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Puc. 5. Tpoxodops! P. maculata iociie (papMakoJIOrHIeCcKOM MOIYJISIIIMU YPOBHSI CUHTE3a CEpOTOHUHA. UMMyHOXMMMUYECKOe
MapkupoBaHue 5-HT (uepHblit) 1 o-TyOyarHa (¢uoieToBblil). Bum ¢ BeHTpalbHOI CTOPOHBI; (a) — KOHTPOJIb. Tpoxodopa
MMEeT Pa3BUTYIO HEPBHYIO CUCTEMY U XapaKTepHbI HaOOp PECHUUYHBIX CTPYKTYP: ac — allMKaJbHbBIM CYyJITaHYMK 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:
TePBbIN KAyTTbHBIN HEMPOH (KH) 1 IBE KJIIETKU CO c1aboii peakuueit (ctpenku). (1) — makyoarwms B | MM 5-HTP. Tpoxodopa
BBITJISIIUT €Ille MeHee pa3BUTOI. BBISIBIIsIETCS] TOJMBKO TEepBbIii KaynalbHbI HElpoH (k#). (¢) — mHKybanust B 1 MM 5-HT.
Tpoxodopa BBIJISIIUT MEHEE Pa3BUTONM; B Tejie HAOJIIOMACTCSI XAaOTMYECKUIl CIIPYTMHI HEPBHBIX OTPOCTKOB (CTPEJIKH).
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 (pUcC. 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 peaxynuposaics (puc. 6a). UMarnHanbHass HEpB-
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Hag crcTeMa ObIjia YK€ XOPOILIO pa3BUTa U BKITIOYAJa
onuHHaauatek 5-HT-UP HeiipoHoB (puc. 6a).

PacTBOp MMaHCceprHa UM He BIWSUT HA Pa3BUTHE
JuurHoK (20 MKkM), uiau ObL1 TokcudeH (50 MKM).
AHajoTmIHBIM 00pa3oM, pactBop PCPA nian He BIIi-
sI7T Ha pa3BUTHUE IMIYMHOK (10 MKM), 1n ObUT 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). HepBHas cuctemMa COOTBETCTBOBAJIa CTa-

5*



158 HE3JIMH, BOPOHEXCKAA

©) _—

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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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.
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