2KYPHAJI DBOJIIOLIHOHHOH FHOXUMHHU H ®U3HOJIOTHH, 2019, mom 55, Ne 2, c. 79—89

OB30PbI

VIK 591.12:/597.211+597.2/.5]:612.22

HENPO®U3INOJOTMYECKUE MEXAHU3MbI
®OPMUPOBAHUSA PECIIMPATOPHOI AKTUBHOCTHU
Y BECYE/IIOCTHbBIX PbIBOOBPA3HbIX 1 YEJIIOCTHbBIX Pblb
ITP1 BOAHOM JIbIXAHNN

© 2019r. E.D. Kosecuukona

Hnemumym mopckux ouonoeuveckux uccaedosanuii umenu A.O. Kosanesckoeo PAH, Cesacmonons, Poccus
e-mail: dr-kolesnikova @mail.ru
[Moctyrmmna B penakmuio 12.03.2018 .

IMocne nopadorku 26.09.2018 r.
IMpunsra x myoaukauuu 04.02.2019 r.

B 0630pe mnpeacTaBieHbl pe3yJbTaThl UCCIEN0BAHUI 0COOEHHOCTEH (DOPMUPOBAHUSI PECTTUPATOPHOI aKTUB-
HOCTU OECUEeTIOCTHBIX pI000OPA3HBIX M YETIOCTHBIX PbIO KaK MpeIcTaBUTENEN APEBHUX SBOTIOIIMOHHBIX TaK-
COHOB, MO3BOJIMBIINX UM YCITCIITHO MPUCITOCOOUTHCS K BOIHOM Cpeic OOMTaHUSI C HUBKHUM COAepKaHUEeM KHC-
snoponaa. CTBOJI MO3ra UKJIOCTOM U PBIO COIMEPsKUT 6a30BHIi “HAO0P” simep, KOTOPhIi obecIieunBacT (POpMu-
pOBaHME aJeKBaTHOM peCrMpaTOPHOI aKTUBHOCTU. Kpome Toro, reHepamusi pecliupaTropHOil aKTUBHOCTU
HoAACPKUBASTCSI YHUBEPCAIbHBIMU BO30YKIAIOIINMHI M TOPMO3HBIMU MeauaTopamu (riayramat, TAMK, rim-
LIMH), YTO TO3BOJISIET MPEANOJI0XUTh CYIIECTBOBAaHUE KIIFOUEBBIX, “3aKOHCEPBUPOBAHHBIX” B MpPOLIECCE IBO-
JIIOLIMA MEXaHU3MOB BOCIIPOU3BENEHMS peCTTUPATOPHBIX OCHMIUISALNH. OCOOEHHOCTH BOABI KaK Cpe/ibl OOuTa-
HUSI CO CHMDKEHHBIM COJIep>KaHUEM KHCJIOPOa ONpPeAeIsiioT BICOKYIO 3HAYMMOCTh KaOepHBIX U BHeXa0ep-
HbIX O,-XeMOpPELENTOPOB, KOTOPbIE AEMOHCTPUPYIOT YEPTHI BBICOKOCTIELIMATM3UPOBAHHBIX O,-peLenTOPOB
BBICILIMX TO3BOHOYHBIX XXMBOTHBIX. Helipoduanosornueckue netajim yCTpoicTBa reHepaTopa pecnmpaTopHO-
TO pUTMa, OCOOEHHOCTH MPUCTIOCOOIEHUS AIbIXaHWS K OTKJIOHEHUSIM HaMpsiKeHUsI KUCI0PO/ia B BOMHOM cpeie
(PwO,) y 6ecyentocTHBIX pbI0000pa3HBIX U YETIOCTHBIX PBIO MOATBEPXKAAIOT MOJIOXKEHUE O TECHO B3aMMOCBSI-
31 “TIPOBEPEHHBIX” DBOIOIUEI TIPUCITOCOOUTEBHBIX MEXaHM3MOB HE3aBMCUMO OT YPOBHSI OpraHM3alliuu OT-
NEeJIbHBIX KJIACCOB XXMBOTHBIX.
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BBEAEHUWE

Bona siBasieTcs cpemoit oGUTaHUS KUBOTHBIX, KO-
TOPBIM YIAJIOCh B MIPOLIeCCe SBOIIOIUMN BHIpabOTATh U
Pa3BUTh CTPATETUIO TPUCHOCOOJIEHUSI K IbIXaHUIO B
YCJIOBUSIX HU3KOTO HamnpsikeHus kuciopona (PwO,) B
BOIHOI cpene. Kak n3BecTHo, ppl0000Opa3HBIE U PHIOBI
OTHOCSTCS K TUITy XOpAOBEIX, Imoaruny Ilo3BoHOY-
HBIX, KOTOPHI pa3aensieTcst Ha Hagkiiace becuemtoct-
HeIX (Kimacc Mukcuwnot, Knacc Munoeu) m HdpaTum
YemoctHopoThiXx (Knacc Xpsawesvie pwiovr, Kiacc
Kocmubie pvibbr). HecMOTpsT Ha pa3nuuust B mpoliecce
(GUIOTeHeTUYECKOTO CTAHOBJICHUSI 3TUX TO3BOHOY-
HBIX, pa3HUILY SMOPUOHATIBHOTO MPOUCXOXKICHUS Op-
TaHOB MbIXaHUSI OECUETIOCTHBIX PLIOOOOPA3HBIX U
pbIO (Y KPYTJIOPOTHIX — U3 3KTOACPMBI, ¥ XPSAIIEBBIX
UM KOCTHBIX PbIO — M3 SHTOAEPMBI) 1 HEKOTOPBIE OCO-
GEHHOCTU KOHCTPYKILIUY IbIXaTeJILHOTO anmapara Ha
pPa3HBIX CTYIEHSIX DBOJIOLMOHHOTO pa3BUTHUS, CO-
XpaHsSeTCs HacyllHasg NOTPeOHOCTh B aKTHUBHOM
IBUKEHUM BOIbLI OTHOCUTENBHO ABIXaTeIbHOM IO-
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BEPXHOCTH, MOBbILIAONIEM cTeneHb nuddysuu O,,
YTO TPEOyeT CIaxkeHHOU pabOThI MBIIILL IJIs1 00ecIiede-
HUS JJOKOMOIIMY U TTACCUBHOT'O MPOKAYUBaHUS BOJbI
yepes >Kabpbl B MPOLIECCE CAMOTO IBUXKEHUS JTMOO Op-
raHu3anuu OoJjiee CHelaIu3UPOBAHHBIX AbIXaTelb-
HBIX IBVKEHU MO KOHTposieM MOTOpHBIX simep LIHC
u xemopeuenTopos O,.

