTUEM, BOC-
NpUHWMAasI CUTHAJIBI M3 BHEITHE# cpensl. B aToM ciry-
qyac, OHHM JOJIKHbI UMETb MOp(l)OJ'IOFI/I‘{eCKI/IC XapakTe-
PUCTUKH, TPEOITOIATAIONINE UX CEHCOPHYIO TIPUPOLY,
a (hapMaKoJIOTUUECKOEe BO3IECMCTBHE Ha COepKaHUE B
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HUX MeINATOpPa JOJIKHO IIPUBOAUTE K OIIPEACICHHBIM
W3MEHEHMSIM B IMUYMHOYHOM pa3BUTUU. MMMyHOX1-
MUYECKOE MapKMpOBaHUE aHTUTEJIAMHU IIPOTUB Heli-
pomennatopoB 5-HT nnmn FMRFa B couerannu ¢ aH-
TUTEJAMU TIPOTUB aLICTUJIMPOBAHHOTO O-TyOyJIMHA
IO3BOJISIET HE TOJBKO JIOKAJIM30BaTh HEMPOHKI COOT-
BETCTBYIOIIEN MeAUATOPHON CIIeIN(PUIHOCTH, HO U
OIPENEINTh UX JeTABHYIO MOP(OJIOTHUIO, TTOCKOJIb-
Ky, MapKUpysl HEHpOTYyOyJIbl U 3JI€MEHThI LIUTOCKE-
JIeTa, aHTUTEJIa IIPOTUB TYOYJIMHA BBISIBJISIOT OTPOCT-
KW HEMPOHOB U PECHUYHBIE CTPYKTYphl. KpoMe Toro,
IMOCKOJIbKY 3TU aHTHUTEJIa BBISIBJISIOT OTPOCTKU BCEX
HEMPOHOB HE3aBUCUMO OT MX MEIMATOPHOI CHeL-
(GUIHOCTU, TOSBIISIETCSI BO3MOXKHOCTH YOCIMTHCH,
YTO JPYIUX HEPOHOB HA JAaHHOI CTaguM pa3BUTHUS
elle HeT.

Llennio Hamreit paboThI GBLIO TeTATBHOE UMMYHO-
IIUTOXUMUYECKOE U3YIeHHUE CTPOCHUST pAaHHUX TIEPU-
¢depryeckux HEMPOHOB Yy JIMUYMHOK CJACIYIOLIUX BU-
JIOB TPOXO(OPHBIX XKUBOTHBIX: 1. hakodadensis (Mol-
lusca: Polyplacophora), M. trossulus wn Crassostrea
gigas (Mollusca: Bivalvia), Tritonia diomedea (Mollus-
ca: Nudibranchia), L. stagnalis (Mollusca: Pulmona-
ta), P. maculata (Annelida: Polychaeta). Ucnionb3oBa-
JIU OMMCAHHYIO Bblllle KOMOWHAILIMIO aHTUTE U Jia-
3€pHbIi CKAHUPYIOLIMI MUKPOCKOI, YTO TTO3BOJIMJIO
MOJTyyaTh TpeXMepHble M300pakeHUs HEHPOHOB M
JeTaILHO aHAJIM3UPOBaTh X Mopdosioruto. ITokaza-
HO, YTO TTPaKTUYECKHU BCE paHHHE TTepudepiecKme
HelipoHBl, Kak B ACO, Tak 1 BHE €r0o, UMEIOT YSeTKHE
MopdosioTuyeckre TPU3HAKU, XapaKTepHbIe ISl
CEHCOPHBIX (BepOsSITHEE BCETO XeMOCEHCOPHBIX) Heli-
POHOB, 2 UMEHHO, alMKaJIbHBIN AEHIPUT, BBIXOIS-
MU Ha TTOBEPXHOCTh M OOBIYHO HECYIIUI MOBEPX-
HOCTHBIC PECHUIKU.

st SKCIepMMEHTOB II0 M3YYEHUIO BO3MOXKHOTO
Y4acTusl paHHUX CEHCOPHBIX HEAPOHOB B YIIpaBJICHUN
pa3BUTHEM OBbLTU BHIOpAHBI IMUMHKU TTouxeT P. macu-
latan P. dumerilii, TIOCKOJIBKY Y 9TUX BUIOB II€PBbIii IIe-
pudepryecKii CCHCOPHBIN HelipoH conepxut S-HT, a
3HAYUT, Ha €r0 (DYHKLIMOHAJIbHYIO aKTUBHOCTb MOXKHO
HaIpaBlIeHHO (apMaKOJIOTUYECKUA BO3ICHCTBOBATH,
onmokupys 5-HT penenTopbl niau MeHsIsT ypOBEHB €ro
CUHTe3a UHKyOalMeil B OMOXMMMYECKOM Mpe/liie-
CTBeHHUKe uin mHruourope cuHte3a (Diefenbach
et al., 1995; Yaguchi and Katow, 2003; Voronezhskaya
et al., 2004). ITocine MHKyOALIMM JIMYMHOK (PUKCUPO-
BaJIv JJIs1 TIOCJIENYIONIEA MMMYHOXMUYECKOM peak-
ouu Ha 5-HT, FMRFa u o-tyoynnH.

MATEPUAII 1 METO/JIbI

OO0beKTHI M cTaauu pa3suTua. PazBuBatoniuecs 3a-
POIBIIIN JIETOYHBIX MOJUTIOCKOB H. trivolvis w L. stagna-
lis, a Taxke nmonuxeTbl P dumerilii ObUIN TIOIy4eHBI OT
SKMBOTHBIX U3 JJAOOPATOPHBIX KYJIBTYP, COMEPXKAIITXCS
B UBP PAH. JInunHOK Mopckux MosuTtockoB C. gigas,
M. trossulus, I. hakodadensis, T. diomedea n TTOTMXeTHI
P. maculata monydanu ot XXKMBOTHBIX, BBUIOBJICHHBIX B
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MOpE U colepxKalluxcd B akBapuyMax. Jletanu conep-
JKaHUS XKMBOTHBIX, IMOJIYYeHUSI JUYMHOK, UX aHe-
cTe3upoBaHUs U (puKcauuu omnucaHbl paHee (Vo-
ronezhskaya et al., 2002, 2003, 2004, 2008; Buznikov
et al., 2003). 1151 UMMyHOXUMHWYECKOTO U3YyUYEeHUSI UC-
IOJIb30BAJIMCh TPOXOMOPHI Y BEJIUTEPhl MOJUTIOCKOB U
Tpoxodopbl nonuxer. Craguy pas3BUTUSL JIMYMHOK
OIpPEIEISNIM TI0 COBOKYITHOCTA MOP(OJIOrMYeCcKuX,
MOP(POMETPUYECKUX U TMOBEICHYECKUX TPU3HAKOB,
KaK OITMCAHO B IIPOLIMTUPOBAHHBIX BhILIIE pabOTaXx.

NvmyHoxuMHuYeckoe MapKupoBaHue. JIMYMHOK
aHEeCTe3MpPOBAIM B 7% BOTHOM pacTBOpe XJIopuaa
MarHus 1 pukcrpoBaiu 4—6 1 npu 4°C B CBexKeNpu-
rotoBieHHOM 4% mapadopmanbsaeruae Ha 0.1 M
dochatHom bydepe (Pb, pH 7.4). 3arem npenapatsl
otMmbiBasiv B @b (3 X 15 MUH), MO3TAanTHO MEePEeBOIU -
1 B 70% stanon (uepe3 30 u 50%) v XxpaHuau mpu
—20°C. [dus npoBeleHUS MMMYHOXUMUYECKOI pe-
aKIIUU JIMYUHOK MPUBOAUIN K KOMHATHOM TeMIepa-
Type u otMbiBasiu B @b. Hecnenuduueckoe cBsA3bI-
BaHUe Gj0KUpoBaJu B pactBope 10% HopMaJIbHOI
KO3bei ChIBOPOTKH, 0.25% GBIYBEr0 CHIBOPOTOYHOTO
anpoymmHa, 1% Triton X-100 1 0.03% a3uma HaTpus
B @b B TeyeHre HOYM. 3aTEM JIUYMHOK UHKYOMpOBa-
JIU B CMECH TIEpBUYHBIX aHTUTEJ, BKJIIOYAIOIICH aH-
t™-5-HT mwm antu-FMRFa anturena (IoJMKIoHAb-
HBIe, BBIpaboTaHBI B Kpoiuke, Immunostar, CIIA,
Ne 20080 1 20091, pa3enenue 1 : 2000—1 : 3000) 1 aH-
TUTEJA MPOTHUB alETWIMPOBAHHOTO O-TyOyJIMHa
(MOHOKJIOHAJIbHBIE, BBHIPA0OTAaHBI B MBIIIH, Sigma,
CIIA, Ne T-6793, passenenue 1 : 1000—1 : 1500) B
6okupylonieM pactBope 2—4 mHs mpu 4°C. 3arem
npenapatbl oTMbIBaJu B ®b u nukyouposaiu 2—4 4
MpU KOMHATHOM TeMIlepaType B CMeCU BTOPUYHBIX
aHTUTeJI, coliepKalleil goat anti-rabbit Alexa 488 IgG
u goat anti-mouse Alexa 546 IgG B ®Bb. IIpemapatsl
otMmbiBaiu B ®Bb u MoHTHMpOBaIM Ha TIpeIMeTHBIE
crekia B 80% rmmuepuH wimi TDE n uzyvyanm B na-
36pHOM CKaHHUpYIollleM KOH(MOKaTbHOM MUKPOCKO-
e TCS SP5, TCS SPE (o6a Leica, I'epmanust), uiu
LSM-510 (Zeiss, I'epmanus). I3 cepuit onTmdeckux
cpe30B TTonydann nmpoekimy B pexxnme Full Focus n
akcnoptupoBaiu ux kak TIFF daiinbl. JdanbpHeii-
Iyto oopaboTKy Benu B nporpamme Photoshop CS2
(Adobe, CIIIA). N306paxeHUsT KOHBEPTUPOBAIU B
HETaTUBBI, TaK YTO UMMYHOXUMHYECKOE MapKUpPOBa-
Hue 5-HT u FMRFa npencraBieHo 4epHBIM, a O-Ty-
OynnH (PUOJIETOBBIM. 3aTeM KOPPEKTHUPOBAIM SIP-
KOCTh I KOHTPACTHOCTb U MOHTUPOBAJIU OTIEJIbHbIC
U300paxkeHus B OJIOKU.

