Toyael BHHPO

2020r. Tom 182

[IpOMBICTIOBBIE BUBI U UX OUOJIOTHA

YIK 577.4:591.524.12

OyHKIIMOHANbHAA POIb IMNOTaNaMO-runogu3apHoi
HelPOCEKPEeTOPHOI CUCTEMBI B MUTPALIVAX M HepecTe P10

I1.E. Iapnos

Caunkr-Iletep6yprckuii rocyfapcTBeHHbII arpapHblit yHuBepcutet» (PIBOY BO «CII6IAY)»,
Cankr-Iletep6ypr

E-mail: garlov@mail.ru.

VI3710>KeHBI Pe3y/IbTAaThl 9KOJIOTO-TUCTOPU3NONOTMYECKOTO MCCIefOBaHMsA IUIOTaNnaMo-runodusapHoi
HeitpocekpeTopHolt cucteMsl (ITHC) ppi6 ¢ mpuMeHeHNneM MOP()OMETPUIECKUX METOJIOB CBETOBOI
U 97IeKTPOHHOI MMKPOCKOIIMY ¥ COIIOCTaBUTENbHOTO aHa/IN3a Pe3y/nbTaToB. B Havame Murpanuii y npen-
CTaBUTeNEl IPOXOSHBIX BIU/[OB OCETPOBBIX ¥ TOCOCEBBIX YCTAHOB/IEHA aKTUBAIVA CMHTe3a HelfpoceKpe-
TOPHBIX IIPOAYKTOB B HelipocekpeTopHbIX KneTkax (HCK) u TpaHcoOpT MX B IeHAPUTHI U 110 aKCOHAM
B Heitporunodus (HI'), rie, ogHako, IPOMCXOAUT UX MaccoBast aKKyMy/saLus. Takoe cOCTOsIHME «MOOWIN-
sauuu ITHC» orpakaeT mpekpallieH1e yMepeHHOIO «HOPMaJIbHOTO» YPOBH BbIBeJleHVe HOHATICIITU/IHBIX
Heliporopmonos (HII-HI') B KpoBOTOK, HapyIaoljee BOJHO-CONEBOIT roMeocTas opranusMa. OmHOBpe-
MeHHO Habmonaetcs BoiBegeHre HIT-HI' us geHapuTos u akcoHoB B mukBop III >xenymodxa Mosra, obec-
revynBaplnee nxX HelipoTponHslit 3¢ dext B moBegenvyeckux nenrpax [JHC. B utore, [THC oka3biBaeT
PeIIAOINiT FBOMHON CUHXPOHHBI 3¢ eKT, BO-IIePBBIX HAPYILIAIOLIL A/INTEIbHO A THPOBAHHBII «Ha-
TY/IbHBLI» TUII OCMOPETY/IALIUN, KOTOPbIiL BEPOSITHO 1 SAB/ISIETCS OCHOBHBIM (PU3MOMOTMYEeCKUM CTUMY/IOM
CMeHBI Cpefibl 0OMTaHMA U, BO-BTOPBIX BKIIIOUatoIuit moseneHyeckue reHtpel LIHC. B pesynbraTe BosHN-
KaeT JOMUHAHTHOE COCTOSIHUE BO3OY>K/IEHVIS, CXOIHO ONPefieIéHHOE KaK «MUTPALVIOHHBI VMITY/IbC».
O6cysxpaerca Bzaumonerictsye HIT- u monbepuHepruuecKux eHTPOB TUIIOTaNTaMyca B MOCIEYOMNX
HaBUTAI[MOHHBIX MeXaHM3MaX XOMJHIA U MMIIPMHTIHIA. B Hayasle HepecTa HE3aBMICHMMO OT €T0 Ce30Ha
y eIMHOBPEMEHHO HepecTYIOuX p6 ycTaHOBNIeHa cunbHas akTuBamnus ITHC ¢ mocnenyomum cHu-
JKeHMeM e€ QyHKIMOHANIbHOI aKTUBHOCTI. BolsiBneHHas aByxdasHas peakuns ITHC, paccmarpuBaeTcst
KaK OTpakeHue e€ y4acTys B 3allUTHO-TIPUCIIOCOOMTEIbHBIX peaKIMAX OpraHn3Ma Ha Gpus1onornyeckuii
crpecc. O6¢cyxpaercs kinwodeBas ponb ITHC B MHTerparum mpoeccoB MUTpaliy U HepecTa.

KiroueBble c10Ba: 0CETPOBBIE VI IOCOCEBBIE PHIOBI, MUTPALIUI VM HEPECT, HeIIPOSHIOKPUHHAS PETy/IALIU
Pa3MHOXEHs PBIO, TUIIOTaTaMO-TUIIObM3apHasa HellpOCeKpeTOpHas CHCTeMa PBIO.
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BBEIEHUE
PasMHOXXeHMe PbIO ABIAETCS BaXKHENIINM
JUISI CY1IeCTBOBAHNS BUJIA 9TAIIOM >KM3HEHHOTO
IUIK/Ta 0coOu. Y IPOXOAHBIX PHIO OH BKJIIOYAeT
IIPOLIECChl HEPECTOBBIX MUTPALIUI M HEPECTa.
K HacrosiieMy BpeMeHM OTe4eCTBEHHBIMM JIC-
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C/IeHOBaHMAMM JIeTaJIbHO M3yYeHbl OMOTIOrN,
CUCTEeMATMKa M PhIOOX03SIICTBEHHOE 3HaYe-
Hue murpanuit pei6 [Manreitdens, 1987; Xo-
IopeBcKas 1 ap., 2007; ITaBnos, Ckopoboraros,
2014]. VMsyuenne mopdo-PpyHKIMOHATBHBIX
MEeXaHM3MOB OCYIIeCTBJIEHNUA MUTPaLNil
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II.LE.TAPJIOB

OBI/IO HAYaTO B HAllell CTpaHe 3KOJIOro-
TUCTOMM3NOTOTUYECKUMY UCCTIeJOBAHMA -
mu mkonsl npodeccopa H.JL. Tepbunbckoro
[1956, 1965]. K ToMy BpeMeHM OBIIO U3BECT-
HO, YTO HOHAIIeNTUAEPrudecKas IMII0TanaMo-
runodusapHas HellpoceKpeTOopHas cucTeMa
(ITHC, Ha KOTOpOIT 1 6BUIO OTKPBITO ABJIEHNE
HelpoCceKpeluy) sABIgeTcs BePXHUM 3BEHOM
Helipo-angokpuHHoi peryrauuu HHC papa
B)XKHBIX QYHKIINIT OpraHM3Ma: BOJHO-CONIEBOTO
obMeHa, HEpeCTOBOTO MOBEJEHNUs PbIO, TOHYCa
rmagkoit Myckynarypsl [[loneHos, 1968; ba-
paHHUKOBa, 1975]. VMcxonHo, aToil Hambonee
MOIIHOJM B HEMPOSHAOKPMHHOM KOMIIJIEKCE
MO3ra CUCTeMe, BbIpabaThiBaroliell 2 HOHaIell-
TugHbIX Heyiporopmona (HII-HI'): apruaun-
BazorouyuH (BT) u usorouun (MT, y koctu-
CTBIX PBIO) NPefIOIOXITETPHO OTBOAUIACH
Beflylas pojb B IeTePMMHALMY MUTPAIVIOH-
Horo nosefeHys. OgHaKo M3MeHeHus Mopdo-
¢yukumonanbHoro cocrosauusa ITHC B aTor
[Iep1OJ; OHTOTeHe3a ObIIM YCTAaHOBJIEHBI TOTb-
KO B CBA3Y C CE30HHBIMY I3MEHEHVSIMY TeMIIe-
paryp, a eé 4éTkas aKTUBAIVA OblIa yCTAaHOB-
JIeHa TOJIBKO IIOCJIe CMEHBI Cpefibl 0OMTaHMS,
HEe3aBJCHMMO OT THUIIA HEPeCTOBON MUTpaIuyn
[bapanuukosa, 1975; Ilonenos u gp., 1993;
SxoBieBa, 2000]. ITosToMy, KaK e[MHCTBEHHBDII
OCHOBHOJI MeXaHU3M OCYILeCTBJICHNSI MUTPa-
LI PbIO IPUHATO PacCMaTPUBATh SKOIOTMYe-
ckye 1 Mopdo-(yHKIMOHATbHBIE 0COOEHHO-
cTU 071b(PaKTOPHOTO MMIIPVHTUHIA VI XOMMHIA
[Zohar et al., 2010; Ueda, 2012, 2019] u Bo3peii-

CTBUSA T€OMAarHUTHBIX IIO/Ie}l Ha pelleNTOpHbIe
cucremsl [Lohmann et al., 2008; Putman et al.,
2014; CanmeHnkoBa, 2016], 1. e. IIpOLIeCChl Ha-
BUTALIMOHHOTO Ha3Ha4yeHudA. B utore, Bonpoc
o ¢pynkumonanpuoy porm ITHC B Murpanusax
U TIPOMCXOXKEeHNM TaK Ha3bIBaeMOTO «MUTpa-
I[VIOHHOTO MMITY/IbCa» [0 CUX IIOP OCTAETCs OT-
KpbiThIM [PoHTeH, 1972; bapanHukosa, 1975;
[Torenos u ap., 1993; l'apnos u gp., 2019].
[IpenBapuTeIbHO HaM¥ OBIIM U3y4EeHBI
Bce ocHOBHbIe Tumnbl cTpoenns ITHC y pri6
Ha IpuMepe MX NPUHIUNNAIBHBIX pasin-
YUl Y PYCCKOTO OCeTpa, ropOyuy u Hanuma
(puc. 1). Y oceTpOBBIX B OT/INYME OT KOCTUCTBIX
pb16 B ITHC uéTko BbIpakeH HepefHMIT Heil-
poruno¢us uiy MpoKCUMaabHas HellpoceKpe-
TopHas KoHTakTHas obmacte (ITHKO), oTkyna
OCYIIeCTB/ISAETCA TUIIOTATAMIYecKasl perys-
s afeHorunodusa TpaHcageHornnopusap-
HBIM Iy TAM (puc. 1 a). B 3agHeM Heliporunodm-
3e (HT), koTopslit MMeeT TpyO4aTOe CTpPOEHMUE,
Haubosee BbIpaXKeHbI aKCO-Bas3a/lbHble KOH-
TaKThbl HellpocekpeTopHbIXx TepMmuHaneir (HT)
C cocypgamMy 0o611ero KpoOBOTOKA ¥ B MEHbIIIEN
CTeNeHM aKCO-BEHTPUKY/IAPHbIE KOHTAKTHI
ruranTckux HT (mo 50 mxm) — rten leppuH-
ra (TT) c monoctamu runo¢usapusix 6yxr III
JKeTyJo4Ka Mo3ra. Y MHOTMX KOCTUCTBIX PbIO,
Hanpumep y rop6oyumm, HI' game Bcero mpo-
HusbiBaeT Bce gomu runopusa u HT popmn-
PYIOT TOJIBKO JIMIIb aKCO-Ba3a/lbHbIE HENPO-
CeKpeTOpHbIe KOHTAKTHI (puc. 1 6). Y Hamuma
HTI' npencraBneH KOMIAKTHBIM HeliponpoMe-

Puc. 1. Cxems! mokanusanunu HoHanentupeprundeckux (B I15) u monubepuneprudeckux (JII-PI, menkue cBeTbie
KPY>KKI) HEIPOCEKPETOPHBIX LIEHTPOB B IMITOTaIaMyce pbi6 u myTu BoiBegerys HII-HI:

I - TpaHCBEHTPUKY/APHBI Iy Th: HelipoTponHbil addext HII-HI, IT — TpancageHornmnodusapHplil Iy Th:
apeHorunodusorpomusiit a¢pdexr HII-HI, 11T — IMapaageHornnodusapHslil myTh: BuclieporponHsii ¢ppexr HII-HIT;
a — Yy 0CceTpOBBIX U 6, B — Y KOCTUCTBIX pbI6 (6 — rop6yura, B — Hamum: IV, V, VI — cranguu spenoctu ronaz, C3T).
Ioscnenus B Texcre
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OYHKLUWOHAJIBHAS POJIb TUTIOTAJTAMO-TUTIO®V3APHON HEVIPOCEKPETOPHOV CUCTEMBI ...