B HacTosI111€€ BpeMsI CITOXXUIIOCh YCTOWYMBOE TIPE-
CTaBJIEHUE O “KOHCEpBUPOBAHUN~ 0a30BbIX MEXaHU3-
MOB BOCIIPOU3BEICHUST IbIXaTeJbHON aKTUBHOCTU B
nporiecce 3o [1—5]. YnoMmsiHyTOe TTojiokeHne
MnpuaaeT J0MOJTHUTEIbHBIN MHTEpEeC U 3HAYUMOCTD UC-
clIelOBaHUSIM YepT OpraHu3alluu HEeWPOHHBIX ceTeil
KaK UICTOUHUKOB reHepaliy pecriupaTopHOTro put™Ma 1
naTTepHa NIbIXaHUS Y PbIO00OpPA3HBIX M UYEFOCTHBIX
pbIO, KOTOpbIE TTO3BOJISIIOT UM YCMEIIHO MpUCcIocad-
JIUBATbCS K cpelie 00uTaHus ¢ TIOHWXeHHbIM PwO, B
BOJIHOM cpene.
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CTBOJIOBbLIE MEXAHU3MBbI .
OPOPMHUPOBAHUA PECITMPATOPHOM
AKTHUBHOCTH

Kak wm3BecTHO, HEepBHAsI cHCTeEMa ITO3BOHOYHBIX
YCTpOEHa 110 OTHOMY IJIaHy, TIOCTENEHHO YCJIOXHSISICh
o Mepe IMPOIBKEHUS IO 3BOJIOLMOHHONI JIECTHUIIE
[1]. He BBIZBIBaeT COMHEHUS TOT (PAaKT, YTO MMEHHO
peTuKyjsipHas popMalusl SIBASIETCSI UCTOUHUKOM Ie-
Hepaluy MepPBUYHOM pecIMpaTOPHON aKTUBHOCTU He
TOJIKO y PBIO 1 am¢uOuii, HO U Y HOBOPOXIECHHBIX
mlekonuraomux [6]. B Hacrosiee BpeMs HaKOIIH-
JIOCh OOJIBIIOE KOJMYECTBO MCCIASHOBAHUIA, ITOCBSI-
IIEHHBIX BBISIBIEHUIO MCTOYHUKOB pPeCIIPaTOPHOI
PUTMUYECKON aKTMBHOCTH y OECUEJIIOCTHBIX IIMKJIO-
CTOM, YeMy CIOCOOCTBOBAJI Psil 0OCTOSITENbCTB. bec-
YeIOCTHBIX PBIO00OpPA3HBIX OTHOCST K CaMBIM IIep-
BbIM pbIOaM Ha 3emite. [Ipencrasurenu rpangel becue-
JIIOCTHBIX MUWHOTU  (Petromyzontida) W3MEHUJIUCH
OTHOCHUTEJIBHO HE3HAYMTEJIbHO IIOCJIE OTBETBIICHUS
CBOETO TI0JIKJIacca OT DBOJIIOIIMOHHOTIO JepeBa I03BO-
HOYHBIX OKOJI0 450—560 MiH. j1eT Ha3az [7]; nogo6Has
COXPaHHOCTh 3THUX KMBOTHBIX clelajla uX 0OBbEKTOM
u3ydyeHus: 6a30BBIX CTPYKTYp U MEXaHU3MOB TeHepa-
UM PECIIMPAaTOPHOIO pUTMa KaK (PMJIOTEHETUYECKU
HauOoJiee OpeBHEN “3aKOHCEepPBUPOBAHHOI’ (YHK-
. Macca HelipoHoB B LIHC y MuHoOT CyllieCTBEHHO
MEHBIIIE, YeM Y BBICIIMX KMBOTHEIX, I MOXKET NOAACP-
KUBATBLCS in Vitro, 9TO II03BOJISIET HAOIIONATh PEeCIIr-
paTOpPHYIO aKTUBHOCTh B T€UEHHE YaCOB U HECKOJIBKUX
cyrok. KpomMe TOro, 0coOOEHHOCTM aHATOMUU MWHOT
MIpPEeIOCTaBISIOT BO3MOXHOCTD CO3/IaBaTh IpernapaThl
IHHC u pomGaHIIedanoHa ¢ “IIpUKperIeHHbIM” (OT-
IpenaprupoBaHHBIM M COXPAaHHBIM) XaOSpHBIM arma-
patowm [2, 7].

Ocobennocmu UHHEPBAUUU ObIXAMEAbHOU MYCKYAAQ-
mypol  Oecuentocmublx pbvlb60006pa3Hbix. JIbIXaTeIbHBIN
armapat B3pOCJIbIX MUHOT TIPe/ICTaBJIeH CEMbIO XKabep-
HBIMU OTBEPCTUSIMU C KaXKIOUW CTOPOHbBI, KOTOPbIE BE-
YT B MOJIOCTh CheprUEeCKUX MEIIKOB, COENUHEHHBIX
Y3KMMU OTBEPCTUSIMMU C TJIOTKOI, C OMHOI CTOPOHHI, U
C BHEIIHEW cpemoil — ¢ apyroit. Myckynarypa abixa-
TEJILHOTO armnapara MOXeT CKMMaTbh MEIIKH, obecre-
yMBasi UX AeHCTBUE IO MPUHIUITY Hacoca. Bomga BbI-
TJIKWBAETCS HapyXy 4epe3 HapyXHble OTBEpCTUS
MEIIKOB U YEPE3 HUX XK€ MOXKET BCACHIBATHCS, UTO O3~
BOJISIET )KMBOTHOMY MPOJOJIKAaTh AbIIIATH JaXKe TOraa,
Koraa B Mpoliecce MUTaHUSI OJOKUPYETCS TepeaHUuin
BXOJ JJ1s1 BOZIbI B IJIOTKY U TPYOKY, C KOTOPOIi CBSI3aHbI
>)KabepHble MEIIKU. MBIIIIIBI, TPUKPETJIEHHbIE K Xa-
OepHOMY CKeJIeTy, MTHHEPBUPYIOTCSI BETBSIMU JIULIEBO-
ro (VII), s3pikornorounoro (IX) u 6ayxnatomiero (X)
yepernHo-Mo3roBeix HepBoB (UMH) [8]. Cokpamaro-
1IMeCs] MBIIILbI TIPU 9KCHUPALMY BbITAUTKMBAIOT BOIY
yepes xKabepHble OTBEPCTUSI, B TO BpeMsi KaK MHCTIMpa-
LIMsI BbI3BaHAa MAaCCUBHBIM OTKJIOHEHHWEM CTEHOK >Ka-
GepHBIX MEIIKOB [9].

Anamomuueckue cmpyKkmypul A0pa eeHepamopa pe-
cnupamopHoeo pumma (respiratory rhythm generator,
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RRG). Y MUHOT HElipOHHAas CeTh, TeHepUpYIolasl pe-
CIIUPATOPHBIA PUTM, U PECITUPATOPHbIE MOTOHEMPO-
HbI JIOKQJIM30BaHbI B Mpeaeaax CTBojia Mo3ra. boib-
IIIMHCTBO MOTOHEMPOHOB pacriojiaraloTcsl B siapax Jiv-
neBoro (VII), sa3pikormoroynoro (IX) m, ocobeHHoO,
onyxnatouiero (X) YMH [8, 9]. B To xxe BpeMsl KOH-
rJioMepar KJIETOK, HEMOCPEACTBEHHO CBSI3aHHbBIX C Te-
HepalMeil pecnMpaTopHOro puTMa, HaXoAsIT B peruo-
He pocTpoJjiaTepaibHee IBUTaTeIbHOTO s11pa TPOMHNY -
Horo (V) HepBa (napampuzemunatvbHas pecnupamopHas
epynna, I1TPI) [5, 7]. OueBumHO, CyIIECTBYET TECHAs
cBa3b IITPI MmuHOr ¢ KoMIiekcoM Tipe-beruuHrepa,
KOTODBIN SIBJSIETCS KPUTUUYECKUM JIOKYCOM pecrupa-
TOPHOTO pUTMOTeHe3a y MiieKormuTaromux [5]. Heiipo-
Hbel [ITPI' aHaToMuyecku uaeHTUGULIMPOBAINCH Ha
ypoBHe MIOJUIEPOBCKUX KJIETOK Tiepelleiika BOJIU3U
MOTpaHUYHOM OOpO3AbI POMOOBUIHOM SIMKM Xica.
YcranosneHo [7], uyto HeiipoHb! ITTPI umerot mpoek-
LIMM B UTICWJIaTepajibHOE U KOHTpajaTepaibHOe siapa
omyxnatomero (X) YMH, paBHO Kak ¥ B KOHTpaJaTe-
panbHbiit okyc ITTPI. OyeBumHo, “Habop” Tpoek-
il o HeiipoHoB IITPI' MoxXeT OBITH pacIIMpeH 3a
CYeT TEpMUHAJIE K UIMICU- U KOHTpajlaTepalbHOI KO-
JIOHKaM PEeCITMPAaTOPHBIX HEHPOHOB, OTHOCSIIIUXCS K
sapam JmneBoro (VII), s3pikormorouHoro (IX) u
omyxnatomero (X) YMH [10]. Heckoibko BUAOB Hpo-
eKIIUi MOTYT MoIpa3yMeBaTh IBYCTOPOHHIOIO CHHXPO-
HU3aLMIO AbIXaTeJIbHOW aKTUBHOCTH 3a CUET TMepeKpe-
muyBaHus HUcXoAsIux akcoHoB oT ITTPI' k MmoToHei-
poHaM o0eux CTOPOH M 3a CYeT IepeKpelIMBaHUsI
aKCOHOB, HaIlpaBJIEHHBLIX K KOHTpajaTrepajibHOI
IITPT [10].