®dapmakosiorndeckue IKcnepuMeHnTsl. [lopesaH-
Hble Ha KYCKH IJIHHON 4—6 CM siflleBble KOKOHBI
P. maculata vnn pazpuBalommecs suna P. dumerilii
noMewanu B 25 ma vamku Iletpu (2—4 3apoabi-
ma/mia) 1 uHKyouposanu npu 20°C B cBeXenpuro-
TOBJIEHHBIX PacTBOpax CJIEAYIOIIMX BEIIECTB (BCe
Sigma-RBI, CIIIA) B ¢punbTpoBaHHOII MOPCKOIi1 BO-
Jle: aHTarOHUCT PeleNnTOPOB CEPOTOHUHA ITMPOKOTO
CIeKTpa OercTBMsS MuaHCepuH (mianserin hydro-
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chloride), ceporonux (5-hydroxytryptamine creatine
sulfate, 5-HT), meTabojmyecKuii IpeaniecTBEeH-
HUK CUHTe3a cepoToHUHa 5-hydroxy-L-tryptophan
(5-HTP), cenexTuBHBIIA MHTUOUTOP CUHTE3a CEPO-
ToHMHA TapaxyjopdeHunantanuH (L-p-chlorophenyl-
alanine, PCPA), FMRFamide (Phe-Met-Arg-Phe
amide). JI1g cTabmym3anuy pacTBOPOB B HUX J100aB-
asm 50 MKM ackopOMHOBOM KHMCJIOTHI. PacTBOpHI
MCHSUIUA eXeIHeBHO. JleificTBylole KOHILIEHTpaUun
noadoupaar B MpedBapUTEIILHBIX SKCIIEPUMEHTaX
TakK, YTOObBl MaKCUMaJibHasi KOHIEHTpPALMsl HEe OKa-
3bIBajla TOKCUYeCcKoro addekra (cMepTHOCTH Obla
MmeHee 50%). 3aponplilieii MTHKYOUpOBaIn, HAaYMHAS
co craguu 64 GracTtoMepa 10 ITOSIBJIEHUS IINTMEHTA B
IJia3ax y KOHTPOJIbHBIX, pa3BUBAIOIIMXCS B MOPCKOI
Boje MUIMHOK P. maculata (ctagusi cpeagHEN TPOXO-
¢opbl) WK A0 MOSBJICHUSI PECHUYHOIO IapaTpoxa y
KOHTPOJBHBIX IMYMHOK P. dumerilii (cTanusi paHHei
MeTaTpoxodopsl). B o0oux ciyyasix, Bpems MHKyOa-
uu cocTaBirsio 40—46 4. 3areM IMYMHOK PUKCUPO-
Banu u nipoBoaviu BeisiBiieHue S-HT, FMRFa u Ty-
OyJIMHA, KaK OIIMCAHO BHIIIIE.

PE3YJIbTATHI
Cencopuas npupoda paHHux nepughepurecKkux HeipoHoe

Mollusca: Polyplacophora (I. hakodadensis). B on-
TOT€HE3€ XMTOHA TMepPBbie KJIETKU, UMMYHOPEAKTUB-
Hble K aHtuTenam npotuB SHT u FMRFa (5-HT-UP
n FMRFa-WP), nogBiasioTcss Ha craguu paHHEM
Tpoxodopsl (24—30 4 mocJie OII0A0TBOPEHMS) U BCE
OHH pacIioyioxkeHbl B anucdepe. K HUM oTHocsTCs 18
5-HT-UP neitponos: 10 mon anmuKajdbHBEIM CyJITaH-
yukoM B ACO, 4 Ha mop3aJIbHOM 1 4 Ha BEHTPaJIbHOM
ctopoHe anucoepsl (puc. 1a), 10 FMRFa-UP nHeii-
poHOB: Tpu 1apsl B ACO U uyeThIpe HelipoHa Ha 10p-
3aJIbHOI CTOpOHE (pHcC. 1), a TaKKe JIBE Taphl JlaTe-
PaIBbHBIX KJIETOK, UMMYHOpPEeaKTUBHBIX U K 5-HT, u K
FMRFa (puc. 1r) (cM. Takke Voronezhskaya et al.,
2002). Bce 3T HEeipOHBI UMEIOT CTPOSHUE, XapaK-
TEpPHOE JIJIs1 CECHCOPHBIX HEPOHOB, 32 UCKITIOYEHUEM
nByx 5S-HT-MP u nByx FMRFa-MP kieTok 1o 6okam
Hetipormisg B ACO, KOTOpBIE TTOSIBASIIOTCSI HECKOJTb-
Ko 1o3:xe. Tak, HelipoHbl B ACO u jop3ajibHbIe HEMPO-
Hbl UMEIOT OyJIaBOBUIHYIO (hopMy, OazaabHbIE OTPOCT-
KU, WAyIIMe B HEMPOIWIb, U allMKaJIbHbIE OTPOCTKMU,
WIyIIMEe Ha TTIOBEPXHOCTh M OKAHYMBAIOIIUECS TEPMU-
HaJIbHBIM yToJeHueM (puc. 10). JIse maper 5S-HT-WUP
n FMRFa-NUP nmarepalbHBIX KJIETOK HWMEIOT B -
CTJIbHOM YaCTU KOMITAKTHYIO aMIIyJly C TyOyJIMH-I10-
3UTUBHBIM CONIepKUMBIM (puc. 1B, le, 13K).

Mollusca: Bivalvia (M. trossulus n C. gigas). I1o-
CKOJIBKY pa3jnyusl MEXIy BHUIAMU HEBEJIMKU, MBI
onuceiBaeM X BMecTe. [losiBlileHre paHHUX Heiipo-
HOB y M. trossulus ObU1O0 ontmcaHo Hamu paHee (Vo-
ronezhskaya et al., 2008). ¥ 06oux BUAOB BCe paHHUE
HEMPOHBI IOIBIISIIOTCI Ha CTaguu TpPoxXodophl Ha
anukagabHOM KoHIle Tena B obimactu ACO. K cragun

no3nHel Tpoxodopsl B ocHoBaHNN ACQO BBISIBISIOT-
ca Tpu—ueTbipe 5S-HT-MUP xneTtkn m Kaxkmass mMmeeT
KOPOTKU anMKanbHbI A€HOAPUT, KOTOPbII HECET Ha
anMKaJIbHOM KOHIIE IIyYOK KOPOTKMX PECHHYEK
(puc. 2a—2r). Pazauuuss mexmy BUIAMHM COCTOSIT
JIMIIb B TOM, UTO Y M. trossulus 3Ty KJIETKU OKPYTJI0i
¢dopwmnl, ay C. gigas OHM UMEIOT BhIPAaxKeHHYIO Oyjia-
BOBUIHYIO hopMy (puc. 20, 2r).

FMRFa-HNP panHne KJIeTKM y 000X BUIOB TTOSIB-
JISIIOTCSI IOCJIeA0OBAaTe/IbHO: CHAaYajla Ha CTaIuM paHHEeHN
Tpoxodopkl NostBIsgIeTcd omHa KieTtka B ACQO, 3arem
elle TpU, TIpUYeM, PacIoIOXKEHHBIE JIaTePaJIbHO KJIET-
KU CMEILAIOTCST BHU3 U HAa3all, a X 0a3ajabHble OTPOCT-
K1 MapKupytoT octoB oynymieii IIHC, yro nmo3BosisieT
CUYUTaTh UX MMOHepHbIMU. K cTaguu 1mo3mHeit Tpoxo-
¢dopsl B ACO mosBIsIIOTCS ellle ABe KJIEeTKW U BCe
mectb FMRFa-MUP kieTok MMeoT KOpPOTKME amnu-
KaJIbHbIC OCHAPUTBI W INOBEPXHOCTHBLIC PECHUYKH,
XapaKTepHBbIE IS CECHCOPHBIX KJIETOK (puc. 201—23).

Mollusca: Gastropoda (7. diomedea v L. stagnalis).
B pa3Butum ronoxadepHoro Mosuttocka 7. diomedea
TepBble KJIIETKY C MpU3HAKaMU HEMPOHOB IOSIBIISIIOT-
csl Ha cTaauu Tpoxoophl — paHHEro Beaurepa. PaHee
B IuTepaType Obu1u onucaHbl nsaTh S-HT-UP kieTok,
kotopsie pacnonoxeHbl B ACO. Tpu u3 HUX Oyi1aBo-
BUJIHBIE C AlMUKAJIbHBIMU CEHCOPHBIMU OTPOCTKa-
mu, a aBe HeceHcopHble (Kempf et al., 1997). JIBe
napel FMRFa-UP kieTok pacnojyiararorcs B 3aqHei
yactu 3aponpima. OgHa Tapa pacroJjioXXeHa BeH-
TPAJIbHO HEJAJIEKO OT 3ayaTka pPakOBUHBI, a apyras
cMellleHa BIiepe U JjaTtepaibHo (puc. 3a, 30). Kaxnas
n3 3agHuX FMRFa-UMP kieTok 6umnmoJisipHa, JJIMHHBII
OTPOCTOK WJET BIepell B allMKaJIbHYIO 00JIaCTh, KO-
POTKHUi1 OTPOCTOK BBIXOJUT Ha TOBEPXHOCTh U HECeT
MMYYOK JUIMHHBIX peCHUYEK (puc. 3B, 3r).