KyTouHbIM KoMmIiekcoM 1 HT o6pasyroT 3gech
KaK aKCO-Ba3aJIbHbIE, TaK M aKCO-afleHapHbIe
HellpOCeKpeTOpHbIe KOHTAKTHI C JKeIe3MCTHIMMU
KJIeTKaMM aJileHOrnno@dusa, oCylecTBIAs Ux
perymanuio (puc. 1 B).

ViccnenoBaHuAMM HIKOMBI 4I.- KOopp. AH
CCCP A.JI. IloneHosa, yuenuka H.JI. lep6nb-
CKOro ObIM pa3paboTaHbl 0OBEKTUBHbIE KO-
AndYecTBeHHble MeTOnbl uccnenoBanng [THC,
KOTOPbIMHU OBLITO yCTaHOBJIEHO, yTo e€ HII-HT
BO3JIEICTBYIOT Ha OpraHbI-MUIIEHV TPAHCBEH-
TPUKYIAPHBIM, TPAaHCaJJeHOTUIIO(PU3aPHBIM
U TapaafieHornnodusapHbIM Iy TAMY (Ha puc. 1
a-B o6o03Havensl: 1., I, III.). OHu oKa3bpIBarOT
37ech HellpoTporHble 3¢ deKkTsl (B 06macTsax
COMAaTo-, HEHJPO- U aKCO-BEHTPUKY/IAPHBIX
HePOCEKPETOPHBIX KOHTAKTOB), a/leHOTUIIO-
¢usoTponHsle (B 06/1aCTH aKCO-afieHapHBIX
KOHTAaKTOB) I BUCIepOTpONHbIe 3(PeKTh
(B 06/macTy akco-Ba3ajabHbIX KOHTAKTOB), re-
Hepa/I30BaHHbIe U IIPOIOHTMPOBAHHBIE, B OT-
IM4ne OT HeCTBUII APYTUX Yy3KO CIelManu-
supoBaHHbIX HeliporenTtunos [THC [[ToneHos
u ap., 1993; Tapnos, [Tonenos, 1996]. Vzyuenne
MeXaHU3MOB HePOIHIOKPUHHOTO KOHTPOJIS
PasMHOXXeHMsI pbI0 B OCHOBHOM OTPaHUYMBa-
I0TCS1 M3y4YeHMeM HeIIOCPefiCTBEHHO Ipoljecca
perrponykuuy (HepecTa M KMBOPOX/EHNUs) Ha
ypOBHE TUIIOTa/IaMO-TUII0(PU3apHO-TOHAJHOI
OCM — B3aUIMOJENCTBUA NMUOEPUH- U CTATU-
HepPr1YecKux HePOCEKPETOPHBIX CUCTEM TM-
norazamyca ¢ runo¢usom u romagamu [Zohar
et al., 2010; Ueda, 2012; Blanco, 2020]. [To nHa-
myx paboT 6bi1a u3BecTHa BaxkHast poinb ITHC
B 3aIIVITHO-NIPUCIIOCOOUTE/IBHBIX PeaKIuAX
OpraHu3Ma II03BOHOYHBIX Ha ctpecc [Ilorme-
HOB, 1968]. Yuactue ITHC B ocymiecTBrieHnn
Ipollecca HepecTa He3aBUCUMO OT €r0 Ce30Ha
BIIepBBIe OBIIO YCTAHOB/IEHO Ha IPOMBIC/IOBBIX
BUJAX OCETPOBBIX M KOCTUCTHIX pbib [Garlov,
19765 2005].

Lle/blo HACTOSAIETO UCCTIEOBAHNS ABUIOCH
BBISICHEHJE MEXaHM3MOB Y4acTVs U PYHKIMO-
HanbHOI ponu ITHC B ocymecTBnenun mMur-
paLyii M pa3MHOXEHVS PbIO, CTIOKHBIX MOCTIe-
JIOBaTe/IbHBIX IIPOILIECCOB, KOTOPbIE BK/IIOYAIOT
KaK 9HIOKPMHHBIN allllapaT OpraHu3Ma, TaK
Y KOMIIJIEKC BVICIIepa/JbHBIX OPTaHOB ¥ CHC-
TEeM, BBIIIOJTHAIONINX BereTaTMBHbIe PYHKIMN.
OcHOBHOIT 3afja4yeit pabOTHI SIBUICS IKONIOTO-
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TUCTO(PU3NOTOTNYECKIIT U SKCIIePYMEHTalb-
Hbli aHamm3 yyactuA I'THC B ocymecTsienun
MUTpaLyil ¥ HEpeCcTa LIeHHBIX BUJOB IIPOMBI-
CTIOBBIX PbIO C Pa3IMYHBIM CE30HOM ¥ 61OTIO-
TUYECKVMI 0COOEHHOCTAMM 3THX IIPOLIECCOB.

MATEPUMAT N METOIUKA

M3y4yeHo Mopdo-pyHKIMOHAIBHOE COCTO-
saue ITHC y 3penbIx npoussopuTeneit Han6o-
Jiee 1IeHHBIX BUJIOB BECEHHEHEPECTYIOLINX PhIO:
pycckoro ocerpa Acipenser giildenstddti Brandt,
1833 u cesproru A. stellatus Pallas, 1771, rop6y-
i Oncorhynchus gorbuscha (Walbaum, 1792),
KaK OCeHHEHEePeCTYIOLero MOHOIVIKIMYHOTO
BUJa C Haubojiee KOPOTKUM U OMOTIOTMYeCKN
SIPKMM >KVI3HEHHBIM LIMKJIOM (Cpeay UX popa)
n HanmuMma Lota lota (L., 1758), Kak equHCTBEH-
HOTO 3MIMHEHEPEeCTYIOLIEero BUAA TPECKOBBIX
HAIllX BHYTPEHHMX BOJXOEMOB. [lOIIONTHUTENDb-
HO JUIA TIPOBEepPKMU M 0000IeHNs pe3y/IbTaTOB
usy4eHsl mpoussopurenu 6emyru Huso huso (L.,
1758), crepnsigu A. ruthenus L., 1758 u ketst O.
keta (Walbaum, 1792) [lapnoB u gp., 2018].

JIJIs TMCTOMOrMYeCKOro MCC/IeJOBAaHUA MO3T
¢ TMo¢$u3oM pbrl6 GUKCUPOBAIN B KUJKOCTI
BysHa, ux cpesbl OKpaIlMBajay MapaabfieTu-
¢yxcunom (ITAD) mo Tomopu-Taby c moxpa-
CKOJl «a3aHoM» IO lelifeHrajyiHy o cTaH-
mapTHOil MetonuKe [Mukopuua u gp., 2009].
[IvHaMMUKY QYHKIMOHANbHOW aKTMBHOCTY
ITHC onpepensanu KonmmyecTBEHHBIMU MOP-
(dboMeTpuYeCKMMY METOIKaMJ OLIEHKV IIapa-
METPOB U COflepXKaHVsA TOMOPUIIONIOXNUTENb-
HOTO HelipocekpeTopHoro marepuana (HCM)
B HelipocekpeTopHbix KineTkax (HCK) u Heii-
pocekperopHbix TepmuHanax (HT) B Heitporn-
noduse (HT) mo 5-6amnpHOi 1mIKane, cOCTOSA-
HYISA VIMM U cOCyoB. C Lieblo ujeHTrduKamm
spruyHocTy HCK npoBefieHO MMMYHOLIMTOXM-
MIYeCKOe JCCIefoBaHNe C MCIO0NIb30BaHUEeM
HepOKCUA3HO-aHTUIIEPOKCUIA3HOTO METOfa
BBISIB/ICHVS] HEMEYEHHBIX aHTUTEJI C IIOMOIIbIO
aHTUCBIBOPOTOK K BT u Me3oTo1MHYy, 103BO-
nsomux BoiABIATh BT- u UT- (apruveckue)
cTpyKTyphl [Sternberger, Joseph, 1979]. Ilurto-
CIIeKTPOPOTOMETPUIO IMCTONOTMYECKIX IIpe-
[IapaToB IPOBOAM/IM Ha aHAIM3ATOPAaX MUKPO-
usobpaxennit «MopdoksaHT» 1 «Bupgeorect,
ucnonb3ays nporpammal «Ancell» n «Videotest».
JI/1s1 97IeKTPOHHOM MMKPOCKOINY MaTepual,
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II.LE.TAPJIOB

bUKCHpOBaHHBIN ITIoTapanbaerugoM o Caba-
TVHU U 4eTBIPEXOKIChI0 ocMus 1o Kondmnny,
3aK/TI0Ya/IM B apaIANT, 31I0H, KOHTPACcTUPOBa-
M ypaHMWIALETaTOM VM IUTPATOM CBUHIIA U U3-
y4anu B 3/IeKTPOHHOM Mukpockone JEM-100b.
Ha anekTpoHOrpaMMax IOJCYMUTBIBAMU IPO-
LIeHTHble cOOTHOIIeHus nepuxkapuonos HCK
u HT B pasnnuHbIX ¢aszax MX CeKpeTOpHO-
TO U 9KCTPY3MOHHOTO IMK/IOB aKTUBHOCTH,
KOTOpble CUCTEMATU3UPOBANN B BUJE CXEM
u Tabmui. g KOHCTPYKTUBHON XapaKTepu-
ctuxu ydactua ITHC B ocymectsieHnn pas-
MHOXXEHM S IIPOXOJHBIX PBIO OBII VICIIONb30-
BaH rpaduyecknit Mmetos GopMaan30BaHHOTO
COIIOCTABUTE/IbHOTO aHA/IM3a eé KpallHNUX ajlb-
TepHATUBHBIX COCTOSIHUI, IIPUMEHAEMBIIl pa-
Hee B 00/1aCTY OLIEHKU HOBM3HBI M300peTeHumI
n oTkpbiTnit [Garlov, 2005; 'apnos u gp., 2018].

PE3VYJIbTATDBI 1 ObCYKIEHUNE

Bo Bcex mpepuecTBYOIMX MCCIELOBAHNUAX
yuyactus HoHanenrtupeprudeckoit [THC B mur-
pauyAX IPOXOJHBIX PbIO MPUMEHSINCH TONTBKO
Ka4eCTBEHHbIE METOMbI OLICHKY €€ YHKIINO-
HaJIbHBIX COCTOSIHMIL U IO9TOMY B ITHAMYKE UX
VI3MEHEHUI He OBUIO YCTAaHOBJICHO KaKOM-160
4YETKON 3aKOHOMEPHOCTH [BapaHHI/IKOBa, 1975;
Polenov et al., 1976; ITonenos u fip., 1993]. On-
HaKoO B caMOM MOpP(0-(PyHKIMOHATBHOM CO-
crossauy ITHC 6p11a ycTaHOBNIEHa OffHA 001as
HePEeIKO IOBTOPSIONIASICS M YETKO BBIPAXKEH-
Hasg oOpaTHasA KOppenAuysA B CORepKaHUM
HCM B nepukapuonax HCK n ux HT B HI,
VWIM VIHAYe B IIEHTPA/JIbHOM ¥ AMCTATbHOM OT-
menax cuctembl. Ha Halrem MaTepuare B Hadate
HEepeCcTOBOJ MUTPALINN B JleJIbTe Yl HU30BbE peK
B IIf y ocerpa u ropbymm Hambomnee 9acTo Ha-
OmofaeTcs aKTUBALVIS CeKPETOPHOI aKTVBHO-
ctu HCK (puc. 2 a, B).