B IITPI' npucyrcTBy1oT HEHPOHBI C Pa3IUYHBIM
naTTepHOM pa3psaoB [3, 4], YTo MOXKET OBITH CBSI3aHO
C pa3HbIMU (DYHKIUSIMU 3TUX HEHPOHOB. MOTOPHBIM
pPECIUPATOPHBINA MATTEPH Y MUHOTHU, 10 KpalHEN Me-
pe, YaCTMYHO TeHEPUPYETCs U KOOPAMHUPYETCS PO-
CTpaJIbHOIT YacThlo Impogojrosaroro mosra [11]. Kpo-
me IITPI, mepuomudeckass pecnupaTopHasi aKTUB-
HOCTb (DUKCUPYETCSI B MOTOPHOM $IJIp€ TPOMHUYHOTO
(V) YMH B pocTpajibHOM YaCTU MPOIOJITOBATOTO MO3-
ra, TIpeaIlecTBYsl TPOSIBICHUSIM BJEKTPUUYECKON ak-
TUBHOCTH B KayJIaJbHOU 00JaCcTU MeIyJIIbl, COAepkKa-
et siapa sizbikorinorouHoro (IX) u 6ayxnatomrero (X)
UMH. Ocuminsanouu B mpeneiiax siapa TPOMHUIHO-
ro (V) YMH coxpaHsioTCs q1axe MMoce ero OTAeIeHUs
OT ocTaJbHOro Mo3ra. BMecTe ¢ TeM KaynajibHast 4acTh
MenyJuibl ¢ sapamu JuieBoro (VII), sa3pikorimoroy-
Horo (IX) u 6ayxnatoiero (X) YMH raxke cmocobHa
K reHepalu OTAEJIbHOTO BUJa aKTUBHOCTU, OOecIie-
yuBarolleil crnenupuyeckue MHTEHCUBHbIE COKpallle-
HWS MBI >kKaO0epHBIX KapMaHoB [11].

Cmpyxkmypa akmuenocmu RRG becuearocmmbix pol-
6006pa3nbix. CIIOHTaHHAs AbIxaTeJlbHasl aKTUBHOCTH
RRG muHor (Petromyzon marinus) ipeacTaBieHa OC-
MUBSIIUSIMA  “OBICTPOT0” M “MEIIEHHOIO” THIIOB,
KOTOPBIE COCTOSIT U3 KOPOTKUX BCIUISCKOB pa3psiioB C
yacroroit 1.0 + 0.3 'l 1 AIUTENBHBIX Pa3psaoB, ITO-
BTOPSIIOIIMXCS CO CpeIHUM nepruonaoM ot 37.4 1o 24.9 ¢
No 2
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cooTBeTcTBeHHO [2]. ITocpencTBoM “OBICTPOTO” pUT-
Ma obecIriedynBaeTcs BOTOOOMEH Uepe3 OTBEPCTHS Ka-
OEepHBIX MENIKOB; “MEIJICHHBI” PUTM COIIPOBOXIA-
ercsi 6oJjiee MHTEHCUBHBIMU COKpPAILLIEHUSMM MBIIIILL
>KabepHOTo armnapara, KOTOpble, MO-BUIMMOMY, MC-
MOJIL3YIOTCS W JJ1s1 yAaJIeHUsI TBEPABIX YaCTHUIL U3 Ka0p
MUHOT (TaK Ha3bIBaeMbIil “Kaiens”) [9]. Kak ymomu-
HaJIOCh BBIIIIE, CYIIECTBYIOT HECKOJIbKO TOYEK 3PEHUST
Ha pacIoJoXeHUe BO3MOXKHOTO JIOKyca BOCIIPOU3BE-
JIEHUSI PecrMpaTOpHOIO PUTMA; TaKOW CTPYKTYpOM
MOXET OBbITh POCTPAIbHAS YACTh POMOOBHIHOTO MO3ra —
rOMOJIOTa MOCTa MJIeKOoNuTarolux, Boau3u sapa (V)
TpoitHnaHoro YMH [12] mu6o KaynaabHast 4acTb pOMO-
sHuedanona [13, 14], aBasgolIascs roMOJIOroM IIpo-
JoaroBaToro Moara. PocTpoiiaTepajibHblil pOMO3HIIS-
dasioH (y4yacTok JiaTepajibHee pPOCTpajbHOIO TOJIFca
aapa (V) tpoitHmuynoro YMH) renepupyer “ObicT-
pBIit” pUTM, B TO BpeMsI KaK JUIUTEJIbHBIC TIOTEHIIUAbI
JIercTBUS (DOPMUPYIOTCS B €ro KayaajJbHON 4acTu Ba-
TYCHBIMM MoOTOHelipoHaMu [2]. Bpuio BBICKa3aHoO
npearnoyioxeHue [15] o cocyliecTBOBaHUN ABYX T'€He-
paTopoB pecrupaTOpHOl aKTUBHOCTU, MpUYEM JIUIU -
pylolliasi pojib B BOCIIPOU3BEI€HUN HOPMAJIbHOU BEH-
TUISLUMU OTBOJUTCS HEWpPOHAM POCTPaIbHOM 4YacTU
pomOaHIIedhamoHa.