Y sMOpuOHOB NpynoBuka L. stagnalis Ha cTagu-
SIX, COOTBETCTBYIOIIMX TPOXO(ope 1 BEIUTEPY, BhI-
SIBJISIIOTCSI IBE KJIETKU B allMKAJIbHOI 00JIacTHU, IIPO-
SIBJISTIOLIIME MMMYHOPEAKTUBHOCTb K ITeNITUIAM CeMeii-
crBa RFamupna, tuposunrunpoxcuiase (pepMeHTY
cuHTe3a kKarexonamuHoB) u 5-HT; a takxke 3—4
FMRFa-UP kierku B 3anHeit monycdepe (Croll,
Voronezhskaya, 1996; Croll, 2000). AmnukajibHbIe
KJIeTKA OyJaBOBUAHON (HOPMBI MMEIOT KOPOTKUIA
JIEHIPUT, BBIXOMSAIIUN Ha MOBEPXHOCTh M HECYIIUMA
IIETOYKY KOpoTKux pecHuuek (Voronezhskaya et al.,
2004). B 3agHeit monycdepe pacionoxeHa Kaymaaib-
Hasl KJIETKA B 30He (h)OpMUPOBAHMS paKOBUHBI U ITapa
JIaTepaIbHBIX KJ1eTOK (puc. 31). KaynaabHbIX KJIE€TOK
MoOXeT ObITh ogHa i Ase (puc. 3e, 3x). Kaymanb-
HbIE KJIETKU BCETIa TPUIIOJISIPHBI, UX 0a3ajibHbIE OT-
POCTKM Y4YaCTBYIOT B CO3JaHMM OCTOBa OymyIeit
IHHC, a xopoTKu1ii anmMKaJbHBIIT OTPOCTOK BBHIXOIUT
Ha MOBEPXHOCTh M HECET MIETOYKY KOPOTKUX PECHU-
yek (puc. 33). JlarepanbHble KJIETKM PACIIOJOXKEHBI
cIpaBa U cjieBa IIpUOJIM3UTEIBLHO B CPEAHEHN YacTy TeJia
SMOpHMOHA 1 UMEIOT XapaKTepHYIO 3Be319aTyio (hopMmy.
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Puc. 1. PanHue ceHcopHbIe HeiipoHBI y Tpoxodopsl xuToHa /. hacodadensis. UmmyHoxummdeckoe MapkupoBanue S-HT n FMRFa
TIPEICTaBICHO YePHBIM, a O.-TYOYJIMH (prosieToBbIM. (a—B) — 5S-HT-WP HelipoHsl. (a) — cpenHsist Tpoxodopa, anuKaibHbIe Helpo-
Hbl B ACO (ar), TpyIla 10p3ajibHbIX HEHPOHOB (0H), IPYIIIa BEHTPaJIbHbIX HEUPOHOB (6H) 1 Mapa JiaTepalbHbIX TMOHEPHBIX HEil-
POHOB (s#) (BUII C TaTepaibHOI CTOPOHBI). (0) — anmMKaabHast 001aCTh Ha OOJIBIIIOM YBEIMUCHUH. Y alTMKAIBHBIX W TOP3aTbHBIX
HEMPOHOB BUIHBI allMKaJIbHbIE JEHIPUTHI C YTOJILIEHUSMU Ha KOHILIE (cTpesku). BeraBka: anvKaibHbIA JEHAPUT 10P3aJIbHOTO
HeMpoHa HeCeT MOBEPXHOCTHBIE PECHUYKM (CTpeJiKa). (B) — Mapa aMITyJISIPHBIX JIaTepaJbHBIX HEITPOHOB C aMITyJIaMU B allMKaJlb-
Hoii yactu (ctpenikn). (r—e) — FMRFa-WP HeiipoHsl. (1) — paHHsist Tpoxodopa, 1Be Napbl JIaTepalbHbIX HEHPOHOB (1) (BUI C BEH-
TpaJIbHOI CTOPOHBI). (1) — CpeaHsIst Tpoxodopa, anmmKalbHbIe HEHPOHHI (ax), Top3aJIbHbIC HEMPOHBI (OH) 1 JTaTepaibHbIe HEUPOHBI
(s1n). (€) — aTepajibHbIe HEUPOHBI Ha OOJIBIIIOM YBEIMYSHUN UASHTUYHbBI KJIETKaM, ITOKa3aHHbBIM Ha (B). (3)K) — Te 3Ke KJIETKHU, 10~
Ka3aHbl TOJIBKO O--TyOyJMH- WP cTpyKTypBl. AMITYJIBI 3a110THEHBI TYOYIMH-TIO3UTUBHBIM MaTEPUATIOM (CTPEJIKHU); ac — aluKaslb-
HBII CyJITAHYMK PECHUYEK, ni — TIPOTOTPOX. MacirabHble TuHeKku: (a) u (r) — 50 MKM, ocTajibHbIe — 10 MKM.

YV HUX HE OOHAPYKEHO OTPOCTKOB, BHIXOMSIIMX Ha T10-
BEPXHOCTb Y HECYIIMX PECHUYIKM (puc. 3u).

Annelida: Polychaeta (P. maculata). I1lepBbie Heli-
POHBI MOSIBJSIIOTCS] IPUMEPHO 3a CYTKHU A0 BBLIYILIE-
HUsI Tpoxodopbl M3 SLIEeBLIX 00o0JioueK. BHauaie
nosBisieTcss onmHouHas S- HT-WP knerka Ha 3amHeM
KOHIIe Tena (puc. 4a), 3aTeM K Heil 1oOaBIIsIIOTCS IBa
nepudepudeckux 5-HT-UP HelipoHa Ha mop3alib-
Hol1 cTopoHe (puc. 40, 4B), a HE3a40JIT0 A0 BBUIYILIE-
Hus nosBistiorcs HeiipoHsl B ACO: onun 5-HT-UP
(puc. 4r) u yerbipe FMRFa-W1P (puc. 41), a Takxke
OIVH BEHTPAJIbHBIN U ABa KayJaJIbHbIX ITepudepuye-
ckux FMRFa-WP HeiipoHa (puc. 41) (cM. Takke Vo-
ronezhskaya et al., 2003). Bce aTu paHHUe HEMPOHBI
MMEIOT XapaKTepHOE IJISI CEHCOPHBIX KJIETOK CTPOE-
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Hue (puc. 4e). Tak, u riepBasi KayaajabHasi, 1 obe 10p-
s3anmbHble 5-HT-WP k1eTku nMeroT HalpaBiIeHHBIN K
MOBEPXHOCTU ACHAPUT, HA KOTOPOM PACIIOJIOXKEHBI KO-
potkue pecHuuku (puc. 4a—4s8). Ilepsori 5-HT-UP
HeiipoH B ACO Takxke MMEeT CTPOEHIE, XapaKTepHOe
IUTSI CEHCOPHBIX KJIETOK: OyJ1aBOBUAHYIO (hOpMY U KO-
POTKUIA, JTUILIEHHBIH MTOBEPXHOCTHBIX PECHUYEK aru-
KaJIBHBIM IEHOPUT C YTOIIIEHUEM Ha KOHIE (puc. 4T1).
JIub nocine BputyrtuieHUs JIMYMHKU B ACO nosBis-
ercst HeckoabKo 5-HT-UP HelipoHOB, y KOTOPBIX OT-
CYTCTBYIOT MpPU3HAKU CEHCOPHBIX: MX COMa WMEET
OKpyTy10 hOopMy, U EAUHCTBEHHBII 0a3aibHbIN OT-
poctok uaet B Heliponuib ACO (puc. 4r).

Bcee Brienepeunicienneie FMRFa-MUP xietku
TaK>Ke UMEIOT CTPOEHUE, XapaKTEPHOE JLJISI CEHCOPHBIX
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Puc. 2. Panuue ceHcopHble HeiipoHbI Y Tpoxodop nBycTBOpUaThIX MOJUTIOCKOB C. gigas i M. trossulus. UMMyHOXUMUYECKOE

mapkupoBaHue 5-HT u FMRFa nipencrabieHo uepHbIM, a O-TyOyIuH drosaeToBbIM. (a, 0) — C. gigas, nepBbie 5S-HT-UP Heii-
ponbl B ACO Tpoxodopsl. (a) — oOIuit BUI; CTPEJIKU YKa3bIBAIOT HA alTUKAIbHBIE HEMPOHBI; a¢ — alUKAIBHBIN CyITaHIUK
pecHUYEK, nm — MPOTOTPOX. (0) — aNMKaJIbHBII HEMPOH Ha OOJIBILIOM YBEJIMUEHUU. ATTUKAJIbHbII JIEHIPUT HECET MOBEPXHOCT-
Hble pecCHUYKHU (cTpesika). (B, r) — M. trossulus, nepBbie 5S-HT-UP nHeiiporbl B ACO Tpoxodophl. (B) — 00LIMil BUA; CTPEIKU
YKa3bIBaIOT Ha alTMKaJIbHbIe HEIPOHBI. (T) — anMKaJIbHbIf HEAPOH Ha GOJIBILIOM YBEJIMUEHU . ATTUKAIbHBIN JEHAPUT HECET MO~
BEPXHOCTHBIE peCHUUYKU (cTpenika). (1—3) — nepBblie FMRFa-UP nelipoust y M. trossulus v C. gigas. (1) — 4eTbIpe CEHCOPHBIX
HEeWpOHa C amMKaIbHBIMU PEeCHUYKAMM B anucdepe paHHeil Tpoxodopsl M. trossulus (ctpenaku). (€) — cpemaHsiss Tpoxodopa
C. gigas: 4eTbIpe allMKaJbHBIX HeiipoHa (cmpeaku) U ABa TMOHEPHBIX HEPOHA HAa BEHTPAJIbHOM CTOpOHE (3KUPHBIE CTPEIKN).
Ha GosibllIoM yBeTMUEHUM BUHO, UTO aliMKaJIbHble HEMPOHBI (3K) U BEHTPaJIbHbIE TMOHEPHbIE HEHPOHBI (3) UMEIOT IEHIPUTHI
C MMOBEPXHOCTHBIMU PeCHUYKAMU (CTpeaKu). MaciTaGHble TMHEUKU — 10 MKM.

HelipoHoB. Bee yeThipe HelipoHa B ACO UMEIoT 1o o1~
HOMY KOPOTKOMY anyKaJIbHOMY JIMIIIEHHOMY PEeCHM-
4eK OEeHAPUTY C YTOJIIeHMeM Ha KoHIe (puc. 4e).
BeHnTpasibHas KJieTKa MMeeT ABa NeHAPUTA, KaxkKIblil
U3 KOTOPBIX BBIXOJUT Ha TMOBEPXHOCTh U HECET IO
y4Ky pecHuYeK (puc. 4x), a oda KaynaJIbHbIX HEM-
poHa UMEIOT MO OJHOMY JIEHIPUTY BOOPYKEHHOMY
pecHnukamu (puc. 43).

Dapmaronoeuneckas MOOYAAYUSL PA3BUMUSL

P. maculata. Ha momeHT ukcanum (47—53 4 1o-
cJie OTUIONOTBOPEHMST) KOHTPOJIbHbIE TUYMHKU P. mac-
ulata 6p1m1 B mHy 120—140 MKM ¥ MMeI XOpOIIOo

Pa3BUTBIA 3aMKHYTbII ITPOTOTPOX, COCTOSILLUIA U3 pec-
HUYeK JInHOM 20—25 MKM, anMKaJIbHBIN CYJITaHINK
pecHMYeK mIMHOM 33—35 MKM, a TaKXKe peCHUYKU B
poTOBOM OTBepcTUU (pHC. 5a). BBISIBISINCE ClieayIo-
mue 5-HT-UP knerku: mects B ACO, 1Be Ha MEpU-
IVaHaJIbHBIX HEPBaXx B aIMcdepe, IBe Ha JOP3aIbHOM
CTOPOHE JIMUMHKU B 00J1aCTU MPOTOTPOXa, BOCEMb—
JIeCSITh KJIETOK BOKPYT pTa M ABE KJICTKM Ha 3agHEM
KOHIIe TMINHKNA. OTPOCTKM 3TUX KIIETOK ITIPOXOININ
B IIIECTM MEpUIMAaHAIbHBIX HEpBax B 3Mnucdepe,
KOJIBLIEBOM HEpBE IIPOTOTPOXa, OKOJIOPOTOBOM HEP-
B€ U MapHBIX BEHTPaJIbHBIX CTBOJIAX (pHUC. 5a).