B Hanbonee puddepeniupoBanHoit [op-
3aJIbHONI KPYNHOK/IeTO4HOT yacTu IS y camok
oceTpa B HI30Bbe Bonrm u y mpomssopuTeneii
ropbyum B fenbre pek Hait6sr u YM6s1 (FOx-
sl CaxanuH, Konbckuil 1m-oB) 60IbIIMHCTBO
HCK npexncrasneHs ux runepTpogupoBaHHbI-
MU aKTUBHBIMU «CBETIBIMU» (OPMAMMU B CO-
CTOSIHUSIX «BBIBEIEHVsSI» U «OMYCTOLUIEHNSI» OT
HCM (puc. 2 a). Bce kneTo4HO-TKaHeBbIE 971€-
menThI [T (HCK, cocynpl, Helipornus) Tax >xe
CUJIBHO TUIIepTPOdUPOBaHBIL T. €. 60jIee aKTUB-
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HBI II0 CPaBHEHMIO C €T0 BEHTPAJIbHOI YaCThIO.
VIMMyHOIIUTOXMMIYECKOE VICCTIElOBaHME KIle-
To4HOro cocrasa I1f mokasamo 3HaunTeNILHOE
npeo6naganye BT-MMMYHONIONTOXNUTETbHBIX
HCK (puc. 2 6, BT-HCK — uépHble cTpenkn)
Hayg MIT-HCK (cBernbie ctpenkn). Ha ropnu-
30HTAJIBHBIX Cpe3ax MO3ra BUJHO, YTO MHOTME
BT-HCK cummerpuunbix gacreir [ tecHo
npuMbIKaoT K nonoctu III sxenymoduka Mosra,
npu4éM, X alyKaabHble TIOBEPXHOCTU TUOO
OEeHAPUTHl HENOCPEACTBEHHO KOHTAKTUPYIOT
CO CIIMHHO-MO3TOBOJ )XMJKOCTBIO (JIMKBOPOM),
dbopMupys 3pech cOMATO-BEHTPUKYISIPHBIE
U IEHIPO-BEHTPUKYISAPHbIE HEllpOCEeKpeTop-
Hble KOHTaKThl 3HAUMTENbHO dame yeM JT-
HCK (5:1).

INeKTPOHHOMYKPOCKOIIYECKY B OO/IbIINH-
crBe HII-HCK HabmofaloTcs KapTUHBI aKTVB-
Horo cuHTe3a HII-HI': B komnekce Tonbmxn
IPOMCXOANUT MaccoBoe GOpMIUPOBaHNE ATeMeH-
TapHBIX HepOCEKPETOPHBIX TPaHYII, KOTOpbIe
He aKKyMY/IMPYIOTCS B IEPUHYK/I€APHOI 30He
LUTOIIa3MBbl, @ HANPABJIATCA B OTPOCTKU —
IeHIPUTHI ¥ aKCOHBI (puc. 2 B). [TopcuéT mpo-
IIEHTHBIX COOTHOIIEHU Pa3INIHBIX PYHKIIM-
oHanpHbIX coctossHMit HCK mokaspiBaeT, 4TO
B COCTOSIHUAX BBICOKOJ CEKPETOPHOI aKTUB-
Hoctu («Havama BeiBemennsa HIT-HI» u «ak-
tuBHoro BeiBemeHusa HIT-HI») ux nmaxopurcs
B cpegHeM 78%. Bce aTu pesynbTaThl B LIE/IOM
JIOKa3bIBAIOT, 4TO B IS mpeobnmajator mporec-
Cbl aKTMBHOI'O CMHTE3a HeJPOCEeKPeTOPHBIX
IPOAYKTOB ¥ TPAaHCIIOPTa UX B OTPOCTKM. AK-
TUBHOCTb TpaHcniopra HCM Mopdonornyeckn
3aMeTHO BbIpakeHa Tonnbko B [ITHT, Harmpumep,
y ocetpa (puc. 2 e), mn60 y rop6yuy, rje 1o pe-
3y/IbTaTaM IIUTOCIEKTPOGOTOMETPUN YPOBEHD
€ro cofiep>KaHuA B akcoHax pgocturaet 0,24+0,05
e[l OIITIYEeCKON IITIOTHOCTH 110 CPAaBHEHMIO C €T0
MOCTIEAYIOLMM CHIDKEHMEM Ha HepeCcTMIMIAX
mo 0,15+0,06. OpHako Impy aKTMBHOM TpaH-
ciopre HCM y 060ux BUEOB B 3TOT IepUO/,
B HI HabmiomaeTcst ero MaccoBasi akKyMYJIAIVS
U BCe KJIETOYHO-TKaHeBbIe ero aneMeHTsl (HT,
CUHYCOMJIHble KallM/UIAPBI, MUTYULIWUTHI) Ha-
XOJATCS B HEAKTMBHOM (PYHKIMOHAIbBHOM CO-
CTOSIHUM, T. €. IIOJIHOTO OTCYTCTBM: BbIBElEHUA
HII-HT B o6muit kpoBoTOK (puc. 2 1, 3). ITn
IAHHbIE IIOTHOCTDIO TIOATBEPKAEHbI KOTINYeCT-
BEHHBIM MOP(OMEeTPUYECKIM aHaIN30M BCeX
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Puc. 2. Cocrosuna HCK ILA (a-B) n HI (r-n) ocetpa, rop6yiun u HamiMa B IIpoliecce MUTPaLuii M HepecTa:

a — B HauaJjle HepecToBOro xofa (a-g, 3) B IS ropbyum npeobnagaior aktusHble ceernbie HCK; 6 — BT-aprudeckue
HCK MaccoBO KOHTaKTUPYIOT ¢ monocTbio III xemymouka Mo3ra, GopMupyst coMaTo- U AE€HAPO-BEHTPUKYILAPHBIE
HelIpOCeKpeTOpHble KOHTAKThI; B — B KOMIUIeKce [OMbmky mpoucxogut odpopMiaeHne HelfpoCeKpeTOPHBIX I'PaHyl,
KOTOpbIE He CKaIIMBaKTCA B nepuHykneapHoit 3oHe HCK; r — paspyuieHne ¢pparmenrta TT 1 BbIXOI MeNTKO3EpPHUCTOTO
COZIEePKMMOTO B IOJIOCTb IUIIO(U3apHOIL OYXTHL; I — B Hawa/le HEPECTOBOTO XOfia 0CETPa, TopOyILIN (3) U Iepel HepecToM
Ha/mMa (1) HeakTuBHOe coctosnue [THC xapakrepusyercst HakorieHeM B KopHsax HI' romopu-nonoxxurensuoro HCM
(NSM). B Havane u mocne Hepecta y ocerpa (e, x; VI C3I'), ropbyum (u; V C3I') n Hamuma (M, H; V, VI C3I) aktuBanusa
ITHC xapaxrepusyertcs onycrouenneMm HI' or HCM. K oIy HepecTa u ocobeHHO mepep rubenbio ropbymmn (k) B HI
HabmonaeTcs akkymysanuss HCM. CetoBas Mukpockonus (a, 1, €, 3, 1. 71, M): okpacka ITA® + asan mo TeiifeHraiiny.
VimmyHounroxummyeckass peakuns Ha BT-HCK (6) (a, 6: ok. x10, 06. x20). DneKTpoHHasA MUKpockonus (B, T, )X, K,
H) (ITOSICHEHUSA CM. B TEKCTE)
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CTPYKTyp u ynbrpacTtpyktyp HI' Ha sTom xe
marepuase [Polenov et al., 1976; Garlov, 2005;
TapnoB u ap., 2018]. Beisegenne HIT-HI' n3 HI
B 9TOT [IEPMOJ, Y IPOXOAHBIX PbIO HabI0OaeTCs
TOJIBKO 3/IeKTPOHHOMMKpockonudeckn u3 TT
B 00/TaCTM MX aKCO-BEHTPUKY/IIPHBIX Helipoce-
KPeTOPHBIX KOHTAKTOB, HAIIPUMeEP, C IOTOCTS-
MM TMIO(U3apHBIX OYXT y oceTpoBbIX (puc. 1
a,2 r). B monoctu runo¢usaproit 6yxXTsl BUA-
HbI BaKyO/IM3aL¥sA COREPXUMOTO, paspylie-
Hue ¢pparmenTta TT u BBIXOJ Me/ITKO3epHUCTOrO
IPOAYKTa pacraja HelipOoCeKPeTOPHBIX IPaHy/I
B CIITHHOMO3TOBYIO >KMJJKOCTb (CTPENKM) I10
TUITy MaKpOAIlOKPMHOBOI CEeKpeluy, BIIepBbIe
OIIMICAHHOI 3[1€Ch Y OCETPOBbIX [FapJIOB, 1969;
Polenov, Garlov, 1971; bapannukosa, 1975;
Garlov, 2005]. Takum 06pa3oM MbI YCTaHOBM-
M, 9YTO B HayaJie PeYHOTO IepyUOofia HepeCTOBO
murpauyu B [THC ocetpa u rop6yuu npouc-
XOAUT aKTUBAIUA CMHTE3a, TPAHCIIOPTA U BBI-
BegeHusa HII-HI' B monocTh Mo3ra TpaHCBEHT-
PUKY/LSIPHBIM ITyTéM (HepOTPOIHbI 3¢ dexT
HII-HI na puc. 1 a-B:1,2 a-B).

[Ins1 BCKpBITUSA HOBBIX 3aKOHOMEPHO-
creit yaactusa ITHC B murpanuax pei6 Ha
6ornee oOMIMPHOM MaTepuane Mbl IPUMEHU-
MM MeTOoh (OpMaaM30BAHHOTO KOMMUYECT-
BEHHOTO COIIOCTABUTEIbHOIO aHAIN3a, paHee
[I03BO/IVBIIETO HaM YCTAHOBUTb IPUHINII
CTPYKTYpPHO-QYHKIMOHAIbHO OpraHmsa-
UM IIeHTPOB MHTeTrpanuy OMOIOTMYECKUX
CHCTeM — «TPMAJbl PABHOBECHOI CUCTEMBbI»
[Garlov, 2005; TapmoB u gp., 2018]. B ganHoit
pabote Mbl ¢popmanusoBaayu KpaitHue (anb-
TepHaTUBHbIE) MOP(Oo-PyHKIIMOHAIbHbBIE
cocroauua [THC, BakHelmmue B 3KOIOIrO-
IUCTODU3NOTIOTNIECKOM aCIIeKTe, YETKO OIIpe-
fienuB UX QYHKLUVOHATBHBIN CMBICT, UICHTN-
¢unupoBamm UX B COOCTBEHHOM MaTepuaie
¥ eTaIbHO COIIOCTABW/IN C OOIIMPHBIMU (VC-
KJIIOUUTE/IbBHO CBETOONTUYECKUMN) JaHHBIMU
TUTEPATypbl, IEPBOUCTOYHUKOB ¥ 00630pOB
[bapanHmkoBa, 1975; Polenov et al., 1976; Ota
et al., 1996; Hiraoka et al., 1997; Garlov, 2005;
Tapnos u gp., 2019 u gp.]. 3arem, npoaHanusu-
POBaB IOC/IEJOBATE/IBHOCTD (M1 YCPeHEHHYIO
CTeIIeHb) U YCTAaHOBUB JUHAMMUKY 3TUX COCTO-
SAHMIT, 0000IMIN pe3ynbTaThl B €INHOI Tpa-
duaeckoit popme — B BUJe IMCTOTPAaMMBI Ha
OCHOBE VX IPOSIB/ICHNI B 3TAITHOCT! OHTOTeHe-
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3a. HartomumM, uto B camom coctogaum ITHC
MHOTVIMM aBTOpaMJ YCTaHOBJIEHA OfiHa 001as
4ETKO BbIpa)KeHHas 0OpaTHast KOppensiius
B cogepxxanun HCM B nepukapuonax HCK
nux HT B HI. ITostomy npexje Bcero HeoO-
XOJVIMO y4eCTb, YTO (PYyHKIIVIOHA/IbHAs aKTUB-
HocTb ITHC B cmbicne Bmmsanausa eé HII-HI na
BUCLiepa/IbHbIe GYHKIVY OPTaHU3Ma YETKO BbI-
paKeHa B 2-X anbTepHAaTUBHBIX Popmax (puc. 1
a,6;2a,B, I-K):

1. Hakonnenne B 3afiHeM Heiiporumnoduse
(HT') neitpocekperoproro marepuana (HCM;
AKKyMY/IALMS HEeJIPOCEKPETOPHBIX IIPOAYKTOB
B HI, T. e. mpekpamenne BoiBefenusa HII-HT
B 061mit KpoBoTok) 1 onycromenue HCK or
HCM B II4 (1. e. aktuBauusa cuatesa HIT-HI'
B HCK u tpancnopra ero B HI'), 0603HaueHHO€
HaMU Kak «cocrosanme moomnusamuu ITHC»,
JTaTeHTHOe, MCK/Yalollee BUCLEPOTPOIIHOE
nevictBue HIT-HI' Ha opransl-mumenn (puc. 1
a,21,3).