B ominyne oT aHaJIOTMYHBIX UCCAEIOBAaHUM, BbI-
MOJIHEHHBIX Ha MJIEKOTIUTAIOIINX, Y MUHOT P. marinus
“MemieHHBbIN” pecniupaTopHbiii puT™ B RRG coxpa-
HsUJICS TIOCJie YCTpaHeHUs] MPUTOKa BCEX CEHCOPHBIX
pasapaxeHuii, YTO JOCTUTAIOCh MOJIHOM Mepepe3Koit
YMH, npuBoasieil K yMEHbIIEHUIO YaCTOThI OCLIWJI-
qsmii [2]. CaenmoBaTenbHO, BBIIIE YIIOMSIHYTOE OIIpe-
JefieHue “kaillenp” Uil 3TOro TUMa aKTUBHOCTU HE
MOXET OBITb KOPPEKTHBIM TEPMUHOM B OIMCAHUU
“memrenHoro” purMa RRG y munor [2]. JIBa yrmomsi-
HYTBIX TUIIA PECTIMPATOPHON aKTUBHOCTU MHTAKTHBIX
JKWBOTHBIX YCTOWUMBO COXpAHSIIOTCS U in Vitro. Tlepe-
pe3ka YMH, koTopas crrocodbcTBOBaa OrpaHUIYEHUIO
CEHCOpPHOIT 00paTHOI CBSI3W, HE BBI3LIBAJIA M3MEHE-
HUt “ObICTPOro” pecnupaTOPHOro pUTMa, YTO CBUIC-
TEJILCTBOBAJIO 00 OTHOCUTEJIbHOI aBTOHOMHOCTH 1I€H -
TPOB TeHepauuu “ObicTporo” putMma. bonee Toro,
“OBICTPBIA” PUTM OCUMJUISILUN COXpaHsSUICS B PoO-
CTpaJIbHOI YacTu poMOsHIIedanoHa gaxe nocje noji-
HOM TTONEepevyHOoil mepepe3Ku CTBOJa MO3ra Kayidalb-
Hee sapa TpoiiHuyHoro (V) UMH. OgHocTtopoHHUE
nHbekunn AP-5 mmm CNQX (aHTaroHUCTOB TJIyTa-
matHbIX (I'ny) perenrropos) B oosacts ITTPI cHizkanmu
YacToTy “OBICTPOTO” pecrMpaTOpHOIro pUTMa C 00eUuX
CTOPOH CTBOJIa MO3Ta JIMOO TIOJHOCThIO MpeKpalaiu
€ro reHepanuio, oOJHaKo, 1eMCTBOBAJIU JIU OHU HEMo-
cpencTBeHHO Ha HelipoHbl RRG wnu BbI3bIBanu 6J10-
Kaay MPUTOKa BO3OYXMAIOIIMX MMIMYJIbCOB, YCTaHO-
BUTH He ynanoch [2]. Hamporus, BBemenue AMPA
(aronucta I'1y) B TOT XK€ y4aCcTOK MO3ra CnocoOCTBO-
BaJIO IIPUPOCTY MHTEHCUBHOCTH “OBICTPOTO” 1 ypexe-
HUIO “MeIJIeHHOTO” MaTTepHOB Pa3psiaoB [2], 4To 1M03-
BOJIMJIO CHIeJIaTh 3aKJIIOUEHUE O CYIIIECTBOBAaHUU OIpe-
JIeJIEHHOTO TECHOTO B3aMMOJIECTBUSI MEXIY NBYMS —
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POCTpPaIbHBIM U KayJallbHbIM — JJOKyCaMU TeHepaLluu
pecImMpaTopHOro pUTMa Y MUHOT.

[Mo-Bunumomy, adpepeHTHBII IIOTOK, MCXOMSIITNIA
OT XabepHOro amrapara, CIYXWUT CTaOuIu3aluuu
“ObIcTpoii” pecnupaTtopHoit akTuBHOcTU RRG [2].
Kak ymommHanochk BbIIlIE, ITOCIEIOBATEIbHAS pPETU-
ctpaius aktuBHocTu HelipoHoB ITTPI no u mocie no-
MepevHOil mepepe3Ku CTBOJIA MO3Ta IIPOJIEMOHCTPUPO-
BaJla COXPAaHHOCTh “OBICTPOro” THUITA BIECKTPUUICCKOI
aKTUBHOCTH, TEHEPUPYEMOTO HElipOHAMHU B POCTPAITb-
HOI1 yacT pomO3HIIedamoHa. OqHaKO, OUeBUIHO, YTO
HEWPOHBI YIIOMSHYTOIO 00pa30BaHMs IOJLKHBI ITOJIY-
4yaTh MpsIMbIe TMOO HETIPSIMble BO30YXKIAIOIIME CUTHA -
7161 U3 KaynajibHoit yact RRG, T.K. OHM pa3psoKaloTcs
TakKKe ¥ BO BpeMs “MeIJIeHHOM~ pUTMHUYECKOMN aKTUB-
HOCTH.

O0e 1oTOBUHEI CTBOJIA MO3Ta MUHOT B paBHOM Mepe
0Ka3aJIUCh CITOCOOHBI BOCIPOU3BOIUTH PeCIIUpPaTOpP-
HEBI1 put™m [9, 13—15]; 6bU10 Mokazano, uro IITPT,
pacnoJjioXXeHHasl ¢ OTHOI CTOPOHBI CTBOJIA MO3ra, Ipo-
JIOJIKaeT BOCITPOM3BOAUTH OBICTPYIO aKTUBHOCTH ITO-
cJie IIOJIHOTO OTHEJIEHUSI OT APYyroil monoBuHBI. Ilo-
JoOHasi OTHOCUTEJIbHAsI HE3aBUCUMOCTD JIBYX dacTeid
RRG koHTpactupyeT ¢ 3¢pdheKkTaMu OGHOCTOPOHHETO
BBEICHUS aHTaroHUCTOB I JTy-pelienTopoB, IIpu KOTO-
POM OTMEHSIOCH MOA00ME KaKOou-JIM0O 3JIeKTpude-
CKOIl aKTUBHOCTH C 00€uX CTOPOH CTBOJja Mo3ra [2].
[Mo-Bumumomy, xotsa HeupoHbl IITPI' cmocoOHBI
YCHEITHO TeHepHUPOBaTh PUTMUUECKYIO aKTUBHOCTD CO
“cBoeii” CTOPOHBI, BO30YXASHUE, ITPUXOIsIIIee C IIPO-
THUBOIIOJIOKHOM CTOPOHBI CTBOJIA MO3Ta M3 aHAJIOIMY-
HOTO JIOKyCa, HEOOXOAMMO JJIsi aKTUBAIlU MOTOHEM -
POHOB JI0 CBEPXITOPOTOBOTO YpOBHSI. OCylIecTBIsIEMOe
PELIMIIPOKHO BO30YXICHNUE MEXAY ABYMsI CTOPOHAMU
poMOsHIIeanoHa, cocTtasiasiomimMu RRG, momkHo
obecrneuynBaThCsl CHELUAIbHBIMU KOMUCCYPaJbHBIMU
BOJIOKHaMH [2].

Heiipomeduamopo: RRG 6ecuearocmmubix pbiboobpas-
Hbix. Bo3Oyxknatole aMMHOKHCIOThI UTPAIOT KJIIoUe-
By10 pojib B pyHkunonuposanuu IITPT [5, 16], pea-
JIN3YyeMYI0 yepe3 MOHOTPOITHbIE U METAOOTPOITHbIE pe-
menTopel [y, 4ro oOecneumBaeT (popMHUpOBaHUE
“opicTporo” tTuna aktuBHoctT RRG [17, 18].