IMocne nuky6aiu B pactBope 100 MkM MuaHce-
pUHA TMYMHKY HUYEM HE OTIIMYAJIUCh OT KOHTPOJIS,

OHTOI'EHE3 Ttom48 Ne2 2017
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Puc. 3. PanHMe ceHCOpHBbIE HEHPOHBI Y OPIOXOHOTUX MOJIIIOCKOB. UMMyHOoxuMudeckoe mMapkupoBanue 5S-HT u FMRFa
TMIPENCTaBIEHO YEPHBIM, a O.-TyOyJINH (proseToBbIM. (a—r) — ABe napbl 3anHuX FMRFa-UP nuoHepHbIX HEPOHOB Y paHHETO
Bemurepa 1. diomedea. OnHa mapa pacriojiokeHa BEHTPaJIbHO (CTPEJIKM), a Apyrasi CMellleHa JaTepaTbHO ((KUPHBIE CTPEJIKHN);
BUJI C BEHTPAJIbHOI CTOPOHBI () U JIaTepajibHOM CTOpOHBI (6). Ha 60J1b1110M yBEIMYEHNH BUIHO, YTO HEITPOHBI BEHTPAJbHOM
napsl (B) M HEMPOH JlaTepaIbHOM Maphl (T) HECYT MOBEPXHOCTHBIE pecHUYKU (cTpenku). (1—u) — 3aguue FMRFa-WP nuonep-
Hble HEHPOHBI Y Tpoxodophl L. stagnalis. (1) — 001Ut B, TOKA3bIBAIOUIMIA KayJaJlbHbIN HEMPOH (CTpesiKa) U OAUH U3 IBYX
JIaTepalibHBIX HEMPOHOB (KUpHasi cTpeska). KaynaabHbIX HEIipOHOB MOXKET OBbITh OOUH (€) WJIM IBa (3K) ¥ OHU BCerna UMEIOT
KpoMe 0a3ajIbHBIX OTPOCTKOB (CTPEJIKM) alfMKadbHBIN OTPOCTOK C MYYKOM KOPOTKUX PEeCHUYEK (KMpHas cTpenka) (3). (1) —
JlaTepaibHasl KJIeTKa Ha GOJIBIIOM YBEJIMUEHUM (CTPENIKA); 6e — BEJUTIOM; 3p — 3a4aTOK paKOBUHBI. MaclTaGHbIC JIMHEITKY:

(1) — 100 MmxMm, octanbHbIe — 10 MKM.

6osee Boicokue KoHlieHTpauuu (200 1 500 MKkM) ObI-
yu TokcnyHeiMu. Maky6amus B PCPA npuBonuia K
KOHIEHTPALIOHHO-3aBUCUMOMY OCJIa0JIeHUIO UMMY-
HOpeaKILIMA B HEPBHBIX CTPYKTYpaX, OOHAKO BHEIITHE
JIMYUHKU HE OTJIMYAIUCh OT KOHTPOJBHBIX (pHC. 50).
Tak, mocne nakyoamuu B 10 MkM PCPA ymensbIma-
Jnock KoanvyecTBo 5S-HT-UP kietok, accouuupoBaH-
HbIX ¢ ACO, ucyesia peakiys B KJIeTKaX BOKPYT pTa,
a peaklivs B ABYX H1OP3ajibHBIX KJIETKaX U HepBax ObI-
Jia 3HaUYUTeIbHO ciiabee (puc. 560). B KkoHLIeHTpauuu
20 MKM JIMYMHKU TakKXe HE OTIMYIMCh OT KOH-
TPOJILHBIX (pPHUC. 5B), HO UMMYHOpPEaKIIUS MpaKTUIe-
5 OHTOI'EHE3 Ne 2
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CKM Mcye3Jia Be3/ie KpoMe IBYX KaylaIbHbIX KJIETOK U
nByx ki1etok B ACO (puc. 5B).

Nuxyoanmsa B 5-HTP npuBogmiia K TOpMOKEHUIO
pasButus. [Tocne nuky6auyu B 0.5 MM JTMYMHKY ObUTH
B JUIMHY He3HauyuTeabHO MeHbIne (110—120 Mxm) u
MMeEJIM HE3aMKHYTBIN MPOTOTPOX (IJIMHA PECHUYEK
10—15 MKM) 1 anMKaJbHBIN MYYOK peCHUYEK JIUHOMN
30—35 MKM, HO HE UMEJIM PECHUYHOTO IISITHA B POTO-
BOM OTBepCTUHU (pHUC. 5T). DTOT HAOOP MPU3HAKOB CO-
OTBETCTBYET 00Jiee paHHEN CTaaguu pa3BUTUSI, HEXE-
J1 KOHTpoJIb. UMMyHOpeakTuBHOCTS K 5-HT miposiB-
JIs11ach SIpKO B OOHOM KayJaJdbHOM KJIETKE, KOTOPYIO
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Puc. 4. PanHue ceHcopHble HEpOHBI y nonuxetbl P. maculata. UmmyHoxumunuyeckoe mapkupoBanue 5S-HT u FMRFa npen-
CTaBJICHO YEPHBIM, a O-TYOYyIuH (puroseToBbIM. (a—T) — 5-HT-UP HeiipoHbl. (a) — paHHSIS Tpoxodopa 10 BEUIYILUICHUS, BUJ C
JlaTepaJibHOI CTOPOHBI, TIEPBbIil KaydaJIbHbIN MTMOHEPHBIN HEUPOH (KH), Oa3albHbIE OTPOCTKHA KOTOPOTO 0003HAYAIOT OCTOB OyIy-
ILIUX BEHTPaJIbHBIX CTBOJIOB (6¢) M HEpBa NpoToTpoxa (#n). BcraBka: KaynanbHbIi HEHPOH UMEET KOPOTKUI alMKaIbHbBIN OTPOCTOK,
HeCyILL1iA IBe peCHUYKU (CTpesiku). (6) — Tpoxodopa cpasy rnociie BbUIyIUIeHsI, K KayIalbHOMY HEHPOHY J100aBISIIOTCS 1Ba 0P~
3IBHBIX HEMPOHA, KaXKbII M3 KOTOPBIX UMEET alTMKaJIbHbBII OTPOCTOK (CTPENKHU). (B) — alTUKATBHBII OTPOCTOK JOP3AJIbHOTO HEll-
pOHA BBIXOAUT Ha MOBEPXHOCTb U HECET PECHUYKM (CTpeKa). (T) — cpemHsist Tpoxodopa, B ACO BBISIBISIIOTCS TpU HEPOHA, 1Ba U3
KOTOPBIX UMEIOT OKPYIITYI0 (DOPMY M HE UMEIOT alTMKaJIbHBIX OTPOCTKOB (CTPEJIKM), a TPETUI1 NMeeT Oy1aBOBUAHYIO (hopMy U anu-
KaJIbHBIN OTPOCTOK (3KMpHas cTpeska). BcraBka: anvMKanbHBIN OTPOCTOK OKAHYMBAETCS TIOBEPXHOCTHBIM YTOJIIIEHUEM (CTpesika) 1
He HeceT pecHnueK. (1—3) — FMRFa-WP Heiiponsl. (1) — Tpoxodopa nocie BUTYIDICHYsI, BUI C BEHTPaTbHOI CTOPOHBI. [TokazaHbI
YyeThIpe anMKaJIbHbIX HeMpOHa (CTpeJIKK), BEHTPAJIbHBII HEMPOH (6H) 1 IBa KayJaJlbHbIX HellpoHa (kH). ba3ajibHble OTPOCTKY BeH-
TPaJIbHOTO U KayIabHbIX TMOHEPHBIX HEMPOHOB 0003HAYAIOT OCTOB OYIYyILIEr0 BEHTPAILHOTO HEPBHOT'O CTBOJIA (6¢), HEPBA MPOTO-
Tpoxa (K1) 1 OKOJIOPOTOBOTO HepBa (0#), B TO BpeMsl, KaK OTPOCTKU HeiipoHOB B ACO He BBIXOISIT 3a TIPeNeibl alluKaTbHOTO Hell-
poruist (au). (€) — BCe alMKalbHbIe HEIIPOHBI UMEIOT alMKaIbHbIe NEHIPUTHI (CTPENIKK). (3K) — BEHTPaIbHbIIA HEMPOH MMEET IBa
0a3aTbHBIX OTPOCTKA (CTPEJIKM) U 1BA alTMKAIBHBIX OTPOCTKA, HECYIIINE TI0 ITyYKY PECHUYEK (SKUPHBIE CTPEJTKM). (3) — KayIaTbHbII
HEWPOH NMeeT ba3aTbHBIN OTPOCTOK (CTpeJIKa) 1 alIMKaJIbHBI OTPOCTOK, HECYIIINI ITy4OK peCHUYEK (KMpPHAasI CTPEJIKA); ac — aru-
KaJIbHBII CyJITAHYMK PECHUYEK, 1M — MPOTOTPOoX. MaciuTabHble TUHEeKu: 10 MKM.

o ¢opMe Mbl UICHTU(PULIMPOBAIN KaK MEepBbIil Ka-
yaaJdbHbIA HEUPOH (kH, pUC. 4a), U €€ OTPOCTKax.
Kpome Toro, crmabast peakiyst HaOI0MaIach B OMHOM
arnuKaJbHONW 1 OIHOU MOp3aJlbHON KjeTKe (puc. 5r).
IMocne uHky6aiuu B 1 MM 5-HTP pasmep JmunHOK
ob11 eme MeHble (100—115 MKM), TIPOTOTPOX COCTOSIT
U3 OTAENbHBIX MyYKOB KOPOTKMX PECHUYEK JJTMHOU 5—

10 MKM, a anmUKaJbHBII My4OK PeCHUYEK UMEN JTJIUHY
10—15 MxM (puC. 5m), 4TO COOTBETCTBYET ellie Oosee
paHHell craguu pa3Butusi. UMMYyHOpPEAKTUBHOCTh K
5-HT BbISBIISITIACh TOJBKO B Tejie OOHOI KayoaJlbHOMN
KJIETKU 1 OTCYTCTBOBAJIa B €€ OTPOCTKAX (pHUC. 51).

ITocne nuky6auuu B 0.5 1 1 MM 5-HT anuuHku
He OTJIMYAJICh MO pa3Mepy OT KOHTPOJBHBIX, HO

OHTOI'EHE3 Ttom48 Ne2 2017
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Puc. 5. Tpoxodops! P. maculata iociie (papMakoJIOrHIeCcKOM MOIYJISIIIMU YPOBHSI CUHTE3a CEpOTOHUHA. UMMyHOXMMMUYECKOe
mapkupoBaHue 5-HT (depHblit) 1 o-TyOynuHa (uoseToBsiit). Bum ¢ BeHTpallbHOIM CTOPOHBI; (a) — KOHTPOJIb. Tpoxodopa
MMeeT Pa3BUTYIO HEPBHYIO CUCTEMY M XapaKTepHBI HAOOP PECHUYHBIX CTPYKTYP: a¢ — alUKaJIbHBIA CyJTaHYUK PECHUYEK;
nm — TIPOTOTPOX; po0 — PECHUYKU B poToBOM oTBepcTuu. [IpucyrcrByior Bce 5-HT-WP HelipoHbl, xapakTepHble ISt
Tpoxodopkl 3710t cramuu (cM. Voronezhskaya et al., 2003). (6) — wunky6auusa B 10 MkM PCPA. BuemiHe tpoxodopa He
ormmyaetcs ot KoHtpossi. Konmaectso 5-HT-WP HeitpoHOB MeHbIIIe, YeM B KOHTPOJIE, a peakiius ciiabee. (B) — MHKyOamus B
20 MM PCPA. BHeurHe Tpoxodopa He OTIIM4YaeTcsl OT KOHTPOJIsI, HO KoindecTBo 5S-HT-UP ki1eTok elie MeHblile, a peakiyst
ele ciabee. (r) — uHky6awus B 0,5 MM 5-HTP. Tpoxodopa BHITISIIUT MeHee pa3BUTOM, BhISIBISIIOTCSI TpU 5S- HT-W P HeiipoHa:
TIEPBBIN KayqalbHbIN HEHPOH (KH) U IBE KJIETKU CO cllaboii peakuuei (ctpenku). (1) — nakyoauwms B | MM 5-HTP. Tpoxodopa
BBITJISIIUT ellle MeHee pa3BUTOM. BBISIBIsIETCST TOIBKO MEPBBIM KaymalbHBIM HelpoH (k#). (€) — mHKy6auus B 1 MM S5-HT.
Tpoxodopa BHIJISIIUT MeHee pa3BUTOI; B Teje HAOMIOAACTCSl XaOTMYECKMIl CIPYTMHI HEPBHBIX OTPOCTKOB (CTPEJIKM).
BriaBistioTcst 1Ba KaygaJlbHBIX U OOWH OOP3aJbHBIN HeiipoH (cTpeliku). MaciitabHble TMHEHKU: 10 MKM.