2. Onycromenne HI' or HCM (axTuBHOE
BbIBE/leHJE HelpOrOpPMOHA/IbHBIX IPOYKTOB
u3 HI' B 061mmit KpOBOTOK JI/Is1 OCYIIeCTBICHNS
CTpecc-peakiuit) — 00Ien3BeCTHOE COCTOA-
Hue akTuBanuy I'THC Ha ypoBHe oprannsma
(na puc. 1: 111, 2 e, ).

Pesynbrarel npaeHTUUKANIUM ¥ aHA/NIM3A
atux cocrosaumit ITHC y usy4yeHHBIX LIeHHBIX
BUJIOB IIPOXOJHBIX PbIO IO3BOJIAIOT BIIEPBbIE
IIpeJCTaBUTh CAEeAYIOIIYI0 AMHAMUKY UX U3-
MEHEHMI Ha OCHOBHBIX 3TallaX OHTOTeHe3a
(puc. 3).

Kak cnegyeT u3 mpefcTaBIeHHON TUCTO-
rpaMMbl, Ha4aJbHBIM [eTepMUHUPYIOLINM
COCTOSIHMEM fBAETCSA QYHKIVIOHATbHAS MO-
6unusanua I'THC u oHO aABnserca oOmmm
IUI pasnMyHbBIX GopM Murpauyn. Bemymmm
(YHKIMOHAIPHBIM MEXaHM3MOM TaKOTO CO-
croanua ITHC cnyxut napyuienue ydactus
HII-HT B o6ecneuenun HOpManbHOTO (f/s
Cpefbl Haryja) JIUTENIbHO aJalTMPOBAHHOTO
YPOBHsI BOJJHO-COJIEBOTO OajlaHca OpraHu3Ma.
I'maBHYIO pONb B 3TOM Mé€XaHM3Me HapyLIeHUA
BOJHO-CO/IEBOTO TOMEOCTa3a OpraHM3Ma BBI-
nonuseT BT, koTopsiit QyHKIMOHANTBHO 3¢-
¢dextusHee VIT [Wendelaar, 1997; Balment et
al., 2006]. Ho cuHXpOHHasA U IPORO/KUTENIb-
HasA akTuBauusA B Il cuaTe3a M TpaHCHoOpTa
HII-HI' yxaspiBaeT Ha BBIBeJleHUE Helpoce-
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Puc. 3. lnnaMuka n3MeHeHnit GpyHKIMOHaMbHBIX cocToguuii [THC B mpolecce Murpanmit, Harysa u Hepecra
y U3y4YeHHBIX LIeHHBIX BUJIOB Pbl6 — a; cocTosiHMe PyHKIMOHanbHOI Mobummsanyy ITHC B pasHble mepnozpst
MUTpaLNil U3YIEHHBIX BUJOB IPOXOAHBIX pi6 — 6. O603Havenus: [151 — npeonrtuyeckoe sippo,
3HT — neitporuno¢pus, HCM — HeltpoceKpeTOpHBIIT MaTepua

KPEeTOPHBIX NPOAIYKTOB, KOTOPOE OCYIeCTB/IA-
etcs: 1) us nepukapuonos HCK B obmactu ux
COMAaTO-BEeHTPUKY/ISPHBIX HEPOCEKPETOPHBIX
KOHTaKTOB (puc. 1 a-B, 2 6), 2) U3 JeHAPUTOB
HCK B obrmactu [feHApPO-BEHTPUKYIAPHBIX
HePOCEKPETOPHBIX KOHTAKTOB (puc. 1, 2 6),
3) u3 TT B o6/macTu UX aKCO-BEHTPUKY/IAPHBIX
HellpoceKpeTopHbIX KOHTakToB B HI, ocobenHo
BBIPa)KEHHBIX y OCETPOBBIX (puc. 2 r). AKTHB-
Hoe BoiBefenne HIT-HI 3pech u3 TT ormeuyeHo
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Yy HUX B Ha4ajie PEYHOro Iepuoja HEpeCTOBO
murpamyn [Polenov, Garlov, 1971; bapannuko-
Ba, 1975]. Takoil TpaHCBEHTPUKY/IAPHBI Iy Th
BoiBefieHnA HII-HI ykaspiBaeT Ha MX IEpEKITIO-
YeHMe C BUCLePOTPOIHOTO 3 peKTa BO3LeiiCT-
BIsI Ha HOBBIIT, 60/Iee COBepIlIeHHbI Hellpo-
tponubii a¢dexT Ha [THC (c 11l Ha I Ha puc. 1).
HII-HT ITHC axTuBHO BO3AENCTBYIOT 3€Ch
Ha LEHTPBI Pery/IALuN MOBeeHNA TuMOnde-
CKOJI CHCTEMBI MO3Ta, PACIIONOXEHHBIE B €TO
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aMUTHAJIIPHON Y TUITIIOKaMIIa/IbHON 06/TacTsX.
Taxum o6pazom ITHC okasbiBaeT pemnrarouit
IBOVIHOM CMHXPOHHBI 3¢ deKT, KOTOPbII Be-
POSITHO M SIBISIETCS OCHOBHBIM (DU3UOIOTH-
YeCKMM CTUMY/IOM CMEHBI Cpefibl 0OUTaHMS:
1) HapylIeHue JINTENTBbHO aJallTMPOBAHHOTO
«Hary/JIbHOTO» TUIIa OCMOpery/isanuu (rumep-
An60 TUIIOOCMOTUYECKOTr0) U 2) BKIYEHNE
«noBepieHuecknx» neHtpos LHHC. Ilocnegunii
3¢ deKT TOMUHAHTHOTO COCTOSIHUSA BO30YXK/e-
HusA HHC BepoATHO U ABIAeTCA NePBUYHBIM
«MMUTPALMOHHBIM VIMITY/IbCOM», BK/TIOYAIOIVIM
dunoreHeTNYeCKye HABUTALMIOHHBIE MEXaHM3-
MBI BUOCTIEI[M(PMYECKOTO BO3/IENCTBUS I'e0-
MarHMTHBIX TIO/Ie}l Ha PellelTOPHBIE CUCTEMbI
u ITHC, xoTopsle emé manonsydens [Lohmann
et al., 2008; Ueda, 2012; Putman et al., 2014;
CanmeHkoBa, 2016]. IIpu 3TOM HOHamenTu-
neprudeckaa I'THC TecHo B3ammopericTByer
¢ monubepuneprnyeckumu (JII'-PT') Heitpoce-
KpeTOpHbIMU IjeHTpamu (puc. 1) u Bepyee
3HaAYEHIE KAXKIOr0 U3 HUX JUHAMWYHO MEHSET-
Cs1 COOTBETCTBEHHO X (QYHKLMOHATIBHO PO
B pa3Hble IEePUOAbI dTalla pasMHOXKeHuA. Tak
MeXaHM3MBbI 071b()aKTOPHOTO U TeHeTUYECKN He
3aKPeIUIEHHOTO XOMMHTA BK/IIOYAIOTCA IO JI0-
CTVDKEHMV MUTPAaHTaMM TPaHUIL] paclpocTpa-
HeHUs xuMusMa popHoit pexu [Hasler, Scholz,
1983; Ueda et al., 2012, 2019]. Begymyto ponb
B OCYLIECTB/IEHUM NPOIECCOB MMIIPUHTIHTA
Y XOMUHIA BBINOTHAIT MIONNOepUHEeprude-
ckue (roHaponubepuHepruvecKme) Herpoce-
KpeTOpHBIe IIeHTPBI, KOTOPbIe Ipe/iCTaB/lIeHbI
HEOO/MbUINMMY CKOTUIEHUSIMU HENPOCEKPETOP-
ubix kaetok (JIT-PT-HCK) [Kudo et al., 1996;
Zohar et al., 2010]. Oy noxamu3yrTca BOMM3n
«3PUTE/NbHBIX U OOOHATEIbHBIX» LIEHTPOB IIe-
pegHero u MpoMeXXyTOYHOTO MO3Ta, IPeuMy-
IIeCTBEHHO B 3-X ero oTfenax (puc. 1):

1. B ranmnu tepMuHaabHOTO HepBa (BOMNU-
31 COCYAMCTOTO OpraHa KOHI[€BON I/IaCTUH-
k. — COKII, organum vasculosum laminae
terminalis), Me>XXy 060HATENBHBIMY TyKOBUIIA-
mu u iepegauM Mosrom (Nucleus olfactorius —
«NOR»);

2. Bonusu IIA (N. anterior periventri-
cularis — «NAP»);

3. B mepenHell 4acTu jaTepanbHOTO AApa
ceporo 6yrpa runotanamyca («NLT» anterior),
a'y HEeKOTOPBIX BUIOB TakXe B 061acTy IO-
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KpBIIIKM (tegmentum) cpefHero Mo3Ta
[Anglade et al., 1993; Parhar et al., 2003]. Ycra-
HOBJICHO, YTO VIMIIPMHTVHT OPMUpYeTCs yxKe
y TMYMHOK pbI6 C MepexojoM Ha aKTUBHOE
INUTaHMe, KaK, HAIIpUMep, Y KIDKyda U oceTpa
[Hasler, Scholz, 1983; Boiko, 2002]. ¥ murpnu-
PYIOIIMX HAa HEPeCT HepKM M KeTbl ITOKa3aHa
pasnuyHasg JMHAMMKA CMHTETUYECKOV aKTHB-
Hocty JII-PI-HCK B pasHbIX oTmenax mMosra:
B HM30BbAX PeK IPOUCXOAUT YCUTIEHE CUHTe3a
B obmactu o6oHsTenbHOro Hepsa (B NOR), a Ha
HepecTUINILAX B IEepUoOJ, HepecTa — cMelle-
HMe IMKa aKTUBHOCTY CMHTe3a B IIpeolnTuye-
ckyto o6mactp (B NAP) [Kudo et al., 1996; Ueda,
2012]. Takum o6pasom ycraHOBIeHO Audpde-
PEHIMpOBaHHOE y4acTue pasHbx popm JII-PT
B pasHble IIEpMOJbl pAa3MHOXXEHM: B IIpoLeccax
VIMIPUHTVMHTA Y XOMJMHTA YYacTBYIOT GOPMBI
cunTesupoBanHble B «NOR» (y ob6oHsATEIBHO-
O HepBa),a B IIPOLieccax MOI0BOTO CO3PeBaHNMA
n Hepecta — B «NAP» (y II4), T. e. B cooTBeT-
CTBUM C OMOTIOTMYIECKOI 3HAYMMOCTHIO XEMO-
u poTopenenun.