Wuwekiun aronuctoB [y B IITPI” BeI3bIBaN Cy-
IIECTBEHHOE YBEJIMUYCHME YaCTOThI JIbIXaHMWs Ha (POHE
poCTa aMILUIUTYIBI U IJINTEJILHOCTH Pa3psiaoB OJIyKaa-
rortero (X) YMH [5]. PerporpagHoe MeueHue Helpo-
HOB K [y oT snpa Baryca rnokasano [ny-eprudyeckyto
MIpUPOAY XUMHUIYSCKOM IIepedadyn CUTHajla K BaryCHBIM
motoHerpoHnam ot IITPI. KpoMe Toro, B mpemenax
IITPT ObuUIK BBISIBJICHBI KJIETKWA, KOTOPBIE HE OKPAIITH-
BaJINCh PETPOrPagHO W MOTJIM BBHIIOJIHATH (PYHKIIMIO
nHTepHeiipoHoB B RRG [5]. B uieom a1t momyasiiym
I'y-epruyeckux HEMPOHOB PETUKYJISIpPHOI (hopManun
oKa3zajlach XapaKTepHa BBICOKasl CTEIIeHb I'e€TepOIreH-
HOCTH KJIETOK I10 BeJIMYMHE; ObLIN BBISIBJIEHBI OTHOCU -
TeJIbHO MeJKWEe, CpeaHue, OOJIbIIMEe W TUTAaHTCKUE
kJetku [19]. Menkue u cpeaHepa3MepHble KJIETKU pe-
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TUKYJIO-CIMHAJILHBIX TPYII 3a4acTylo BbIKa3bIBAJIU
MMMYHOPEaKTUBHOCTD K [ 71y (TTipemyliiiecTBEeHHO B 3a/1-
HeM Mo3ry). HampoTuB, KpyIiHble M TUTAaHTCKUE HEM-
POHBI PETUKYJIOCITMHAIBHOTO TpaKTa He TaBaJIu TOJIO-
KUTeNbHOU peakuuu Ha [my. IlpeamnonoxuTenabHO
WUMMYHOpEaKTUBHbIE METOJbl He 00Ji1alaloT BO3MOX-
HOCTBIO BBISIBUTb BECh CITEKTP KJIETOK, COCTABJISIFOIINX
I'ny-epruyeckyto nomyasinuio. Tak, B 4acTU MOIyJsI-
1IMU HEUPOHOB C MPOEKUUSIMU B CITMHHON MO3r He
yIJI0Ch BBISBUTh NPUCYTCTBUS [Ty U BE3UKYJISIPHOTO
I'my-taHcrmioptepa. BMecTe ¢ TeM B OTHENIbHBIX MEJTKUX
KJIeTKaxX Obljla yCTaHOBJIEHa Kojokanuzauus [y u
T'AMK; Ttakum obpazom, npu [1y-MMMyHOTHMCTOXM-
MHWUYECKOM MEUEHUU MOTYT TakKXKe BBISIBISTbCS He-
I'my-epruyeckue HEeMpOHbI, KOTOPbIEe OAHOBPEMEHHO
BeicBoOOXmatoT I'lmy u TAMK [19].

OyukunonnpoBanne RRG mpennonaraer BoBiie-
YeHHe TOPMO3HBLIX HEMpPOMEOMaToOpoOB, TaKMX KakK
TAMK u muuuH. binokana TAMK, ¥ MIUMIIMHOBBIX
pEeLIeNTOPOB B MperapaTax CTBOJIa MO3ra CONpOBOXKIa-
J1ach IIPUPOCTOM YaCTOThI M aMIUIUTYIEI 3aJIIIOBOM aK-
TuBHOCTU Oyxnatoiero (X) YMH [1]. C apyroii cTo-
poHBbI, aHTaroHUucTbl TAMKg-pelienTopoB BbI3bIBAIU
JIVIIb HE3HAYUTEIbHOE CHUKEHUE YacTOThl pa3psiioB
oayxmatonrero (X) YMH. Amumimkalmy aHTarOHUCTOB
T'AMK B IITPI BoisiBUIN ee Momyupyomuii 3 deKT,
peaTu3yIoLIMCI MPeuMyIeCTBEHHO 4Yepe3 arapar
TAMK,- u TAMKjg-peuentopoB, B TO BpeMsI Kak TJ1-
OUHEPrudeckKuii (paktop B (popMUPOBAaHUU pecUpa-
TOPHOI aKTUBHOCTU HE SIBJISIIICS CTOJIb CYIIECTBEH-
HbIM [16]. I[Ipuuem nonesoe yuactue TAMKg-3BeHa B
npouecce GyHkunoHnupoanuss IITPIT mposBisercs
BeCbMa YMEpPEHO, BEPOSITHO, 3a CUET IIPeCUHANThYe-
CKOTO pacCHOJIOKEHUSI YIOOMSHYTBIX PELENTOPOB.
IIpennonaraercss 6ojiee 3HAYMMOE Y4JacTUe MMEHHO
peuentopoB 'TAMK vs pelentopoB rimiuHa B OCY-
IIECTBIICHUY TOPMO3HOIO0 KOHTPOJIS IIPU IreHepalun
peryiasgpHoro pecrnupatopHoro putMma B IITPI [16].
BwMmecte ¢ TeM peTporpagHoe MeueH1e HEMPOHOB peTu-
oHa IITPI' BeIsIBUIIO B HEM HEIOCTATOYHO OOJIBIIIOE
KonnyecTBO 'TAMK-epruyeckux HEMpOHOB; OMHAKO
cama IITPI" okaszanack TIOTHO OKpyXeHa CTPYKTypa-
MM, TIPOJEMOHCTPUPOBABIIMMHU CIIeLIM(PUUYECKYIO pe-
akuio K TAMK. Kpome Toro, omnpeneieHHBIN 3¢h-
dexT nocturaics npu o6igokage TAMK, u ruimHo-
BBIX PELIEITOPOB B MOTOHEIpOHAX Siapa OJIy>KIaI0IIEeTO
(X) YMH [20]. Bbuio 1moka3aHo, YTO HEUPOHBI YITOMSI -
HYTOTO $SIipa UMMYHOPEAaKTUBHBI K [y [7], moy4aroT
I'AMKepruueckue U IMULMHEPTUYECKHE TEPMUHAIN
W IIPUHUMAIOT YYaCTHE B PETYJISILIMN YaCTOThI TbIXaHUS
32 CYET BOCXOMSIIMX BO30YXIAIOIIMX IIPOEKIUN B
IITPT [16]. OngHako ammuIMKaus OMKYKYJIIMHA, CITe-
nuduyeckoro 6iokatopa TAMK,-pelientopos, B -
po omyxmnaromiero (X) YMH npu anHo3, BEI3BAaHHOM
010Ka10lf MIOHOTPOITHBIX [ JTy-pelienTopoB, He BOCCTa-
HaBJIMBaja PEryJISpHBIII PECIMPATOPHLIA PUTM, 4YTO
YKa3bIBJIO HA OTCYTCTBHE HEIIOCPEACTBEHHOTO ydYa-
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CTHS B peCITUPATOPHOM pHTMOTeHe3e HEMpOHOB 3TOM
CTPYKTYPHI.

Cuurator [1, 21], 4yTo He cylllecTByeT HEOOXOAUMO-
CTU B OTHOBPEMEHHOM TOPMO3HOM BO3AEWCTBUU MO-
cpeactBoM TAMK u rimunmHa Ha padbotry RRG; ogHa-
KO, TIpearoJiaraeTcs, YTo HaJuyue ABYX TOPMO3HBIX
areHTOB MOXKET MPEeCTaBIATh COO0M CrielMPUIeCcKuid
MEXaHU3M PeTYJISILIMU YPOBHSI BO30OYIUMOCTU KJIETOK
BHYTPU HelipOoHHOI ceTu [ 16, 22].