MMEJIM HE3aMKHYTbIM ITPOTOTPOX, COCTOSIIUKN U3
pecHuYeK JauHoi 20—25 MKM U alMKaJbHBIN CYyJI-
TaHYMK pecHMYeK uIMHOM 33—35 mMxMm. B Tene Ha-
OJrofacs XaOTUYHEBIN CIIpYTUHT TyOoyImH- P Bojto-
KOH (puc. 5e). UMmyHopeakTuBHOCTb K 5-HT BbIsSIB-
JIsIach BCEro B HECKOJIBKMX KJIEeTKaX M MajoM
KOJIMYECTBE OTPOCTKOB (puc. 5¢).

P. dumerilii. Ha momeHnT puxkcauuu (50—55 9 no-
cJie OTIJIOAOTBOPEHUS ) TMUMHKY UMEY TTPOA0TroBa-
Ty10 hopmy, WIMHY 240—260 MKM, XOPOILLIO Pa3BUTHIA
3aMKHYTBII TMPOTOTPOX, COCTOSILIMIA U3 PECHUYEK
IMHOM 20—25 MKM, peCHUYHbIE 00pa30BaHUs B Ka-
yAaJbHOI 00sacTU (TTapaTpoxX U TEJIOTPOX), a TAKXKe
TPU TIapbl XeT. ANMUKaJIbHBINA CYJITaHUMK PECHUYEK
yXe pexyunponaics (puc. 6a). MMarnHaabHast HEpB-
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Hag crcTeMa ObIjia YK€ XOPOILIO pa3BUTa U BKITIOYAJa
onuHHaauatek 5-HT-UP HeiipoHoB (puc. 6a).

PacTBop MMaHcepuHa UM He BIWSIT HA pa3BUTHE
JuurHoK (20 MKkM), uiau ObL1 TokcudeH (50 MKM).
AHajoTmIHBIM 00pa3oM, pactBop PCPA nian He BIIi-
ST Ha pa3BUTHE JUIMHOK (10 MKM), 11 ObLIT TOKCH -
yeH (20 MKM).

Muky6auusa B 5S-HTP nmpuBoauia K KOHIIEHTpa-
LIMOHHO-3aBUCUMOMY 3aMeJICHUIO pa3BUTHsI. B KOH-
neaTpanuu 0.5 MM TUMYMHKNA HA MOMEHT (pUKCAIn
HaXOOWJIMCh Ha CTaAWUU paHHE TPoxo(opbl: OHU UMe-
JI1 OKPYIITyI0 hopMy, mHY 180—200 MKM, 3aMKHYThIiA
TMIPOTOTPOX M3 pEeCHWYEK IIIMHON 12—15 MKM, Teso-
TPOX, COCTOSIIINI U3 OTAEIbHBIX ITyYKOB peCHUYEK, 1
anuKaJdbHbI cyaTaHUYuK. [lapaTpox oTcyTcTBOBaj
(puc. 66). HepBHag cucteMa COOTBETCTBOBaIa CTa-

5*
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Puc. 6. JIlnuunuku P. dumerilii nocne ¢apmMakoiorndeckoit Moy ypoBHst cuHte3a S-HT u FMRFa. UMMyHOoxuMmnueckoe
mapkupoBaHue 5-HT (uepHsblit) u oi-TyOyrHa (proneToBslil). Bua ¢ BeHTpaibHOI CTOPOHBI; (2) — KOHTPOJIb. MeTaTpoxodo-
pa UMeeT XapaKTepHbI HaOOp PeCHUYHBIX CTPYKTYP: na — MapaTpox; nm — MPOTOTPOX; me — TeJOTPOX; xe — XeThl. [1pucyr-
cTBYIOT Bce 5-HT-WP HelipoHbl, XapaKTepHBIE 1JIs1 MeTaTpoXodopbl 3Toi cTaanu (cM. Starunov et al., 2017). (6) — nHKyOaust
B 0.5 MM 5-HTP. JInunHka HaxoouTcsl Ha cTaguu paHHeil Tpoxodopsl; S-HT-WUP HeitpoHBI COOTBETCTBYIOT CTaaAUM paHHEM
TpoxodhOpHkl; ac — aNMKaJIbHBIN CyITaHUYUK pecHUYeK. (B) — nHKyOamus B 1 MM 5-HTP. JInunHka HaXoquTcst Ha CTaguu po-
TpoxodhOpHl, BRISIBISIIOTCST TOJBKO aABa 5S-HT-UWP HelipoHa: KaynaabHbI HEMPOH (KH) U allUKaJIbHBIN HEpoH (ax). (T) — UH-
kybauus B 10 MkM 5-HT; o.-tyOynuH- P cTpyKTypbl IEMOHCTPUPYIOT XaOTUUHBIN CIIPYTUHT HEPBHBIX OTPOCTKOB, XOTS CPEAU
HUX MOXHO OIPENEIUTh BEHTPAJIbHBIE CTBOJIBI (CTPEJIKN) U LIepeOpasibHbINM raHTIuit (kupHas ctpeinika); S-HT-WP HeitpoHsl
He BBIIBJISTIOTCA. (1) — uHKyOauust B 50 MKM 5-HT; o-tyoynmH- P cTpyKTypbl A6eMOHCTPUPYIOT XaOTUYHBIN CIIPYTUHT Oe3
BO3MOXHOCTU MACHTU(MUIIUPOBATH YaCTU HEPBHOM cucTeMbl. (¢) — nHKyoOauus B 100 MM FMRFa; nnunHka He oTanJaeTcst

OT KOHTPOJIbHOI. MacimTabHble TuHeHKu: 10 MKM.

IUK paHHel Tpoxodopkl, mpu 3ToM, Bce 5S-HT-UP
HEWPOHBI BBISIBISLIUCH, XOTSI MTHTEHCUBHOCTb UMMY-
HOpeaKluM B HEKOTOPBIX U3 HUX ObLIa MOHMWXEHa
(puc. 66). B xoHueHTpamuu 1 MM pasBuTthe ObLIO
MPaKTUYECKU OCTAHOBJIEHO: JIMUMHKW HAXOAWUJIMCh Ha
cTamuu TpoTpoxodopsl, uMenn LMHy 180—190 MxwM,
anyuKaJabHBINA CYJITAHYUK Y HE3AMKHYTBII MTPOTOTPOX
(puc. 6B). BorgBisiuch Toabko nBa 5-HT-UP wHeit-
pOHa: NepBbIii KayaaJbHbI U MEPBbIii alUMKaJIbHbIN
(puc. 6B).

Muky6auus B pactBope 5S-HT npuBomia Kk Hapy-
LIEHUIO pa3BUTHS: aOHOPMaJTbHOMY CIIPYTUHTY HEPB-
HBIX OTPOCTKOB (II0 MMMYHOMEYEHMIO Ol-TyOy/IMHA).
Tax, B koHLIeHTpauuu 10 MKM JIMUMHKU, CyIs TI0 pa3-
MepaM, HaXOAWJIWMCh Ha CTaAUuU paHHEU Tpoxodophl,
HO HE UMEJIU Pa3BUTOIO MPOTOTPOXA U alKaJIbHOIO
CyJITAaHYMKA, a B UX HEPBHOM CUCTeMe MPUCYTCTBOBAJIO
MHOKECTBO XaOTUYECKU BETBSIIIUXCSI OTPOCTKOB, XOTS
KOHTYpbI 11€peOpaIbHOTO TaHMJIUS W BEHTPAJIbHBIX

HEPBHBIX CTBOJIOB MOXHO OBIJIO pacro3HaTh (puc. 6r).
B xonneHnTpanuu 50 MkM HabOII01aIMCh JIMIITH Xa0-
THYECKH BETBSIIMeCS BoJOKHa (puc. 6m). Hukakmx
5-HT-UP crpykryp mocne mukyboauuu B 5-HT He
BBISIBJISLIOCD.

IMocne unkybauuu B pactBope FMRFa (10—
100 MKxM) TUYMHKY HE OTINYAIMCH OT KOHTPOJIBHBIX
HHU 110 0011IeMy cTpoeHuIo, HU 1o 5-HT-MUP Heiipo-
HaM (puc. 6e).

OBCYXIEHMWNE

Pesynbrarhl Halllero uccienoBaHUsl IMOKa3asu,
YTO y BCEX U3YYEHHBIX BUIOB TPOXO(MOPHBIX XKUBOT-
HbIX HeliporeHe3 HauuHaeTcs C Tepudepudyeckux
TPaH3UTOPHBIX HEMPOHOB U Ha CTAAUU TPOXO(hOPHI
(1o TaHHBIM MUMMYHOXMMUWYECKOTO MapKMPOBaHUSI
antutenamu npotus 5-HT, FMRFa u a-ty0ynnHa)
BCE€ HEUPOHBI 32 PEAKUMU WUCKIIOUYEHUSIMU UMEIOT
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KOMIUJIEKC IIPU3HAKOB, IMO3BOJSIONINX CUYUTATh KX
CEHCOPHBIMHU. DTO mepudeprndecKkoe pacIiogoxKe-
HUe, HaJInyre 0a3ajbHbBIX OTPOCTKOB, CBSI3bIBAIOIIINX
€ro ¢ LIEHTPaAJILHEIMU OTlIeIaM1 HEPBHOI CHUCTEMBI,
W anUKaJIbHOTO JACHIPUTA, BHIXOASIIETO HA TTOBEPX-
HOCTb TeJIa U UMEOILeT0 TePMUHAIBHOE YTOJIIICHYE,
a Takxke (He BCErma) peCHUYKM Ha KOHIE AEHIPUTA
WIM B aMIyJbHOM ITOJIOCTU (B Cy4ae JlaTepajbHbIX
KJIETOK Tpoxodophsl XuToHa). BeposiTHee Bcero, aTu
KJIETKU SIBJISIIOTCSI XEMOCEHCOPHBIMHU, TaK KaK OHU
MMEIOT YepTHhI, XapaKTepHbIE IJISI XEMOCEHCOPHBIX
HEMPOHOB (aNMKaJbHBIN ACHIPUT C pECHUUYKAMU Ha
MOBEPXHOCTH), M He 00JIagaroT IIpU3HaKaMU, Xapak-
TEPHBLIMU JIJISI CCHCOPHBIX HEIAPOHOB APYroii MOIaJIb-
Hoctu (Croll, 1983; Shepperd, 1988).