B nrore, MEMIMMpPYIOIMNWIT MUTPALIAK TeHe-
pa/IM30BaHHbIN U IPOTIOHTVIPOBAHHBIN HU3N-
onornyeckuit apdext oxassiBaer HIT-ITHC.
OTOT ABOIHON CMHXPOHHBIIT 3 deKT 3aKmda-
€TCs KaK B HapyllIeH!N alalTMPOBAHHOTO THUIIA
OCMOPETY/IALNY, YTO SABJIAETCSA OCHOBHBIM (u-
3MO/IOTMYEeCKNM CTMMYJIOM CMEHBI Cpefibl 00-
UTaHNA, TaK U BO BK/IIOYEHNN NOBeJeHYeCKIX
nenTpos IJHC, koTopble onpenendroT nocneny-
IoIlMe CTelMaT3pOBaHHble HaBUTALIVIOHHbIE
MeXaHU3Mbl MMIPUHTHMHTIA ¥ XOMUHTa. Takum
o6pasom ¢ynkuusa [THC BeimonHser xmode-
BYI0 pPO/Ib B leTepMMUHALNM MUTPALMOHHBIX
IIPOLI€CCOB, COOTBETCTBYIOUIYIO MCXOLHOMY
MOHATUIO «MUTPAIIMOHHBIN UMITy/IbC» KaK JIO-
MIUHaHTHOMY cocTossHuio [THC [Tep6unbckmii,
1956, 1965].

Yuactue ITHC B ocymecTnenun npouec-
ca HepecTa BIepBbIe ObIIO YCTAHOBJIEHO Ha-
VMU 9KOJIOTO-TUCTOPUINOIOTNYECKUMMI VIC-
C/efO0BaHUAMM Ha OCHOBe HabGIIOgeHUIl O eé
aKTVBALUY U SIBHO KaTabOIMYeCKUX M3MeHe-
HUI OpraHu3Ma B 3TOT IEepPUOJ] Y OCETPOBBIX
1 mococéBsIx poi6 [Garlov, 1976; 2005]. B mepu-
OfI HepecTa yCTaHOBJIeHa IByX(asHasl peaKiys
ITHC y Bcex u3y4eHHBIX BUJIOB PbIO, KOTOpas
ocobenHo BpIpakeHa B HI' u cooTBeTcTByeT
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CTaaysAM TPEBOTY U Pe3VICTEHTHOCTU CTpecca
(puc. 2 e, %, u, 1; 4). Y Bcex MpoU3BOUTENEN
HENOCPENCTBEHHO Iepell HepeCTOM yCTaHOB-
JIEHO yMepeHHO akTuBHoe cocrossHue [THC:
B kopHsax HI' o6HapyXeHO OTHOCUTENbHO
6omnpuioe konmyectso HCM (3,38+0,05 6asna)
Ul yMepeHHas cTeneHb runepemun [Polenov et
al., 1976].

Y BeceHHeHepecTyIOLero OceTpa B Havaze
u nocrte Hepecta (V, VI craguu 3penocTy roHaz:
C3T') npoucxoaut aktuBauus [THC B Buge
cHkeHns copiep>xannsa HCM Bo Bcex e€ oTrie-
nax, ocobenno B HI' (puc. 2 e, x), yBenmmueHns
CTeTIeHM VX IUIepeMu 1 06'bEéMa BCexX KIIeTod-
HBIX CTPYKTyp — nepuxkapuonos HCK u neii-
pornuu, Ux Anep u Axpblilek. Takoe akTUBHOE
BoiBefieHne HII-HT u3 HI B 06muit xposo-
tok B manbHeitmeM (VI-II C3I') cumxaercs mo
IIPEHePeCTOBOrO ypoBH (puc. 4)

CreneHb
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2opbywa

Y sumHeHepecTylomero Hammma B HI' 6ortee
COBEpIIEHHOTO CTpoeHus (puc. 1 B) BbIsB/IeHA
y>Ke aByxXcryneH4aras peakuua [THC:

1. B mawyane Hepecta (V C3I') nmponcxogut
axTuBanys Beiopoca HIT-HT us HI' B o6mactu
aKCO-aJIleHapHBIX HePOCeKPEeTOPHBIX KOHTAK-
toB (Ha puc. 1 B: II, 2 m: AAC, 4 a: 2) 1 ogHOBpe-
MeHHO 37iech cHIpKaeTcs akTuBHocTbh HCK B ITS5
un HT B 06macTu akco-BasanbHBIX Helpocekpe-
TopHbIX KoHTakTOB HI (Ha puc. 1 B: 111, 4 a: 1).

2. locne nepecra (VI C3I') Habmogaercs
aktuBanusa Bcex orpenos I'THC, nanbonbias
B HI' (puc. 2 H, 4 a). OTn nocnemoBaTeIbHbIe
2 nmyTu (TpaHcajeHOrnnoQu3apHLIl 1 Mapaa-
neHorunodusapuslit) BeiBefenns HII-HI saB-
JISI0TCSA YROOHON NPUPOZHON MOJENbI0 /s
KOHCTPYKTUBHOro aHanusa ¢ynkuuu [THC
B COCTOAHUM (PU3MONIOTMYECKOIO CTpecca
(Tabm. 1).

100%

Puc. 4. OynkunonanpHasa aktusHOocTb [THC y pasHOCE30HHO HEPeCTYIOMUX BUIOB PbIO:

a. — IMCTOrpaMMa IoKasaresnel crerneHy GyHKIMOHAIbHON aKTUBHOCTH Beex oraenos ITHC Ha pasHbIX cTazgmax
3penocTy ToHaf (¢32) MO ZaHHBIM LIUTO(POTOMETPUM Pe3y/IbTATOB CBETOOITUYECKIUX U 37IEKTPOHHO-MUKPOCKOIINIECKNX
KOMIUIEKCHBIX MccmenoBanuit. O6osHavenns: HI' — Heiipornno¢us, [ITHT — mpeonTnko-runodusapHblit
HelpoceKpeTOpHBIN TpakT, ISl — mpeonTideckoe Axpo; 6. — IMHAMUKA M3MEHEHUIT CTeleHN QYHKI[MOHAIbHOM
aktuBHOCTM ITHC:

1— 6enyra, 2 — océtp, 3 — rop6y1.ua, 4 — KeTa, 5 — HanuM, 6 — cTepnAnb, 7 — ceBprora
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Tabnmuma 1. Mopdomerpuyeckue XapaKTepuCTUKY PYHKIMOHATBHOTO COCTOSHUSA
Bcex oTgenos ITHC HanuMa B poriecce HepecTa

Crapuu spenoctu ronag (C3I)

Crpykrypo ITHC IokasaTenu
v Pasmnmunsa IV v Pasmnmunsa V VI
uV (p) u VI (p)
IIpeonTuyeckoe sippo (IL1)

O6béM sipbliLex
HCK B gopsansHoit (vknrd): 23,26+1,44 >0,05 21,2340,86 <0,05 26,34+0,57
vyactu [15

O6bém simep: 138,15+71,37 >0,05 121,78+26,63 <0,05 148,57+51,34
Heripormusa O6bém stmep 99,89+2,60 <0,05 68,57+1,33 <0,05 124,5346,62
IIpocser cocynos ITnowagpb (MKM2) 32,86+1,83 >0,05 28,83+2,90 <0,05 43,10+2,33

I[TpeonTuxo-runodu3apHslit HeitpocekpeTopHsrit TpakT (IITHT)

IrHT KonuenTpanys

HCM (en. ontma.  20,46+0,88 >0,05 14,36+1,33 <0,05 10,050,197
(rpancmopr HCM)

IIOTHOCTM)

Heitporunodus (HT)

HeitpocexpeTopHble Konuenrparms
KOHTaKThl: AKCO-Ba- HCM (en. omrmy.  43,20+1,40 <0,05 59,10+1,50 <0,05 34,60+2,60
3a/IbHbIE IIOTHOCT)
AKco-ajieHapHbie Komrectsoma — 5g, 7,5 ) <0,05 360,0422,5 <005  149,52+11,16

€], IO N
Anpa muTynImTOB O6béM (MKM3) 12,6+0,50 >0,05 12,89+1,56 <0,05 9,42+1,53
HpoCBeT KAMMIAPOB 11, oy (viw?)  34,8241,70 >0,05 29,59+1,54 <0,05 66,88+2,91

(MKM)

Y oceHHeHepecTywolIell MOHOUVMKINYHOI
ropbymm spkas akTUBALMs BCeX OT/E/NIOB
ITHC, ocob6eHHO B Bufie MacCOBOTO OIyCTO-
menyst HI' or HCM B Havase HepecTa, Ha060-
POT, CMEHAETCS Pe3KUM CHIDKEHMEeM aKTUBHO-
CTY CUCTEMBI — MAaKCUMATbHO BO3PAaCTAOLINM
HakorneHueM HCM B HT kx MmomenTy rubenn
(puc. 2 x,4) (tabmn. 2).

[ ananmusa QyHKIMOHATBHOTO 3HAYEHUS
BBISIBJIEHHOM AVMTHAMUKY M3MEHEHNI COCTOSTHUS
ITHC B HT' 271€KTpOHHO-MUKPOCKOINYECKN
MOCYMTAaHbl KOMUIECTBEHHbIE COOTHOIIIEHM
HT B pasnu4HbIX COCTOAHMAX IKCTPY3UMOHHO-
ro (BoiBeenusa HII-HI') nukina cexpeTopHOI
aktusHoctu HCK (ta6m. 3).

YcTaHOBJ/IEHO, YTO K MOMEHTY Tubenu Impa-
KkTudecky ncyesart HT B akTuBHBIX ¢asax
akcrpysuonHoro ykna HT (dassr: 2, 3), Bo3-
pacTaeT cofep)kaHye HeaKTUBHbIX (¢daspl: 1,
5) 1 BosHMKaeT uX HOBBIIL II Tum, oOHapy>keH-
HBIl TO/IBKO Y MOHOLUMK/INYHBIX pbIO, TOpOy-
mu u KeTl (dasa 6; puc. 2k). Takoe Hapymie-
HIe HOPMaJIbHOTO 9KCTPY3MoHHoro nukma HT
(xapakTepHOe [/Is1 MONMUIMKINYHBIX PbIO) Y&T-

36

KO yKas3bIBaeT Ha COCTOsIHME 0/10Kajbl QYHK-
uuu BeiBeenust HIT-HI us HT B 06uuit kpo-
BOTOK, T. €. Ha BbIKmodeHne ¢pynkuyuy [THC
[Garlov, 2005].

K HacrosmeMy BpeMeHM y>Ke y MHOTMX
BIJIOB PbIO C eITHOBPEMEHHBIM HEPECTOM He-
3aBJMCHMMO OT €rO Ce30Ha YCTAaHOBJIEHA aKTU-
pauua ITHC, BrIpakeHHas B OIyCTOLIEHUN
oT HCM pasHbIX €€ 0T/[Ie/I0B, TUIIEpEMMUM, aK-
TUBAIMM HEMPOIINY, HO KaYeCTBEHHBIMHI Me-
TOIVIKaMI U «B IIpoOliecce HepecTar, 6e3 yuéra
€ro 9TalloB B BUJi€ CTA[ NIl 3PE/IOCTU TOHAJ
(C3I) [cm. 0630p: Tapnos u ap., 2018]. Bax-
HO, YTO CTeIeHb ¥ NPOJOKNTETbHOCTD Ta-
kot aktuBanuu I'THC HaxoguTca B npsamoit
3aBMICYMOCTH OT «HAIIPsDKEHHOCTN» HepecTa
(MaTepuanbHO-9HEPTreTUYECKUX 3aTPAT, 0CO-
O0eHHO y KpPYIHOTEeNbIX GOpM), IOCKOIbKY
OHa MaKCMMaJbHa y Oe/yru ¥ MUHUMAJIbHa
10 NPOJO/DKUTENbHOCTU Y TYBOJIHOI KOPOT-
KOI[MK/IOBOI cTreprsian (puc. 4 6) u B o6par-
HOJ 3aBUCUMOCTM — OT €ro KpaTHOCTH,
YMEHbIIASICh K PACTAHYTOMY U MIOPLVIOHHO-
My HEpecTy.
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Ta6muua 2. Mopdomerprdeckas xapakTepucTrka ocHoBHbIX oTAenos [THC rop6yu B mporiecce HepecTa
U Tiepeft TMOeNbIo 10 JaHHBIM CBETOBOJ MMKPOCKOIINNI