[TompITKa yCTAaHOBUTH HAJTMYME HEMPOHOB CO CBOI-
cTBaMM “BoauTelieil putMa” [23] mocpeacTBOM OJioKa-
bl MOHOTPOIHBIX [JIy-penenTopoB, paBHO KaK U
IT'AMK, ¥ TOMUMHOBBIX pEeLENTOPOB, MOKa3ajia Co-
XpaHHOCTb pUTMHYecKoi akTuBHOCTH RRG 11pu cHu-
>KEHUU YaCTOThI OCHWLISALNM [22]. PaKT OTHOCUTEb-
HO YCTOMYMBOIO (pyHKIIMOHMPOBAHUS HEHUPOHOB
ITTPI Ha dpoHe “BBIKIIIOUEHUSI” OCHOBHBIX TPAHCMMUT-
TepoB, obecneunBaoux padory RRG, nmobynun uc-
KaTh Apyrue MeauaTopbl, KOTOpble MOIJIM OKa3bIBaTh
BO30y:XIalolee AeMCTBUE HA MCCIIeIyEMBbIE TTPOLIECCHI.

Moodyasmoper RRG. Kaxk yIIOMHHAJIIOCH BBIIIIE,
nMmeHHO TTTPI siBisteTcs CyIlleCTBEHHBIM JOKYCOM B
reHepaluu pecrupaTOpHOTO pUTMa y MUHOT, KOTO-
pbIii  MOXET COOTBETCTBOBaTb Ipe-beTinHrepoBy
KOMIIJIEKCY, OCHOBHOII PUTMOTE€HEPHUPYIOLIEH CTPYK-
Type MiIeKonnTamomux [4]. YcTtaHOBIEH psiI MeaAUaTO-
POB, OKa3bIBaIOIIMX MOAYJIUPYIOIlee BO3IeCTBUE Ha
ITPT.

B ITTPI" MuHoT OBLIU BBIIEICHBI 07 -HUKOTUHOBbIE
auetmwxoanHoBbie (ALLX) penenrtopsl [22], 6i1okana
KOTOPBIX MOAAaBJIsIa 0a30BYIO PECIIMPATOPHYIO aKTUB-
HOCTB (OLICHUBAJIM MO aKTUBHOCTHU Baryca). XoJnuHep-
rnyeckue Bxoabl B IITPI" Mmoryr nmpoucxoauts U3 He-
CKOJIBKMX 00JIacTeit MO3ra MUHOTH, T1I¢ OB BHISIBIIC-
HbI XOJIMHEepruyeckue HeiipoHsl [24]. B cTBojie Mo3ra
HEUpPOHBI, MMMYHOPEAKTUBHBIE K XOJMH-aleTUI-
TpaHcdepase, COCTABIISIIOT Pa3InIHbIe TPYIIIIbI YepeIl-
HbIX MOTOHEMPOHOB U ABE Pa3JIMYHbIE TPYIIIIbI HEUPO-
HOB B TETMEHTYMe, B 00J1aCTH, OXBaThIBAIOIIEH IIepe-
ImeeK, ¥ KaymajabHoM Me3eHiedanone. B yactHocTH,
OBbLTU OOHAPYKEHBI UMMYHOPEAKTUBHBIC KIETKHU B Te-
peaHeM poMO3HILedaTNUeCKOM PETUKYISIPHOM sIApeE.
INpenmomaraercs [22], uto ALIX-eprugeckmne Heipo-
HBI SIBJISIIOTCSI OMHUM M3 KOMIIOHEHTOB B MEeXaHU3Max
IBIXaTeIbHOTO PUTMOICHE3a, BBIIIOIHSISI MOIYJISITOP-
HY10 (YHKIIUIO OTHOCUTEIBHO “Bemyiiero” I'my-epru-
yeckoro 3BeHa [17]. BMecTe ¢ TeM 11 HUX TaKXKe BO3-
MOXHA KpUTHYEeCKasl pojib Ipu HapymeHusx [y-ep-
TMYECKOM mepemayd, 4YTO IIO3BOJISIET HE TOJBKO
MMOBBICUTD HAZIEXKHOCTD (PYHKIIMOHUPOBAHUS CUCTEMBI
RRG, HO 1 yBeTMIUTH €€ ImIacTUIHOCTh. O0a ahdpek-
Ta ALLX mocturarorcs depe3 CBSI3BIBAHME C O7-HUKO-
TuHOBbIMU ALIX-penientopamu HeiipoHoB ITTPT [22].
I1pu 610Kame ObICTPOIT BO3OYIUTENbHOM M TOPMO3HOM!
rnepenayy cUTrHaa (anmuiMKanus KOKTeiIss 6J10KaTo-
poB AMPA-, NMDA-, TAMK, 1 r/TMIIMHOBBIX pelieT-
TopoB B Buae CNQX, AP-5, OUKyKKyJIrHa, CTPUXHU-
Ha) coxpaHsUlach PUTMHYECKAas pecnupaTopHas ak-
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TUBHOCTb CO CHIDKEHHOM 4YacTOTOM, KOTOpas
TMOJIaBJISIIACH TTPU O10Kane HUKOTUHOBBIX o7 ALTX-pe-
uenrtopoB [7]. bojiee Toro, mpu anmHoO3, BHI3BAHHOM
6nokanoii I'my-penentopos B I[ITPI', Mukponnbekiiun
HUKOTMHA B YIIOMSHYTBHI PErMOH BOCCTaHABIMBAIN
HOPMAJIbHYIO JbIXaTeJIbHYI0O aKTUBHOCTh. IMMyHOT M-
CTUXUMMYECKNE WCCIIENOBAHUS II0Ka3aJiyd HaJIudue
0.-OyHTapOTOKCHUH-CBS3bIBAIOIINX YYaCTKOB B 30HE
IITPI' u yacTU4yHO Ha coMme HEeHPOHOB, MMEIOIINX
MpOEKIIMM K MOTOHEeiipoHaM simpa Oiyknaromiero (X)
YMH, 49TO TTOATBEPANIIO TIPUCYTCTBME HUKOTUHOBBIX
pelienTopoB B 3ToM JoKyce RRG [7].

YcranoBneHo, uro, kpoMme ALLX, Momynupyonryo
(GYHKIUIO OTHOCUTEJIBHO aKTUBHOCTU HEHpPOHOB
IITPI BBRIMOMHSIOT HEUPOKWUHUHLI U cyocmanuus P[4,
71. Annnukanuu cyocmanyuu P (CP) u aroHUCTOB pe-
uernropoB (NK1, NK2, NK3) HelipokuH1Ha B 00J1acTU
CTBOJIa MO3Ta BBI3bIBAJIM 3HAUYMUTEIbHOE YBEJIMUYEHUE
paspsanos Baryca (X). Mukpounbekuyuu CP u aroHu-
ctoB NK-penentopos B IITPI' Takke compoBoxmaa-
JIMCh YBEJIMYEHEM YaCTOThl U aMIUIUTYIbl MOTEHIIMA-
soB nevicteus Baryca (X). IIpu 6nokane Na*t- u Ca?*-
aKTUBUPYEMbIX Hecleuu(GUuIecKnux KaTMOHHBIX MOH-
HBbIX TOKOB, BBI3bIBaBIIIMX KPUTUYECKUI YPOBEHD Jie-
HoJsIpU3allii HEPOHOB, ¢ TToMoIIblo puity3oia (RIL)
u pirypenamonoit kucnothl (FFA) peciupaTopHast ak-
TuBHOCTh [ITPI' yrHeramach, HO He MOIABIISIACH
OKOHYaTesIbHO. OITHOBpeMeHHOE ucIoab30BaHue RIL
u FFA yH1YTOXAa710 pUTMHUUYECKYIO0 aKTUBHOCTbH, KOTO-
pyIo ynanoch Bo300HOBUTEL MHBeKIMe CP B ITTPT.