Jlokanuzamusi, ¢opma M MeauaTtopHasl CHelu-
(GUYHOCTb paHHUX CEHCOPHBIX KJIETOK U XOJ UX OT-
POCTKOB DPa3IMyamTcsl Y TpoXodop pa3HBIX BUIOB
(puc. 7). Y Tpoxodopbl XUTOHA CHayajla MOsIBJISIIOTCS
JIBE Mapbl MMOHEPHBIX HEMPOHOB JlaTepaIbLHO B Mpe-
TPOXaJIbHOI 00JIaCTH, a UX LIEHTPaJbHbIE OTPOCTKHU
UAyT BOepeld B o0JjacTb Oymyllero nepedpaaibHOIro
TaHTJIUS, TTPOXOISIT B KOHTpajlaTepalbHyIO 00J1acTh,
MOBOPAYMBAIOT Ha3aJ U MapKUPYIOT 30HY (hOPMUPO-
BaHUSI BEHTPaJbHBIX HEPBHBIX CTBOJIOB. [1o Mopdo-
JIOTUM 3TU KJIETKU COOTBETCTBYIOT TaK Ha3bIBAMbIM
“aMITyJIIpHBIM” CEHCOPHBIM HelipoHaM, OIIMCaH-
HBIM Yy PsiJia MOJUTIOCKOB M TIOJIUXET, Y KOTOPBIX AU~
CTaJlbHAsI YacThb 3allOJIHEHA TVIOTHO YIMaKOBAaHHBIMU
pecanukamu (Haszprunar et al., 2002). Uyt mo3:xe
muddepennupyercs rpyrmma 5S-HT-, u FMRFa-UP
HEeHpPOHOB B allMKaJIbHOM 00JIACTH, OTPOCTKHU KOTO-
pBIX UAYT B 30HY (POPMUPOBAHUS liepeOpPaIbHOIO
ranms (puc. 7a). TakuM ob6pa3om, paHHHUE Heilpo-
HbI Y TPOXO(MOPHI XUTOHA — 3TO HAOOP U3 HECKOJIb-
KUX JIEeCSITKOB TIeprudepruIecKUX CEHCOPHBIX KJIETOK
pa3HOro TUMa: ¢ anuKaJlbHbBIMU peCHUYKaMu, 0e3
pecHuYek u amiyisipHbie. CienoM 3a HUMM B OCHO-
BaHun ACO MOSBIISTIOTCS HEMPOHBI 03 MPU3HAKOB
CEHCOPHOI MOJAJIbHOCTU.

Y nBycTBOpYATHIX MOJLTIOCKOB M. trossulus v C. gi-
gas Bce paHHUE HEMPOHBI CEHCOPHbBIE U UMEIOT ITy4YKU
anMKaJIbHBIX pecHUYeK (puc. 70). Bce oHu mosBisi-
10TCcs B ancdepe, a 3areM yacthb opmupyet ACO, a
OJlHa TMapa cMellaeTcsl Ha3al U TTochlUIaeT 0a3albHbIe
OTPOCTKU, MapKUPYOIlIue BEHTpaJIbHbIE CTBOJbI OY-
nymeir ITHC (Voronezhskaya et al., 2008). Mexmy
TeM, Yy TPECHOBOJHOIO JIBYCTBOPYATOIO MOJLTIOCKA
Dreissena polymorpha, KOTOpbIii, B OTIMYKE OT JApY-
TUX MPECHOBOJHBIX IBYCTBOPOK, pa3BUBaeTCsl yepe3
CTaInIO TPOXO(OPHI M Beaurepa MogodHO MOPCKUM
Bivalvia, koHdurypauuss paHHUX HEHPOHOB MHas.
Cawmble nnepBble HeipOoHBI IOABJIsII0TCSI B ACO, HO X
OTPOCTKM HE BBIXOAST 3a MpeAesbl alnuKalbHOTO
Heliporis, a octoB oynyieit LIHC mapkupyet onm-
HouHast ceHcopHasi 5-HT-UP knerka, koTopasi mmo-
SIBJISIETCS TTO3KE U pacrnosioXkeHa BEHTpaJIbHO B 3a-
Het yactu tnamHKM (Battonyai et al., 2015).
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Cpenu racTpoIio, y rojoxadbepHOro MOJUIIOCKa
T. diomedea pannue 5-HT-UP HeiipoHBI B KoJmde-
CTBE TPEX CEHCOPHBIX U JBYX HE CEHCOPHBIX TTOSIBJISI-
orcst B ACQO, a nx 06a3ajbHbIe OTPOCTKM HE BBIXOMIST
3a mpenenbl anukanbHoro Heiponwisa (Kempf et al.,
1997). OcroB oynymeit LIHC ouepunBaioT 0a3ajib-
HbIE€ OTPOCTKM yeThipex nepudepndeckux FMRFa-UP
CEHCOPHBIX KJIETOK, PACIIOJIOXEHHBIX B 3aIHE 4acTu
Tejla U HEeCyIIUX alMKaJabHble peCHUYKM (puc. 7B). Y
0OJIBIIIOTO MPYAOBUKA MATTePH MUOHEPHBIX HEHPO-
HOB CXOXK, OTJIMYAeTCsl TOJIbKO YMCJIO KJIETOK: IBa
5-HT-WP anukanbHBIX CEHCOPHBIX HEMpOHa U TPU
3agHux FMRFa-UP knetku (puc. 7r). OgHako B OTJIM-
Yye OT TPUTOHUU TOJIBKO Y YaCTU 3aIHUX KJIETOK OOHa-
PYKMBAIOTCS MPU3HAKY CEHCOPHOM MOIATBHOCTH.

VY monuxeT marTepH IepudeprudyecKUX IMHMOHEp-
HBIX HEMPOHOB CUJIbHO oTiawnyaetrcs. ¥ P maculata,
KOTOPHI HMeeT JOJIT0 KMBYIIYI0O B TUIAHKTOHE
IUIAHKTOTPOMHYIO0 JTUYMHKY, BCE paHHUE HEHPOHBI
CEHCOpHBIE, IIPUYEM MEPBBIMU TTOSIBIISIOTCS KIIETKU
Ha 3aJHEeM KOHIIE Tejla, KOTOpble MapKUPYIOT OCTOB
oynymeit IHC, a noToM K HUM MHPUCOSAUHSIIOTCS
HelipoHbl B ACO. CaMblii TiepBblii HEMPOH pacIoo-
KEH CTPOro KaydajJbHO, MMMYHOPEaKTUBEH K CEpO-
TOHUHY U HECET aluKajbHble PECHUYKH, a ero Oa-
3aJIbHbIE OTPOCTKU MapKUPYIOT BEHTpaJbHbIE CTBO-
JIbI 1 HEPB IIPOTOTpoOXa. 3aTeM K HeMy 100aBIISTIOTCS
eme 1Ba 5S-HT-WUP u tpu FMRFa-UP nHeiipoHa, or-
POCTKM KOTOPBIX TaKKe MapKHUPYIOT obyiactu dop-
mupoBaHus ITHC. Bce oHUu ceHCOpHbIE U pacIiofio-
2KEHBI B 3aHel 1moioBuHe Teja (puc. 7a). ITossisio-
muecss B 3To Bpems HelipoHBI B ACO, kKak U ¥y
racTpoIIO[, He TIOChUIAIOT OTPOCTKH 3a MpPeIeIbl altu-
KaJibHOU obnactu. TakuMm obpasom, y P. maculata Bce
obHapyxeHHbIe y Tpoxodopsl 5S-HT-UP 1 FMRFa-
WP HeiipoHBl ceHCOpHBIE. Y Onm3Koro Buga P. du-
merilii, UMEIOILIET0 KOPOTKO XXUBYILYIO JIELIUTOTPOD-
HYIO JIMYMHKY, IIaTTEpH NUOHEPHBIX HEWPOHOB HE-
CcKoJIbKO ormuaercs (Starunov et al., 2017). Tak ke,
Kak y (pusutogole, Bce HAYMHAETCS C TOSIBJICHUST Ka-
YIaJIBHOIO CEHCOPHOT'O HEepoHa, HO OH UMMYHOpPEaK-
tuBeH U K 5-HT, u kK FMRFa. lop3anbHbie 5-HT-WUP
kieTkn 1 3agaue FMRFa-UP kiaeTtkn oTcyTCTBYIOT,
3aTo B IocTpoeHuu octoBa Oynyieid [IIHC ygacTBy-
IOT allMKaJbHBIE U JlaTepajibHbIC KJIECTKM, ABE U3 KO-
TOPBIX HE UMEIOT IPU3HAKOB CEHCOPHEIX (puc. 7¢).

CpaBHEHHE MOJYYEHHBIX PE3Y/IbTAaTOB ITO3BOJISIET
clenaTh 1Ba BbIBoda. Bo-TepBbIX, 3HAUUTEIbHBIE OT-
JIMYMS B UMCJIE, pACIIONOXEHUN, MOP(OJIOTUM U MEOU -
aTOpHOM CcrHeIU(UIHOCT PAaHHUX HepudeprIecKx
HEMPOHOB Yy Pa3HBIX BUIOB 3aCTABJSIOT IPEAIOJO-
KUTH, YTO OTU HeﬁpOHbI HE roMoJIoTMYHbI. Bo-BTO-
PBIX, TO, YTO Y TPOXO(MOPHBIX XUBOTHBIX C Pa3HbIMU
THITAMHU pa3BUTHS (CBOOOTHOILIABAIOIIAS MJI MHKAII-
CYJAMpOBaHHAs JTMYMHKA, TUIAHKTOTPOMHAS WIMN Jie-
mutToTpodHast Tpoxodopa) HeliporeHe3 BCerga Hauu-
HaeTcs ¢ neprudeprudecKnx HEMpOHOB C IPpU3HAKAMU
CEHCOPHOI MOIAJIbHOCTHU, 3aCTABJISIET IIPEAITOJIOKHTD,
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Puc. 7. Cxema pacrnoyioxkeHUs! paHHUX MeprudepruIecKuX CECHCOPHBIX HEMPOHOB y TipencraButeneil Trochozoa: 1. hacodadensis
(a), C. gigas u M. trossulus (06), T. diomedea (B), L. stagnalis (t), P. maculata (n) u P. dumerilii (). OTHOCUTEIbHBIE Pa3MEPbI HE
cobmmoneHbl. Bup ¢ BeHTpaibHOIT cTOpoHbI. B Kaxknoii mape cieBa cxema 5-HT-WP HelipoHos, a cripaBa FMRFa-UP neiipo-

HOB. OOBSICHEHUE CM. B TEKCTE.