1. ITpouenthsie coorHomenyss HCK B pasnuyHbIX GpyHKIMOHATBHBIX COCTOSHIAX U CPeNHAA IMPUHA IIPOCBETOB
cocynoB B fop3anbHoii yactu IS (ctemens runepemuu ITST)

Crapuy 3penocTy TOHaJ,

QyHKIMOHATbHBIE v IV-V(p) v VI VI-VI- -
cocrosuua HCK Ilepen nepe-  Yposenb B uavanre  V-VI(p) Bckopemoc- Tubenn
. Ilepep, ruGennio
cTOM pasmuanit HepecTa e HepecTa (p)

1. TToxoit 8,2+1,74 <0,01 5,8+1,77 0,05 6,8+1.80 >0,05 8,243,21

2. Hakonnenne 34,6+8,01 <0,01 12,8+5,4 0,01 23,3+7,65 <0,01 39,5+7,47

3. BoiBepieHue 45,8+9,45 <0,01 57,7%3,15 >0,05 54,3+5,58 <0,01 43,3+5,28

4. OnycromeHne 11,4+4,71 <0,01 23,8+7,35 0,05 14,8+8,10 <0,05 8,8+3,24
Ulnpuiia npoceeta cocy- ;¢ 57 <0,05 870,88 005  84+08  >0,05 7,740,8
10B (MKM)

2. Xapakrepuctuky crpykryp npokcumanssoro (IITHT) u gucransHoro orgenos HI'

2.1. Konnenrparus HCM B npokcuManbHbix otaenax HI mo pesynbraTam nurodoToMeTpun
(xapaxrepuctuka Tpancnopra HCM B gucranpuble otgenst HI')

HCM (eguuuis onrimye-

. 0,24+0,05 <0,05 0,15+0,06 >0,05 0,21+0,58 <0,05 0,32+0,08
CKOJ IVIOTHOCTH)

2.2. XapaKTepuCTUKU CTPYKTYp FUCTambHbIX oTenoB HI (cremennb aktuBHocTy BoiBeierns HIT-HI' B kxpoBoTOK:
Be/4rHa obparHas Hakomnenuo HCM)

HCM (6annsr): ¢ 4,040,12 <0,05 2,440,26 <0,05 3,8+0,26 <0,05 4,5+0,11
o 3,840,13 <0,05 2,840,28 <0,05 3,6+0,34 >0,05 4,040,26
$+o" (cpenHee) 3,9£0,09 <0,05 2,6%0,18 <0,05 3,7£0,26 <0,05 4,2+0,23
JlnameTp sfep MUTYULIN-

4,73+0,10 <0,05 6,24+0,17 <0,05 5,23+0,12 >0,05 5,49+0,17
TOB (MKM)

[IupyHa mpocBeTa Ka-

15,94+0,45 <0,05 16,64+1,51 <0,05 12,51+0,86 >0,05 13,78+0,83
MISIPOB (MKM)

Ta6nuua 3. IIpoljeHTHbIe COOTHOIIEHNMSI HOHATIENITUEPIMYeCKUX HellpocekpeTopHblx TepmuHaeit (HIT-HT)
B pasnnyHbIX $asax sKCTPY3MOHHOTrO LuKia B Helipornnoduse (HI') ropbyum B mpoecce HepecTa u mepexn
rubenbo

Cramun spenoctu ronan (IV-VI C3T), sug HT (A, A,)*/

d)y}lKLU/IOHaJ'II)HbIC COCTOAHMA UIN q)a3bl

v \% VI VI — nepen ru6enpio
aKcTpysuonHoro mykaa HT

A, A, A, A, A, A, A, A,

I tuma: «Csetnbie» HT

1— NETIOHMPOBAHNE 3TIEMEHTAPHDBIX

HEIPOCEKPETOPHBIX TPAHYT 17 7 7 2 20 16 40 45
2 — ngavano BeiBegenme HII-HI 58 70 54 45 8 13 -

3 — aktuBHOE BoiBenenne HIT-HI 20 20 33 47 9 16 1 3
4 — VICTOIIeHNE TIOCTIEe BbIBEIEHIS 4 2 4 6 8 9 9 10
5 — HaKoIlIeHMe 3/IeMEeHTaPHbIX 1 ) ) i 41 39 2% 33

HePOCeKPeTOPHBIX TPAHYII

II tuma: «Témusie» HT

6 — TeperonHeHye IoMMMOPHbI-
MU CEKPETOPHBIMU I'PaHy/IaMu

- - - - 14 7 24 8

*— HII-HT Bupa A, ¢ Haubonee kpynusimu rpanyaamu (160-250 um) sssiorcs Hocurensvmu VT, Buga A, (c rpanynaMu
110-160 um) — Hocutensimu BT (puc. 2 X, K, H).
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ITepsonavansuo HII-HI' y4acTByioT B mHM-
[UaluM HepeCcTOBOrO IOBeJeHNs, BbI3bIBas
y IpOM3BOJUTeNIell Iepe]; HepecTOM U B Ha-
yajie ero «HepecToBblll pedexc» [Demski,
Sloan, 1985; Rose, Moore, 2002; Balment et al,,
2006]. HIT-HT BeiBogaTca B muksop III xemy-
nouyka Mosra us HCK IIfI — B o6mactu meH-
IIpO- VI COMAaTO-BEeHTPYKY/IAPHBIX HellpoceKpe-
TOPHBIX KOHTAKTOB, a 113 IIEPEJHETO Y 3aJHETO
HI' — B 06nacTyt akco-BeHTPUKY/ISIPHBIX KOH-
TakKTOB (puc. 1,2 T), rjje OHM OKa3bIBAIOT HEVPO-
TPOIIHOE BJIVSAHNME Ha BBIIIEyKa3aHHbIE IIOBe-
neryeckne nentps! LIHC [Goodson, Bass, 2001;
Pierantoni et al., 2002]. 9Tn TpaHCBEHTPUKY-
nsapHble nyTn BoiBefeHnsa HII-HI' BeipakeHbI
B BUJI€ PeRYKLVM 0c000 KPyIHBIX POpPM HAKO-
IUVIEHUS HeIPOCEKPETOPHBIX IPOJYKTOB, CIIe-
IVaIM3VPOBAHHBIX JU/IS pealn3anyyl pa3MHo-
>KeHus, T. e. B MaccoBoM onycroumenny HCK or
Karenb Helipocekpeta u Ten leppunra or HCM
B pasubix otgenax [THC [Garlov, 2005]. IIpu
aToM BT 10 HeifpoTponHOIt aKTUBHOCTH fecs-
tTukpartHo npesbrmaer VT [Wendelaar, 1997;
Balment et al., 2006]. HepecToBoe nosegenne
Yy MHOTUX BUZIOB PbIO MOXKET COXPAHATHCS IO-
4TI 1O KOHIIA HepecTa ¥ ¢ 9TUM MOTYT OBITb
CBsI3aHBbI KaK MCXORHAsA, TaK ¥ IMOCTIeAYIOLIVe
aktuBanuu I'THC (Rose and Moore, 2002).
B perynauum Hepecrosoro nosegenysa HII-HT
TecHo B3aumopeiicTBytoT ¢ JIT-PI' [Ueda, 2012].
[Tpuuém, B MOTYIALMIO PEIIPOAYKTUBHOTO II0-
BeJICHVI TIPY HepecTe, 0COOEHHO ero COIVab-
HBIX $opM (Hampumep, arpecCuy y caMIjOB)
BoBjIeKawTcs Bce gopmel JIT-PI, uto ompe-
le/isIeTCsl OTPULIATE/IbHO OOPATHON CB3BIO
C YPOBHEM COJep>KaHMs aHAPOTEHOB: TECTO-
crepoHa 1 11-keTo-TectocTepoHa [Soma et al.,
1996; Goodson, Bass, 2001].

Buonorndecky B3aMMOCBSI3aHHOE M CUH-
XPOHHOE C HEpeCTOBBIM IIOBefieH/eM BO3HMK-
HOBEHMME M COXpaHEHMe SIPKO HepecTOBOI
OKpacKM, «OpayHOro HapsAma» TaKXKe Tec-
HO CBSI3aHO CO CTUMYNUPYIOIUM BIIVSHU-
em HII-HT Ha ¢pyHKUMIO MeTaHOTPOIOIVITOB
IPOMEXXYTOYHOI Homyu runodusa, ¢ KOTOpoit
HI coctaBnser y 601bpIINHCTBA PbIO eMHBII
HePOIPOMEXYTOUHBINI KOMIUIEKC IMIOpU-
3a (neurointermediate lobe) ¢ o6unmem axco-
aJleHapHBIX HEMPOCEKPETOPHBIX KOHTAKTOB
(puc. 1 B, 2 n-u). [IporpeccuBHas akTUBaLUsA
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BoiBegeHusa HII-HI us HT B sToi1 obnactu
y Ha/IMa B HavasIe ¥ IIOC/Ie HepecTa U OTpayka-
eT MX y4acTue B CTUMYJ/LALVN MeTaHOTpPOIIHO
¢yukuuu runodusa (puc. 1 8: I, 2 M, H, 4 a).
BT B aTOM mpoljecce Take BBIIIOTHAET BeAy-
IIYIO POJIb, IIOCKOIBKY OH SIB/ISE€TCS CUHEPIU-
CTOM KOPTUKONMOEepUHa, CTUMYIUPYS BBIOPOC
OCHOBHBIX TOPMOHOB OIMONHOTO psifa (ampe-
HOKOPTUKOTPOITHOTO U OL.-MeTaHOLIMTCTUMY/IN-
pYIOLero) ¥ BbI3bIBasl IIPU CTpecce KOPTUKO-
nubepunonono6Hbi addext [Wendelaar et al.,
1997; Habib et al., 2001].