Onuouapl TakXke BbIKa3blBAIM MOIYJIUpPYIOILIEe
BIWSHUE Ha PECITUPATOPHYIO CeTh pOMOsHIIe(aToOHAa:
BBEICHWE AaroHUCTa -OMUOUIHBIX PELEeNTOPOB
(DAMGO) B yyacToK, JIaTepaibHee siapa TPOMHUIHO-
ro (V) UYMH, orMeHs10 pecnnpaTOpHYIO aKTUBHOCTD
BILJIOTh O Pa3BUTHUS artHO? [3]. ANIUIMKALIMM arOHU-
cta d-ormmonaHbIX petrentopoB (DPDPE) compoBoxk-
JaJlUCh MeHee BBbIpak€HHOI Jenpeccueit ucciemye-
MBIX PECTTMPATOPHBIX TApaMETPOB, a aATOHUCT K-OIM1O-
uanaeix peuernropoB (U50488) He mMen CKOJBKO-
HUOYIb 3HAYNMMOTO (pu3nogorundeckoro addexra. Oxu-
HOBPEMEHHO aHTAarOHUCTbI ONMMUOUIHBIX PELEIITOPOB
(HAJIOKCOH U HAJITPUH/IOJI) HE OKa3bIBAJIU BIUSHUS Ha
0a30BYI0 PECITUPATOPHYIO AKTUBHOCTD, TIpeTOTBpallias
nposieieHue 3ddexkToB aroHnuctoB. HecMoTpst Ha To
YTO L-PELENTOPbl OKA3ATUCh BOBJICUYEHBI B MEXaHU3-
MBI JeTIpecCuN “pabdoThl”’ peCcITPATOPHBIX SIIEP, MOX-
HO C YBEPEHHOCTBIO YTBEPXKAAaTh [3], UTO SHAOTEHHBIE
OoNuouAbl HE SIBJSIOTCS HEOOXOAMMBIM BJIEMEHTOM
putMoreHe3a. [TockoibKy GecuesfoCTHbIE OTOLLIN OT
9BOJIIOLIMOHHOTO JIpeBa ITO3BOHOYHBIX JTOCTATOYHO
JaBHO, MOXHO MpPEeArojoxXuTh [3], uTo TOpMO3Hast
pOJib OMMMOUAOB B MpOLIECCe AbIXaHUs Oblia 3HAUMMO
MpeCcTaB/IeHa JIUIITb Ha pAaHHUX CTAIUSIX SBOJIIOIIUH.

RRG uearocmubix poi6. PHIOBI 1€eMOHCTPUPYIOT PUT-
MUUYECKHE NIbIXaTeJIbHbIE TBUXKEHUS IIEYHBIX U CeM-
TAJIBHBIX WJIM KPBIIMIEYHBIX MOMII [6]. PuTmMmdeckast
JbIxaTeJbHasi aKTUBHOCTb COXpaHSIETCSI B M30JIMPO-
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BaHHOM IIPOJOJITOBATOM MO3TI€, MOJABEPrasich U3MeHe-
HUSM B TIaTTePHE, YTO CBUJIETEJIbCTBYET O HUCXOMIS-
1IeM BJIUSTHUY PACOJI0XKEHHBIX BbIILIE MO3TOBBIX IIEH-
TpoB. MexaHu3Mbl TeHepallud  PeclupaTopHOM
aKTUBHOCTHU YEJIIOCTHBIX PbIO, TTO-BUANMOMY, UMEIOT
HEKOTOPOE CXOJICTBO C MeXaHU3MaMU1 (PyHKIIMOHUPO-
Banug RRG nuxiioctom [6]. UCTOYHUKOM AbIXaTeNlb-
HOl aKTUBHOCTU CUMTAIOT HTUMP@PY3HBIE CTPYKTYPHI
RRG, pacrniojioxxeHHbIE B PETUKYJISIpHOM (bopMaliuu,
B TOM YHCJI€ B BUJI€ TTOJIOCKU HEMPOHOB, KOTOPbIE CO-
CTaBJISIOT 3JIEMEHTHI SAep TpoiHU4YHOTO (V), IrleBO-
ro (VII), s3eikornorounoro (IX) u 6ayxnatoiero (X)
YMH. MexaHopeuenTopel 1 XemopelenTophsl (XP)
KaOEpHBIX AYT UHHEPBUPYIOTCS BETBIMM S3BIKOTJIO-
touHoro (IX) u onyxnarwuiero (X) YMH, B To Bpems
KaK XeMOopelenTopbl OpoOpaHXUaJIbHOMN MOJOCTHU MO-
nydaror BeTBM TpouHu4HOro (V) m mmueBoro (VII)
YMH [25]. OnHoBpeMeHHas1 perucTpauus 3pdepeHT-
HOIl aKTMBHOCTU TepMMHAJIE, UHHEPBUPYIOLIUX pe-
crnpaTOpHbIE MBIIILEI TTaKy (Piaractus mesopotamicus),
rokasajia HaJIuuue MocJieNoBaTebHON ITMKINYECKOU
akTuBHOCTU: TporHmuHbll (V) UMH paspsckancs
3HauYMTeJIbHO paHblie guneBoro (VII), s3sikorinorou-
Horo (I1X) u 6ayxnaroiero (X) YMH [26].

WccnemoBanue mmarrepHa abixanus y Tam6aky (Co-
lossoma macropomum) TI0Ka3aJio CIEKTP paclipenese-
HUSI OT PETYJISIPHOTO HEIIPEePhIBHOTO ABIXaHUS OO He-
TMPEePBIBHOTO OBIXaHUS C YepeloBaHNEM “OBICTPBHIX 1
“MeIJICHHBIX” YaCTOTHBIX LIUKJIOB M KJIACCUYECKOIO
SIMM30AUYECKOro ABIXaHUs, IIPU KOTOPOM pecIiupa-
TOPHBIE LIMKJIBI ObUIA OTHEJIEHBI 3ITM304aMM 0e3 aK-
TUBHOM BEHTWJISILIUU C TIepuogaMu armmHod [25]. He-
HepBalus XXabepHOro arirapara 1 opoOpaHXUaJIbHOM
MOJIOCTH CIIOCOOCTBOBaia MaHU(ECTAIIMN Yepeaylo-
LIMXCS YaCTOTHBIX LHMKJIIOB. [lepepe3ka sI3bIKOIIOTOY -
Horo (IX) u omyxnatomiero (X) YMH compoBoxmanack
pa3BUTHEM SIIM30IMYECKOrO AbIXaHWSI, YTO CBUIE-
TEJILCTBOBAJIO O 3aBUCHMMOCTHU TaTTepHa IbIXaHUS He
TOJILKO OT apepeHTHOM MMITyIbCallui, UCXOASIIei
OT XeMOPENEeINTOPOB, HO U 00001IeHHOM addepeHTa-
Y (BK/II0YAast MEXaHOPELICITOPHI).