4qTO CI)YHKL[I/H/I 9TUX HCﬁpOHOB CXO2KM 1 BEPOATHEEC BCC-
TO CBA3AaHLbI C MO,E[y.]ISILIPIefI IIporpaMMmbl pa3BUTHA.

Panee, Ha ocHOBaHMY CPABHUTEILHOTO MMMYHO-
XUMHMIECKOTO W3YYCHHST HeWporeHe3a pa3IMIHBIX
TpencTaBuTeNe TPOXO(hOPHBIX XKUBOTHBIX MBI IIPEI-
MOJIOXWIN, 4YTO 0a30BBIN ClIeHApUii 3aKJIagK1 HEPB-
HOI CUCTEMBbI COCTOUT U3 CJICAYIOIIMX 3TAIlOB: CHa-
yana nuddepeHIUpyoTcss nepudeprudeckue Muo-
HepHbIE HEMPOHBI, OTPOCTKUA KOTOPBIX (POPMHUPYIOT
OCTOB, BIOJIb KOTOPOTO BITOCIEACTBUY OyIeT (hopMu-
poBathbCs AeUHUTHBHAS HEpBHAas cuUCTeMa. 3aTeM
dbopMupyeTcss TMIMHOYHAsT HEPBHASI CUCTEMa, opra-

HM3aUsI KOTOPOU KOPPEIMPYET C TUIIOM JIMYMHOY-
HOTO Pa3BUTHUSL: Y ITNTAHKTOTPOMHBIX TUYMHOK C IJTH-
TeJIbHBIM JIApBaJIbHBIM TEPUOIOM OHa YCTpPOEHa
clioxHee, 9yeM y JenurorpodHbix. ACO ecTh Bcerna,
a 3HAYUT, SIBIISIETCSI HEOThEMJIEMOM 4YacThiO JIMYM-
HOYHOI HEpBHON CHCTEeMBI. 3aTeM BIOJb ITyTeH,
MPOJIOKEHHBIX MMOHEPHBIMU HEMipOHaAMU, HAYMHAET
dopMupoBarbes neUHUTUBHAS HEepBHasl CUCTEMA,
JINYMHKA BCTyHaeT B MeTaMop(d03 U MpeBpalllacTcs B
IOBEHUJIbHOE XKUBOTHOE. [IMoHepHbIe HEIIPOHEI UC-
Ye3aroT, a JMYMHOYHAS HEPBHAS CUCTeMAa JereHepr-
pyeT WIM YaCTUYHO BKJIIOUAETCS B COCTaB MMAaru-
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HanpHOI (Voronezhskaya et al., 2002, 2003, 2008,
2010; Nezlin, 2010). ITosrydeHHbIE TaHHbBIE TTO3BOJISI-
IOT CAeIaTh OMHO CYIIECTBEHHOE NOITOJIHEHNE: HEIPO-
reHe3 TPOXO(OPHBIX JKMBOTHBIX BCETIa HAYMHACTCS C
MOSIBJICHUSI CEHCOPHBIX (BEPOSITHEE BCErO0 XE€MOCEH-
COpHBIX) TepudeprIYeCcKNX HEMPOHOB, a Oa3alibHbIC
OTPOCTKM HEKOTOPBIX M3 HUX (DOPMUPYIOT OCTOB Oymy-
ek 1e(PMHUTUBHON HEPBHOM CUCTEMBI.

Tor dakT, YTO CeHCOpHBbIE HEHPOHBI MEPBLIMU
nuddepeHIMpPYIOTCS B MpoIlecce OHTOreHes3a, 1Mo3-
BOJISIET MPEATOJIOXUTh, YTO IJISl peaiu3aliuu Ipo-
rpaMMbl Pa3BUTUS 3apOJIbIIITY BaXKHO BOCIPUHUMATD
KaKMe-TO paCTBOPEHHBIE B BOJIE XMMUYECKUE CUTHA-
Jibl. ENMHCTBEHHBIM U3BECTHBIM K HACTOSIIIIEMY Bpe-
MEHU XMMUYECKUM BEIIECTBOM, KOTOPOE BOCIIPUHU -
MaeTCsl CECHCOPHBIMM HEMpPOHAMM JIMIUHKU U U3Me-
HSIET XO[I €€ pa3BUTHS (BbI3BIBAET TepeXo B 0COOYI0,
“crisrryio” ¢opmy), ABIISIETCS “Iay3pOBCKUiL hepo-
MOH”, BBIIEJISIEMbII TUUMHKaMU HeMaToabl Caenor-
habditis elegans (Bargman, Horvitz, 1991; Jeong et al.,
2005). OmHako MOAOOHBIN MEXaHM3M, I10-BUAMMO-
My, TIPUCYTCTBYET 1 B Pa3BUTUU TPOXOMDOPHBIX XKU-
BOTHBIX. Tak, y TpeCHOBOAHBIX JIETOYHBIX MOJLTIOC-
KoB L. stagnalis n H. trivolvis annKanbHbIE CEHCOPHBIC
HEMPOHBI MHKATCYIMPOBAHHBIX JTUYMHOK BOCITPUHU-
MaloT XMUMUYECKHUE CUTHAJIbI, UCITyCKaeMble B3POCIIbI-
MM OCOOSIMU, U YYACTBYIOT B PETYJISILIMM TEMIIOB pa3-
Butust (Voronezhskaya et al., 2004, 2008). MoxHo
MPEATOI0XUTh, YTO U Y IPYTUX BUIOB TPOXOMPOPHBIX
JKMBOTHBIX paHHUE CEHCOPHbIE HEMPOHBI YYaCTBYIOT B
PeryJIsSILiY Pa3BUTHS, U pe3y/IbTaThbl HAIIMX (DapMaKo-
JIOTUYECKUX DKCTIEPUMEHTOB 3TO MOATBEPXKIAOT.

dapmakoornyeckoe Bo3neiicTBre Ha pa3BUBalO-
MXcd JUINHOK P. maculata v P. dumerilii HaunHanu
Ha CTaauu, KOra eile OTCyTCTBYIOT paHHUE nepude-
puyecKue HEMPOHbI, U 3aKaHUYMBAJIW HA CTaIUU pas-
BUTOI Tpoxodopbl win MeTaTpoxodopsl. To, 4To
MHUaHCEePUH He OKa3bIBaJl BIIMSHUS HAa pa3BUTHUE, MO-
JKET TOBOPUTH O TOM, UTO 3TOT OJIOKATOP CEPOTOHM -
HOBBIX PELICIITOPOB XOTh M 00JIaaeT IIUPOKUM CHEK-
TPOM IEHCTBUSI, HO HE SIBIISIETCS CIIeIM(UYHBIM I
SMOPUOHAIBLHBIX PELIETITOPOB 3TUX TojuxeT. OnHa-
KO st MoJuItocka H. trivolvis ObUIO TTOKa3aHO, YTO
MMEHHO MHAaHCEPUH SIBJIsIeTCs Hanbosee 3PpheKTuB-
HbIM OJ10KaTopoMm 5-HT pelienTopoB, y4acTBYIOIIMX
B peTyJIsIIuM OueHus pecHUYeK y aMoproHoB (Gold-
berg et al., 1994) u MomyISILIUM TEMIIOB Pa3BUTHSI CO
ctropoHbl HelipoHoB ACO (Voronezhskaya et al.,
2004). ITopaBneHue CUHTE3a CEPOTOHMHA MHKY0Oa-
nueii B PCPA npuBoamiIo K TOMy, 9YTO peaklivs B
5-HT-UP HeilipoHax ocnabeBaja Wid ucye3aia, U
TeM He MeHee o011ast MopgoJIOTUs TUIMHOK P. mac-
ulata n narrepu FMRFa-UP snemeHToB cooTBeT-
CTBOBJIM KOHTPOJbHBIM. PazymeeTcsi, Mbl He MOTJIU
JIOOUTBCS TIOJTHOTO IIPEKpallleHUSI CMHTE3a CepOTO-
HUHA BCEMU 3MOPUOHAJIbHBIMU HEAPOHAMU, TaK KaK
OoJee Bbicokre KoHIleHTpauuu PCPA O6b111 ToKCHUY -
HBIMUA. MeXny TeM, M3BECTHO, YTO BUOMMOMY IJia-
30M M3MEHEHMIO SIPKOCTHU (PIIyOpeCUeHIIMU P OJI-
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HOIi U TOH K€ KOHILIEHTPAallM1 aHTUTEN COOTBETCTBY-
eT W3MEHEeHHE CoAepXaHUsI COOTBETCTBYIOIIETO
MOHOoaMMHa 6oJjiee yeM B iBa pasa (Diefenbach et al.,
1995; Croll et al., 1997; Ivashkin et al., 2015). Takoro
U3MEHEHHUSI B COJAEpXaHWM BEIIeCTBa AOJDKHO ObITh
JIOCTaTOYHO JJ151 BhIpaxkeHHOTO 3h¢eKTa, ecar OH I0-
TEeHUMAIbHO TpUCYTCTBYeT. HeoOxonuMo OTMETHUTD,
yTO ocyabneHue cuHTe3a B PCPA ObLIIO KOHLIEHTpAlIM-
OHHO-3aBUMCUMBIM: B pacTBoOpe ¢ 00Jiee BICOKOI KOH-
LIeHTpalMeit 0J0KaTopa BbISIBISJIOCH MEHbIIIE HEUpPO-
HOB, U BC€ PaBHO, MOP(OJIOTKs JIUYMHOK U TATTEPH
FMRFa-UP 31eMeHTOB HE OTIUYAIUCH OT KOHTPOJISL.
Takum o6pa3om, MoTyYeHHbIE HAMU PE3YJIbTATHI 1103-
BOJISIIOT MPEAIIOI0XUTD, YTO HUA MOTEPSI UYyBCTBUTEIIb-
HOCTU K CEpOTOHUHY, HU CHMXXEHME ero CUHTe3a, He
MPUBOMSAT K HAPYILIEHUIO Pa3BUTUSI.