Axrtusanusa [THC oco6o BbpaskeHa B MO-
MeHTBl oBymauuu u cnepmuanuu (V. C3T),
KOTZla BO3HMKAeT NMOTPeOHOCTb B CTUMYJIA-
UM COKPALIeHNs ITIAAKON MYCKY/IATypbl I'O-
HaJ[, ocobenHno B VT, xotopsiit obmamaer
HeCATUKPATHO OONbIIENl TOHUYECKOW aKTVUB-
HOCTbIO, ueM BT [Wendelaar et al., 1997; Zohar
et al., 2010]. ITpu oBynAUVMM ITaBHOI MMIIIe-
upio HII-HT sBnsworcs xnetku Texku ¢oi-
NIMKY/IOB AVYHMKA, II0-BUAVMOMY, MUOUTHO-
CeKpeTOpHBIe (cTepomjcekpeTupymmue),
IIOCKOJIBKY 9/IeKTPOHHOMUKPOCKOIMYECKI
B HJIX XOPOIIO BbIPa)KEeHBI BCe IPU3HAKM TJIafi-
KOMBIIIIEYHBIX 3/IEMEHTOB 1 B MEHBIIEN CTele-
HU — cTepouporeHHeix [[apnos u gp., 2019].
Ho ynpTpanuToxuMmdecky B HUX 4€TKO BBIAB-
JISIeTCsL KITI04YeBOi (pepMeHT cTepousioreHe3a —
3b-rugpoxcucrepoupnperugporenasa (3b-
I'CAr') [lapnoB, Mocsaruna, 1998]. B cemen-
HUKax ppi6 mumensamu peiictsus HII-HI sB-
JIAIOTCA ITIaSKOMBIIIEYHbIe KIeTKY CeMEHHBIX
KaHaJblleB, BBIBOJAKOBBIX IIPOTOKOB, 060/109eK
U KPYIHBIX COCYZIOB ceMeHHuKa [[apnos u fip.,
2018]. B MOMEHTBI cliepMuanyuy Bce OHM CUH-
XPOHHO aKTUBMPOBAHBI NPSIMBIM CTUMYJIUPY-
owmuM BausgaueM Ha Hux HII-HIT, ocobenHo
WT [Habib et al., 2001; Zohar et al., 2010]. 3to
MOJTBEPXK/IEHO U YETKUM MacCOBBIM 3 dek-
TOM CIePMHUALIMK 3PeIbIX CaMI[OB CEBPIOrU
U KapIia, MTHbEIVPOBAHHBIX 9KCTPAKTOM Hell-
POIPOMEXYTOYHOTO KOMIUJIeKca rumnodusa
[TapnoB n gp., 1983]. He MeHee BaXKHO U y4ac-
te HII-HI' B moppgep>xaHuu BOGHO-CO/IEBOTO
6anmaHca opraHu3Ma, IOCKOJIbKY B IIpoIjecce
MUTpALMY ¥ HepecTa NMPOXOAHBIX PbIO, 0CO-
OeHHO Y J10CcoCel IMPOMCXONUT IIPOTPeCcCUBHOE
oBongHenne Mo [Donaldson, 1990; Warne et
al., 2002; Makino et al., 2007].
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VI, HakOHel], B MeXaHM3Me 3aBepIIeHUs
nporecca Hepecta ppi6 [THC BrimonHsiet oco-
60 Ba)XHYIO (K/II0YEBYIO) POJIb B OCYIIECTBIIe-
HUY 3aLIMTHO-NIPUCIIOCOOUTENBHBIX PeaKInil
OpraHM3Ma, HallpaBJICHHBIX Ha IPEOJO/IeHNe
($U3MOIOrNYecKoro crpecca — COCTOSIHUA Ha-
IpsiKeHNMe, BO3HUKAIOIET0 y MHOTUX BUJIOB
eIVHOBPEMEHHO HePeCTYIOUIMX PbIO B IEpPHO,
HepecTa [[apros, 2001]. 3To 6bITO JOKA3aHO
pesy/bTaTaMy CPaBHUTE/ILHOTO aHA/IN3a JVHA-
MUKU ¥ MOP($O-(PYHKIMOHATbHBIX MEXaHU3-
moB aktuBauuy I'THC npu nepecte n npn or-
HOCUTE/BHO aJJeKBaTHOM JIJISl IIPOXOJHBIX PbIO
cTpecce, BbI3BAHHOM COZIepyKaHeM IT0JI0BO3pe-
JIBIX OCETPOB U CEBPIOT B PaCTBOPAX MOPCKOIN
BOJIbI VI IOBAPEHHO COMMU Pa3/IMYHON KOHIIeH-
Tpauuu, NpuuéM, ObUIM CMOZIETPOBAHBI BCe 3
BIJA cTpecca: aycTpecc (B 5%o), cTpecc (B 17
u 22%o) u guctpecc (B 32%o) [Polenov, Garlov,
1974; Garlov, 2005; Tapnos, 2013]. IIpu o6pa-
TUMBIX popMax cTpecca (o 17%o) 6bL1a ycTa-
HoBjneHa aktuBauusa [THC, modonornyeckn
CXOJ{Hasi C COCTOSIHVEM IIPU HepecTe, IPSAMO 3a-
BUCYMMas OT IPOJIO/DKUTETBHOCTY M IHTEHCUB-
HOCTY BO3[ENICTBUsA, CTENIEHb KOTOPOl MOXKHO
OLIEHUTDb KaK CPeHIOI0 IIPU OCTPOM CTpecce
[Wendelaar, 1997; Garlov, 2005]. I[Tpu Bcex Bu-
nax crpecca HIT-HI' B 60onmpinx KommyecTBax
CHIDKAIOT CTeNeHb (PyHKIIMOHAIbHON aKTYBHO-
CTHU >K€/I€3 ¥ OPTaHOB-MMUILIEHEN II0C/Ie UX TU-
nepYHKIN U, IPENATCTBYS «BHYTPEHHEMY
CTOPAHNI0 OPraHM3Ma», BBIIIOIHIT BAKHYIO
pOJIb B 06ecIieyeHn ! ero MeTaboIM4ecKoro ro-
Meocrasa [Garlov, 1976, 2005]. O6 sToM cBUfie-
TEJIbCTBYIOT U JAHHbBIE O CHIDKEHUAX QYHKLIN-
OHA/IbHOM aKTUBHOCTU INMTOBUIHOIN >KeJle3Hhl,
VHTEpPPEHATbHON TKaHY, YPOBHs COflepKaHM
KOPTUKOCTEpPON/IOB B KPOBM y CAMOK OCeTpa
IOC/Ie HepecTa, CUHXPOHHBIX C aKTUBaIueNn
ITHC [bapanuukoBa, 1975; Polenov et al., 1976;
[Toenos u ap., 1993].

Hawub6onee BaykHO, 4TO cOXpaHeHMe MeTabo-
JINYECKOTO PaBHOBECHS B 3TOT IEPUOJ MOXKET
obecriednBaThCA SAPKVMM aHTUTOHAZOTPOIIHBIM
addekrom pgeiictBus HII-HI, ocobenno BT
[Foran, Bass, 1999; Iapnos, 2001; Garlov, 2005;
Balment et al., 2006]. 9toT addext mokazan
U pe3y/IbTaTaMy MHOTO/IETHUX IIPOV3BOACTBEH-
HBIX VICHBITaHWIT 9 PeKTVBHOCTY IPYMEHEeHA
IpernapaToB M30/MMPOBAHHBIX NIepefHeil 1 3a/I-
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Helt jofneit tunodusa Aas CTUMYISLUY TI0TI0-
BOTO CO3peBaHM:A (OBY/IALMY U CIIEPMUALIVIV)
IIPOVM3BOANTEIIEN OCETPa U CEBPIOTH, KOTOPHIMI
OBITIO YCTAHOBJIEHO, YTO HOBBILIEHHbIE (HO -
suonornyeckue) gosbl HII-HT BbIsbiBaroT 4éT-
KMil aHTUTOHAOTPOIHBI 9 deKT, a 6onpiine
U 3aIpefie/IbHbIE 03Bl 3HAYNTE/IbHO HAPYLIAIOT
npouecc oBynAnuy [lapnos u ap., 2018]. Yera-
HOBJIEHO, YTO 3 dEeKTHI ITUTETBHO 3a/JePKKI
OBY/IALIMY U IIPefOTBpalleHns pe3opOuym mo-
JIOBBIX IIPOYKTOB C ITOBBIIIEHEM PBIOOBOJ-
HOTO KadyeCTBa IIPOM3BOAVTENEI PbIO IpK UX
IIPOMBIIIJIECHHOM pe3epBUPOBAaHUN B COTOHO-
BaToOMl cpefie «<KPUTUIECKONM» COMEHOCTH 5—7 %o
TaK)Xe BBI3BAHBI IIOBBIIIEHHBIM COflep>KaHMeM
HII-HT [Tapnos, 2013]. OcHOBHOII MeXaHU3M
aHTUroHajgorpomnsoro pevicrsusa HII-HT 3a-
KJIIOYaeTCs B TOPMOXKEHNM CeKpelyy TOHazlo-
nubepuHa (cuHepruaMe ¢ JOPaMUHOM), CTU-
MYALUN CEKPelu aipeHOKOPTUKOTPOIMHA
(cuHeprusMe ¢ KOPTUKOMUOEPUHOM), HAKOHEI]
B npsiMmoM BiuAgHuu HII-HI' Ha reneparusHble
U 9H/IOKpUHHBIe GyHKUMM roHay [Pierantoni et
al., 2002; Zohar et al., 2010].

OTOT 3aBepLIAOLINIT HepeCcT aHTUTOHAZl0-
tponuslit apdext HII-HI' okaspiBaercs pe-
MIAOIUM ISl COXPAaHEHMsI MeTaboNMMIecKoro
paBHOBECKS OpPraHM3Ma, IIOCKOJIbKY OH IIpUH-
[UINATHHO M3MEHsIET XapaKTep OOMEHHBIX
IIPOIIECCOB, IepeK/IoYas UX C FeHepaTBHOTO
«9HEPro3aTpaTHOro» TuIa 0OMeHa Ha IIaCTH-
yecKuil «aHeprocbeperaromuit» [Tapnos, 2001;
Tapnos u gp., 2018].

3AK/IIOYEHUE

B pasMHOXXeHMM pBIO ¥ IIpeX/ie BCETo B Jie-
TepMMHAIMY HEPEeCTOBOTO MUI'PALVOHHO-
ro NOBelecHNA BaXXHYI0 ponb urparot HII-HI,
VHUIVMPYS JOMUHAHTHOE COCTOsIHME BO30y-
xpenua B IIHC B popme «MUTpallMOHHOTO
VIMITY/IbCa» U CO3[JaBasi B KOMIIJIEKCE C TI0/IOBbI-
M} TOPMOHAMM «IIOJIOBYIO JOMUHAHTY» [lap-
noB, [Tonenos 1996; Tapnos 2001]. ITocnenyro-
1lee MHUIMMPOBaHMe HEPECTOBOTO NTOBEJeHN S,
BbI3BaHHOe BiausAHyeM HII-HT (mpemmyume-
ctBeHHO BT B couetannu c JII-PI' u momoBsI-
mu crepougamu) Ha LTHC cBsizaHo ¢ amornno-
Ha/IbHBIM CTPECCOM, OCOOEHHO BBIPa>KEHHBIM
y camuioB. OBY/IAILIMY U CIIEPMUALNY CIIOCO0-
creytor HII-HI' (npenmymecrsenno VT, mu6o
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okcutoryHonono6uent HII-HT y oceTpoBsix),
CTUMYyMpYyIoIye (IIOMMMO HelpOIpOBOSHM-
KOBBIX MEXaHU3MOB PETYIALNN) COKpaleHN
I7IafKOMBIIII€YHbIX 37IEMEHTOB I'OHAJl U UX KPO-
BeHOCHBIX cocypos. IIpu arom HII-HI' noren-
LUPYIOT JIe/ICTBME MTOJIOBBIX TOPMOHOB, YBE/N-
4yBas 4yBCTBUTEIbHOCTb TOHAZOTPOIOLUTOB
K JIT-PT' u TopMo3s ero BBIOpOC, CTUMYIUPY-
I0T CEeKpelMIo a[peHOKOPTUKOTPOINHA, TUpe-
OTPOINMNHA, IPOTAKTIHONOZOOHOTO TOPMOHA,
HaKOHell, Y4aCTBYIOT B PETy/IALUA TeHepaTUB-
HOJI ¥ 9H[OKpUHHOI GyHKUMit roHax [ITome-
HOB U fip., 1993; lapnos, [Tonenos, 1996]. Bos-
HUKAIOUMI IpU HepecTe HU3MOIOTUIECKIUIT
CTpecc OKa3blBaeTCsl KOHEYHBIM 3BE€HOM B IIO-
C/IefloBaTeIbHBIX 3TANHBIX IIpoOlleccax, KOTo-
pble obecneunBaT Mporpeccupyiomiee CHI-
JKEHIe CTelleHM 3BPMOMOHTHOCTU IPOXOZHBIX
pbI6 B IMpoljecce MOJOBOTO CO3peBaHMN, MUT-
paruu u Hepecta [lepbunbckmit, 1956, 1965;
Donaldson, 1990; Garlov, 2005]. B peanusarun
($U3MOIOTNYecKoro cTpecca-Hepecra PyHKIMA
ITHC nposBnseTcs 0cOOEHHO APKO B CBA3YU
C TeHepa/IM30BaHHBIM U IIPOJIOHTYPOBAHHBIM
pmuAHneM HII-HI' Ha xoMIIekc Bucuepanb-
HbIX OPraHOB — BBIIEIUTENBHYI0 CUCTEMY,
IJIAIKYI0 MYCKY/IaTypPy COCYROB Iepudepude-
CKVX 9H/JOKPMHHBIX >Ke/1€3, MNIeBapUTENbHOTO
TPAKTa, JIENO XUPOB U YIIeBOJOB. PaccMoTpen-
Hble BbIlIe IocefoBarenbuble peakuuy ITHC
C OJJHOJ CTOPOHBI OTPAXKAIT €€ y4acTue B II0-
3TAITHOM CHYDKEHMU CTeIIeHV 9BPUOMOHTHOCTI
B BHIfle HEIPOTPOIIHOTO ¥ BUCLEPOTPOIHOTO
Bmuanua HII-HI' nra THC n penpogykTusHyIo
CUCTeMY U, C APYTOI CTOPOHBI, €€ BaXKHYIO POJIb
B IIOZIfleP>KaHMM MeTabOMIIeCKOT0 paBHOBECUA
OpraHusMa B BUJI€ BUCLIEPOTPOIIHOTO TOPMO3 -
mero a¢dexra HIT-HI. Perynaunsa takoit um-
K/IMYECKOIi IMHAMUKI I3MEHEeHIT CTelIeHN 3B-
PUOVMOHTHOCTH PBIO B IIpOLjecce pasMHOXKEHNUs
ocyuecTssAerca npu segyuem ydyactuy [THC
0 IIPUHINITY CAaMOPEry/IAnNH, Ha GpOoHe MCTOo-
IleHNsA OpraHM3Ma B pe3ynbTaTe MUTpaLNii
u HepecTta [Garlov, 2005; [aprnoB u fip., 2018].
Takum o6pasom, oOLMIT TPUHLIUI KOM-
nnekcHoro ydactusa [THC B pasmHOXeHUMN
pbIO 3aK/TI0YAaETCA B OCYIIECTBICHUN 2-X aJlb-
TepHaTuUBHBIX nyTen Baumanua HII-HI na
GYHKIVMM VX TJIAaBHBIX MMIIeHeN: 1) MHunu-
UPYIOIIETO, 3allyCKAIOLEr0 MUTPALIIOHHbIE
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MeXaHU3MBl KOMOMHMPOBAaHHBIM 3ddek-
TOM HapylIeHUsA OCMOTHYECKOTO paBHOBe-
cMst ¥ BO30OY)X/IeH)s TIOBeJleHYeCKIX [IeHTPOB
B ITHC (npeumymectsenno BT), manee — He-
pecToBOe moBefieHNe (COOCTBEHHO, HEPeCT)
U 2) 3aBeplIAOIIero HepecT UX KOMOWHMPO-
BaHHOTO 3¢ deKTa — «yTePOTOHMIECKOTO»
(mpemmymectBenHo VT) ¢ nocnenyrommum re-
Hepann30BaHHBIM — MeTabomndyeckuM [lap-
708, 2001]. Ot (byHKuI/m ITHC cocraBnsamooT
IJIaBHBII PEBEPCYOHHBIN MEXaHNM3M CaMOpery-
ALY MeTab0MNYeCcKuX MpoLeccoB (OTCYyTCT-
BYIOIUII Y MOHOLIVIKIMYHBIX PBIO), M OH SIBIIA-
eTCSl OCHOBOJVI CTPYKTYPHO-(QYHKIVOHAIBHON
opraHusanyy (1, COOTBETCTBEHHO, (PyHKIIVN)
K/IIOYeBbIX 3BEHbEB OMOIOIMYEeCKNX MHTeTpa-
[IMIOHHBIX CHCTeM — «TpUAfbl PaBHOBECHOII
CUCTEMBI», B KOTOPOIl, HallpUMeEp, 2 pa3HOHa-
IIPaBJICHHBIX aJIbTE€PHATUBHBIX COCTOSHMUS: Ce-
Kpeluy U aKKyMYy/IALNN HellpOCeKpeTOPHBIX
IPOAYKTOB HAXOJATCSA IO YIIpaB/IeHNeM LieH-
Tpa caMOpery/Isaluy Wi MeXaHU3Ma peBep-
cun — HCK [Garlov, 2005; Tapnos u ap., 2018].