IMocne nHkyb6aluy B pacTBOpax MpeaiiecTBEHHU -
Ka cuHTe3a ceporoHrHa 5-HTP (To ecTb moBBIIEHUS
YPOBHSI HIOT€HHOTO CEPOTOHMHA) MOPGOJIOTUS JIU -
4ynHOK U natrepH 5-HT-WP HelipOHOB CUJIBHO OTJIM-
YaJuCch OT KOHTPOJILHBIX. ¥ 00OMX BHIOB OOIIast
Mopdosorus u nnarrepH S-HT-WUP aneMeHTOB y Jin-
YMHOK, MHKYOMpoBaHHBIX B 5-HTP, cooTBeTCTBYIOT
B 3aBUCUMOCTU OT KOHLIEHTpallMM CTaIuu paHHei
Tpoxodopbl WU Aaxe MnpoTrpoxopdopbl. MHBIMU
cioBamu, 4epe3 50—60 9 1mocie OILUTOHOTBOPEHMS,
KOTZa KOHTPOJIbHbIE JIMUYMHKM INOCTUIJIM COOTBET-
CTBYIONIEH cTaauu, TUYMHKU C TIOBBIIIEHHBIM YPOB-
HeM cuHTe3a 5S-HT pa3BuIuch JUlllb 00 CTaAuu, CO-
orBeTcTBYIOomei 30—40 4, To eCcTh OBIIM TTOYTH B IBA
paza muaame. DPdeKT TOPMOXKESHUST pa3BUTUSI UH-
Kybaluei B pellecCTBeHHUKE CUHTe3a OblJ1 KOHIIe-
HPalIMOHHO-3aBUCUMBIM M CUJIbHEE TIPOSIBIISIICS B
OoJiblIeit KOHIIEHTPALIMU.

ITpu naky6amuu B pactBope 5-HT (TO ecTh moBbI-
LIIEHUH YPOBHS 9K30I€HHOI'O CEPOTOHMHA) pa3BUTHE
JIMYMHOK TaKKe 3aTOPMakKMBajI0Ch, HO HAOJIIOOAJICS
elle M KOHLECHTPALMOHHO-3aBUCUMBIA XaOTUYHBIN
CIIpDYTUHI HEPBHBIX BOJIOKOH. MBI IIpeariojiaracM,
yto paHHue mnepudepudeckue 5-HT-WUP HelipoHb
Y4aCTBYIOT HE TOJIBKO B PETryJSIIUM TEMIIOB JIMYU-
HOYHOTI'O pa3BUTHSI, HO U B YCTAHOBJICHUM ITaTTEpHA
HEpPBHOM cucTeMbl. PaHee ObLIO IIpeaItoIoXeHO, YTO
ACO JIMYMHOK IIOJIMXET M MOJUIIOCKOB — 3TO HE
TOJILKO CEHCOPHBIii, HO M SHIOKPUHHBINA OpTraH, BbI-
JIEJISTIOIIIA TOPMOHBI, KOTOPKIE BIUSIOT Ha SMOpPUO-
HaJIbHOE WM JIMYMHOYHOE Pa3BUTHE U ITOBEACHUE
(Lacalli, 1984; Kempf et at., 1997). Kpome Toro, Ha
OCHOBAaHUM DJICKTPOHHOMMKPOCKOIIMYECKUX pe-
3yJIbTAaTOB OBLIO ITOKa3aHO, YTO B HEPBHOM CHUCTEME
OPIOXOHOTUX MOJUTIOCKOB MOXET MPOUCXOAUTh He-
nocpencTBeHHEIN BeiOpoc 5-HT B remonumay (Her-
nadi et al., 1989; Elekes, 1991). Takum ob6pazom, KOM-
nakTHbIN Heliporuib ACQO, COCTOSIIIMIA U3 OTPOCTKOB
C MHOXECTBEHHBIMHM BapHUKO3aMU, MOXKET CIIyXUTh
MecToM akTuBHOTO BhiAenaeHUs 5-HT, co3gaBas, Ta-
KHUM 00pa3oM, rpaIMeHT 3TOT0 MeauaTopa B Tejie JIU-
yyHKU. PaHee MBI IPeanoaoXIN, 9YTO BhIICISIEMBIIA
HeiponuiaeM ACO menmaTop yJacTByeT B HaBUTAIlMHA
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KOHYCOB pOCTa HEUWPHUTOB IMMOHEPHBIX HEHPOHOB
(Voronezhskaya et al., 2003). PesynbTaThl Hammx
¢apMakoJIOrnuYecKuX 3KCIePUMEHTOB MOATBEPKIa-
10T 3TH MPEITOIOKECHUS.

BepositHee Bcero 5-HT-eprudeckue HeHpOHBI
ACO co3paroT TepenHe-3aIH1i TpagueHT KOHIICH-
Tpalliu CEpOTOHMHA, BaXKHBIU 1711 HelipoauddepeH-
LIMPOBKW M HaBUTallMU OTPOCTKOB AuddepeHIupy-
omuxcs HeipoHoB. IloBblllIEHUE KOHUEHTpaluu
MpealIeCTBEeHHUKA CUHTE3a YCUJIMBAET CUHTE3 U BbI-
OpocC cepoTOHMHA, HO HE BIUSIET HAa I'PaJAUEHT, TO-
3TOMY NPOUCXOJUT TOPMOKEHUE PA3BUTHUS, HO KOH-
durypauisi HEpBHOUW CHUCTEMbl W PACIOJIOXEHUE
HEWPOHOB coxpaHstoTcs. [ToBblllIeHUEe KOHIIEHTpa-
IIMM 9K30T€HHOTO CEPOTOHWHA HEM30EXXHO YHUUTO-
JKaeT TPaAueHT U MPUBOAUT K HEOOpaTUMBbIM Hapy-
LIEeHUAM pa3BUTHUs. TakuM o0Opa3oM, MOXHO TIpeli-
noJ1oXuTh, 9To 5-HT-UP Hetipornsr ACO y9acTByIOT
U B PEryJsiUM TeMIIOB Ppa3BUTHUS, U B yIpaBIeHUU
HEMUPOTEHE30M.

st Tpoxogop Karylikyd OBLIO IIPEOIIONOXEHO,
yT0o pocT HelipnToB 5-HT-conepxkaimeit KireTku 610-
KUPYeTCs IPY YBEJIMYSHUU B Heli CHHTe3a CEpOTOHM -
Ha (Diefenbach et al., 1995), u, Hao6opOT, YMUCIIO
BETBJICHUI YBEJIMUYMBAETCS IIPH ITAICHUN YPOBHSI Ce-
poroHuHa (Baker et al., 1993). BrionHe BeposiTHO,
YTO aHAJIOTUYHBIII MeXaHU3M JIeMCTBUSI CEpOTOHMHA
MIPOSIBIISIETCSI M B CiIydae KJIETOK APYroi MeauaTop-
HOM crenu(pUUYHOCTH, BbI3bIBasi OJOKHUPOBKY WJIU
HapylIeH1e POCTa OTPOCTKOB NepudepruIeCcKuX -
OHEpPHBIX HElpOoHOB. PaHee MBI IToKa3ajim, 9YTO yBe-
JqudyeHue cuHTe3a 5-HT B anmukajibHBIX HelpoHax
KaTylIKi U godaMUHa B aOMKaJIbHBIX HEMpOHAaxX
MPYJIOBUKA MPOUCXOAUT B OTBET HAa XUMMYECKUE
curHaJibl u3 BHemHei cpennl (Voronezhskaya et al.,
2004). MoXHO IIpPeANOoIOXUThb, YTO TOPMOXKCHUE
pa3BUTHUSI, BKJIIOYasi HeWporeHe3, 4epe3 yCUIIEHUE
akTuBHOCTU 5-HT-epruyeckux ceHCOpPHBIX HeHpo-
HOB SIBJISI€TCSI 0a30BBIM MEXaHU3MOM PETYJISILIAN U~
YMHOYHOI'O Pa3BUTHS TPOXO(POPHBIX XKNBOTHBIX.

MNuxy6anuio B pactBope FMRFa npoBoauiu, no-
CKOJIbKY Cpeld paHHUX HEHPOHOB €CTb KJIETKHA UM-
MYHOPEAKTUBHBIE K aHTUTEJIaM MPOTUB ATOTO HEi-
porterituaa. Tot ¢akr, yuro FMTFa He Bnusin Ha nu-
YUHOYHOE Pa3BUTHUE, MO3BOJISIET MPEANOJIOXNTh, YTO
WMEHHO TIPOAYKLIUSI CEPOTOHUHA, a He TenTuaa, paH-
HUMMU TTepudepruiyecKuMMU HeMpOHaMU YYacTBYeT B MO-
JISpU3aluu JJUUUHKU, HEOOXOAMMOM ISl HaBUTAllUU
OTPOCTKOB MMOHEPHBIX HEUPOHOB.

M3BecTHO, 4TO hopMUpOBaHME NepUudepudecKoi
MHHEPBALlMM KOHEYHOCTEIl WIEHMCTOHOTMX BCeTraa
HauMHAeTCs C CEHCOPHBIX MUOHEPHBIX HEHPOHOB
(Bate 1976; Bentley, Keshishian, 1982; Ho, Good-
man, 1982; Klose, Bentley, 1989; Boyan, Williams,
2007). Hamm naHHbBIe MOKA3bIBAIOT, YTO Y PEIPE3eH-
TAaTUBHBIX IIpeACTaBUTENIENl TPOXO(MOPHBIX >KMBOT-
HBIX, UMeIOIINX O0Mda3HbIi XU3HEeHHBIA LUK, (hop-
MMPOBaHUE LIEHTPaJIbHOI HEPBHOI CHUCTEMBI BCEraa

HayMHaeTcs ¢ IepudepudecKux CEHCOPHBIX HEMpPO-
HOB, HEKOTOPbIE U3 KOTOPBIX SBJSIIOTCS MUOHEPHBI-
mu. [1Ipu 5TOM yBenudeHUe aKTUBHOCTU Tepudepu-
YEeCKUX CEHCOPHBIX HEMPOHOB OKA3BIBAET BIIMSIHUE
Ha TeMIIbl pa3BUTHUS U HelporeHes. Kakue MMeHHO
CUTHAJIbI BOCIIPUHUMAIOT paHHUE CEHCOPHBIE Heil-
POHBI, OCTaETCS HEM3BECTHBIM.
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Early Peripheral Sensory Neurons in the Development of Trochozoan Animals
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Neuronal development of the majority of trochozoan animals with biphasic pelago-bentic life cycle starts
from transient peripheral neurons, which do not belong to the central nervous system and are mainly located
in the apical sensory organ and in the hyposphere. Some of these neurons are pioneer and send neurites that
form a scaffold upon which the adult central nervous system later develops. In representative species of mol-
lusks and polychaetes, immunolabeling with the antibodies against neurotransmitters serotonin and FMR-
Famide and acetylated o-tubulin revealed that the structure of almost all early peripheral neurons is typical
for sensory, most probably chemosensory cells: flask shape, and cilia at the end of the apical dendrite or inside
the distal ampoule. Morphology, transmitter specificity, location, and projections of the early sensory cells
differ in trochophores of different species, thus suggesting different origin of these cells. In polychaete larvae,
pharmacological inhibition of serotonin synthesis in early peripheral neurons did not affect the development,
whereas its increase resulted in developmental arrest and neural malformations, suggesting that early periph-
eral sensory neurons are involved in developmental regulation.

Keywords: Trochozoa, trochophore, sensory neurons, pioneer neurons, apical sensory organ, 5-HT, FMRFamide,
tubulin, regulation of development
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