B nrore paspaboTaHa pabodas cxema Imocue-
poBarenpHoro yyactusa [THC B mnTerpauym
PasMHOXeHM PbIO IO IIPVHIUITY CAMOPeTy/ii-
un (puc. 5).

HHHL[L‘IHpOBaHH‘:
i

A
(Murpaumnmﬁ 'L\x\

WMMNYNbBC, HEPECTOBO
NOBEAEHHE)

adpepexr HILHE

+ 3aeepLueHune
PasMHOXeHWUA

Puc. 5. Ocnosroit npuunun yyactus [THC
B MHTETPalMy pasMHOXKeHMs pbI6 (cTUMyMpyIoliee
mevicrBue HII-HT: +, Topmossuiee meitctsue HIT-HT:-)

OTa ynpoliéHHas pabodas cxeMa MHTerpa-
LM Pa3MHOXKEHVS PbI6 KaK pasHOHAIIPaBJ/IeH-
HOIO IIpollecca 0Kasajach JOCTATOYHO KOH-
CTPYKTUBHO [/ JeMOHCTpaluy NpUHINIIA
U pa3paboTKM HEOOXOAVIMBIX METONOB yIIPaB-
JIeHVsI Pa3MHOXEHUeEM pbI0 MyTéM COYeTaHuUsA
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TOPMOHA/bHBIX U 3KOJIOTMYECKUX BO3ENCTBUM
[Tapnos u gp., 2018].

CIIMMCOK COKPAIIIEHUI

BT — BasoTouuH, apruHnH-8-Bas0oTOLMH

BT-HCK -BasoTouuHepruieckue Hejpoce-
KpETOPHBIE K/IeTKM

ITHC — runotanamo-runo¢usapHas Heit-
pOCeKpeTOpHas cucTeMa

UT — usorouux

NT-HCK — usorouyHeprudeckmue Heipo-
CEKPETOPHBIE KIEeTKN

JIT-PI' — monnbepnH, roHagomibepyH

HII- — HOHamenTMaeprmieckme, HOHaIen-
TUJIHbIE

HI' — Heitporumnodus, safHmnit HeJipornmno-
¢us

HII-HI' — HonanenTuaHble HEVIPOrOPMOHBI

HCK — HelipocexkpeTOpHbIE K/IETKI

HCM — HelipoceKpeTOpHbIII MaTepual

HT — HelipocekpeTOpHbIe TepMIHATIN

ITHKO — npokcumanbHast HelipoceKpeTop-
Hasg KOHTaKTHas 00/1acTh

[T — npeonTudeckoe AApo

C3I' — cTagum 3peocTy TOHAT,

TT' — Teno leppunra

IIHC — ueHTpanbHas HepBHas CUCTeMa
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The functional role of hypothalamo-hypophysial
neurosecretory system in fish migrations and spawning

PE. Garlov

St-Petersburg State Agrarian University (FSBEI HE «PSbSAU»), St-Petersburg, Russia

The results of the ecological-histophysiological study of the hypothalamo-hypophysial neurosecretory
system (HHNS) by use of light- and electron-microscopical morphometric methods and comparative
analysis of the results are presented. At the beginning of migrations a state of “HHNS mobilization” has
been established. It is expressed in the form of the strong synthesis activation of neurosecretary products
in neurosecretory cells (NSC) and their transport in dendrites and axons to neurohypophysis (NH), where,
their mass accumulation, however, occurs. This completion of moderate “normal” level of excretion of
nonapeptide neurohormones (NP-NH) into the bloodstream disrupts the body’s water-salt homeostasis.
The synchronized transventricular direction of the NP-NH excretion from dendrites and axons into the
brain liquor of III ventricle provides their neurotropic effect in the behavioral centers of Central Nervous
System (CNS). As a result, HHNS has a decisive double synchronous effect, which disrupts the long-adapted
“pasture” type of osmoregulation (hyper- or hypoosmotic), which is probably the main physiological
stimulus of habitat change and, at the same time, it includes the behavioral centers of the CNS, which
causes a dominant state, originally defined as a “migration impulse”The interactions of nonapeptide- and
luliberinergic centers of the hypothalamus in the navigational mechanisms of homing and imprinting are
discussed. At the beginning of spawning, regardless of its season a strong activation of HHNS, followed by
a decrease in its functional activity, was discovered in fish of continuous spawning. The detected two-phase
reaction of the HHNS seems to be a reflection of its participation in the body’s protective and adaptive
responses to physiological stress. The key role of the HHNS in integrating migration and spawning processes
is discussed.

Keywords: sturgeon and salmon fish, migration and spawning, neuroendocrine regulation of fish
reproduction, hypothalamo-hypophysial neurosecretory system.
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TABLE CAPTIONS

Table 1. Morphometric characteristics of all parts of burbot hypothalamo-hypophyseal
neurosecretory system (HHNS) functional state during spawning

Table 2. Morphometric characteristic of the main parts of pink salmon HHNS during spawning
and before death by light microscopy

Table 3. Percentage ratios of nonapeptidergic neurosecretory terminals (NP-NT) in various phases
of their extrusion cycle in pink salmons neurohypophysis (NH) during spawning and before death

FIGURE CAPTIONS

Fig. 1. Schemes of nonapeptidergic (HII-HI, large circles) and luliberinergic (JIT-PT, small

light circles) neurosecretory centers localization in fish hypothalamus and pathways of
nonapeptide neurohormones (NP-NH) excretion (I. — Transventricular pathway: neurotropic
effect of NP-NH, II. — Transadenohypophysial: adenohypophysotropic effect of NP-NH, III. —
Paraadenohypophysial: viscerotropic effect of NP-NH) in sturgeon (a), pink salmon (6), burbot (:
IV, V, VI — stages of gonadal maturity, SGM). Explanations in text

Fig. 2. The states of neurosecretory cells (NSC) (a-B) and neurohypophysis (NH) of sturgeon (n-x),
pink salmon (3-x) and burbot (11-H) in the process of migration and spawning: a - at the beginning
of the spawning migration (a-f, 3) active light NSC are dominated in the preoptic nucleus of

pink salmons, 6 — vasotocinergic NSC are massively contacting with the cavity of the III brain
ventricle, forming there somato- and dendro-ventricular neurosecretory contacts, 8 - in the Golgy
complex the formation of neurosecretary granuls shells is observed, but granuls do not accumulate
in the perinuclear zone of NSC, r — the destruction of the Herring body fragment and the release
of fine-grained contents from it into the cavity of recessus hypophyseus are observed; 5 — at

the beginning of the spawning migration of sturgeon (z), pink salmon (3) and before spawning

of burbot (1) the inactive state of hypothalamo-hypophysial neurosecretory system (HHNS) is
characterized by the accumulation of Gomori-positive neurosecretory material (NSM) in the roots
of NH. At the beginning and after spawning of sturgeon (e, x; VI SGM), pink salmon (1; V SGM)
and burbot (M, ; V, VI SGM) activation of HHNS is characterized by the devastation of NH from
NSM. By the end of pink salmons spawning and especially before death (x) the accumulation of
NSM in NH is observed. Light microscopy (a, 7, €, 3, u. 11, M): coloration of paralydehyde PAF and
azan by Heidenhain. Immunocytochemical reaction to vasotocinergic (VT-) NSC (6) (a, 6: oc. x10,
ob. x20). Electron microscopy (B, T, )X, K, H). Explanations in text

Fig. 3. a. The dynamics of HHNS functional states changing during migrations, foraging and
spawning in valuable fish species studied; 6. The state of functional mobilization of HHNS at
different periods of migrations of passfish studied species. Designations: ITSI — preoptic nucleus,
3HT — posterior neurohypophysis, HCM — neurosecretary material

Fig. 4. Functional activity of HHNS in multi-seasonal spawning fish species: a. — histogram of the
functional activity degree of all departments of the HHNS at different stages of gonadal maturity
(C3I') according to complex: cytomorphometry, light-optical and electro-microscopic studies.
Designations: HI' — neurohypophysis, [II'HT — preoptic-pituitary neurosecretary tract, ITsI —
preoptic nucleus; 6. — dynamics of changes in the degree of HHNS functional activity: 1 — beluga,
2 — sturgeon, 3 — pink salmon, 4 — keta, 5 — burbot, 6 — sterlet, 7 — sevruga

Fig. 5. The basic principle of the HHNS participation in the integration of fish reproduction
(stimulating effect of nonapeptide neurohormones (HII-HT): +; the inhibiting effect of HII-HI": —)
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