[Mo-BunmMoMy, 4aCTOTHO-aMIUIMTYIHAS HTUKIAI-
HOCTb M 3TIM30AUYECKOE AbIXxaHue TaMbaKy [25] BbIKa-
3bIBAacT OIpEIC/ICHHOE IogoOue abixaHuio YeitHa-
Crokca. [1pu nerxanum Yeitaa-Crokca HaOIIOgaI0TCS
LIMKJIbI C TTOCTENEHHBIM YBEJIWYEHUEM WM MOCJIEeAyIO-
MMM YMCHBIIEHUEM aMIUIMTYIbl, YepeayIOIIuecs C
nepruogaMu ammHod. Takoil Tun ObIXaHUSI XapaKTepeH
s moaeii ¢ nopaxkeHusmu LTHC, manueHToB ¢ cep-
JIEYHOM HEOOCTaTOYHOCTHIO M 3MOPOBBIX JIIOACH BO
BpeMs CHa Ha OOJIBIINX BhICOTaX. B rmociaennem ciaydae
neixanue YeiiHa-CTokca pa3BUBAaeTCsI B pe3yJibTaTe
yBEJIMUYEHUsI 00paTHOIi cBsi3u ¢ xemopeuenropamu O,
B COYETAaHUM C YMEHBIIIEHNEM YyBCTBUTEJILHOCTU PE-
crupatopHbIX cTpykTyp K pH/CO,. CHizxeHue PO, Bo
BabixaemMoM Bo3nyxe (PIO,) conmpoBoxnaercs rumnep-
BEHTWISILIVET, 9YTO B CBOIO OYepeab IMOHIKACT MapIIiy-
ajibHOe HarnpsxkeHue yriaekucioro raza (PaCO,) u BbI-
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3pIBaeT arrHoa. [1pu arm3onax ammHos PaO, moHmkaeT-
cs u toBbImaetcst PaCO,, mpuBos K TIeprUOINIeCKOM
JIBIXaTeIbHOM aKTUBHOCTU. JIpyruMu cJioBaMH, COBU-
' B OYHKIIMOHUPOBAHWU MepUPEepUIECKUX XeMOope-
LENTOPOB U3MEHSIIOT NAaTTEPH AbIXaHUS B JOMOJIHEHUE
K 0011IeMY YPOBHIO BEHTUIISIINU. O4eBUIHO, CXOACTBO
MaTTEPHOB AbIXaHUS Y PHIO U JI0/IE CBUIETEIbCTBYET
0 MOJOOUU MEXaHU3MOB PECIUPATOPHOTO KOHTPOJIS
MO3BOHOYHLIX [25].

MEXAHU3Mbl ®OPMUPOBAHNWA
PECITMPATOPHOU PEAKILIMHU HA PwO,,
YYACTHUE XEMOPELEIITOPOB B PEAKIINMU
HA TMITOKCHIO

Kak ynmommHaIoch BeIlIe, HanOoJIee BaskKHBIM (hpak-
TOPOM, BJIUSIIONIMM Ha JbIXaTeJIbHYIO aKTUBHOCTb
pbIO, siBHsIeTCS ypoBeHb O, U, TO-BUAUMOMY, B MEHb-
mieii crerieHu — copepxxkanue CO,/pH B Bone u apre-
puagbHOM KPOBU U/WUJIM CTIMHHOMO3TOBOM XKUAKOCTU
[27].

XP, neitposnumenuanvhvle kaemku. 2KadOpbl U Opo-
OpaHXuaJbHas IIOJOCTb PHIO codepXaT Xpo-
madpunHBIe KieTKu [28—30] — momoOHbIe HEMpPO-
SHOOKPUHHBIM, HeWpO3NHUTEeInaIbHble  KIIETKU
(HBK, neuroepithelial cells), mpousBogHble ceMeii-
CTBa CUMITIaToaapeHAIOBLIX KJIeTokK [29, 31, 32], koTo-
pble JeMOHCTPUPYIOT ITPU3HAKM XEMOPELEITOPHOM
aktuBHOcTU. HOK gifiieBuaHOi (pOpMEI pacrionara-
IOTCSI OMMHOYHO JINOO oOpasyior Kiuactephl [31]. Ha
KabepHoM annapate HOK pacnpenensrorcst mo Bcemy
SIUTENNIO (PUIAMEHTOB, C IIpeobIagaHreM KIeTOY-
HBIX KJIACTEpOB Ha KoHIIax ¢pmiaameHToB [31]. OmHoi
n3 BaxxHenmux xapaktepuctTuk HOK kak XP sBisieTcst
VX UHHEPBALMS B BUAE CYOSIUTEIMATIBLHOM CETU He-
MUEJIMHU3UPOBAaHHBIX BOJIOKOH [33]. Kpome Toro, B
H3K ycTaHOBIEHBI HAIMYKE BE3UKYJI C CEPOTOHUHOM
(5-HT) [28, 31, 33—35] m mpucyrctBue 5-HT2 u
5-HT3 peuentopoB [36]. CyllecTByeT BEepOSITHOCTH
Toro, uro HOK gaBagioTcsa MyIbTUMeINaTOPHBIMUA 00-
pa3oBaHUSIMH, B KOoTOophix 5-HT Bcerma mpucyrcTByeT
OTIEJbHO, OJHAKO YCTAaHOBJIEHBI KJIETKHU, XapaKTep-
HOUM 0COOEHHOCTBIO KOTOPBIX OBLIIO MPUCYTCTBUE DH-
KedaJInHOB, KAJILOMHIMHA U KaJbMoayarHa [31], uro,
MO-BUAMMOMY, OTpaxkacT MHOXECTBEHHOCTh (DYHK-
Ui, OCYIIECTBISIEMBIX XabepHbIM armrapatomM. CBu-
netelrbcTBoM BoBieueHsT HOK B xemopenenTopHEBIit
MpPOIIECC TaKXKe MOXKET OBbITh IeTPaHYJ/ISILIS BE3UKYII C
5-HT B oTBeT Ha ocTpyto rurokcuio [28]. Apyrum mo-
TEHIUAJIbHBIM JI0Ka3aTeJdbcTBOM ydactus HOK B
O,-XxeMopeLenIU MOXHO TaKXXe CUUTaTh BOZHUKHO-

BEHME enoisaApusyiommux Memopany K'-tokos mpu
octpoil rumokcuu [37]. 5-HT-epruyeckue m He-5-
HT-epruyeckue (MMMyHOpEaKTUBHBIE K Jieli-oHKeha-
aunHy) HOK mpucymu He TOIBKO MpeacTaBUTENSIM
KJIaCCOB PbIO, HO U MUHOTaM — TPeICTaBUTESIM KPYT-
JIOPOTHIX OecuemocTHRIX [31, 38].
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IIpenmomnaraercst, yro HOK mMmeior cBoero poma
crielMaan3anmio 1 MOTYT OCYIIECTBASATh “BHYTpEH-
Huii” (B aprepualibHOi KpoBu, Pa0O,) u “BHeIHUi”
(B BonHOI cpene, PwO,) MoHutopuHr ypoBHs O,
[30, 37].

Cuwuraetcs [39], yto onuHouHbie HOK pbIO nMeloT
0OoJIBIITOE CXOACTBO ¢ KapoTUAHBLIMU TiioMycamMu (KI')
MJIEKOITUTAIOLIUX U, BO3MOXHO, SIBJISIIOTCS UX 9BOJIIO-
LIMOHHBIMU NpeAlecTBeHHUKaMu. KpomMe Toro, mpea-
nosiaraercs npoucxoxaeHue KI' 1 kapoTuaHoro cu-
Hyca MJIEKOTIUTAIOLIMX OT XabepHBIX OyT TMITOTETU-
YEeCKUX TPENKOB, OCYIIECTBISBIIMX [bIXaHUE B
BomHoii cpene [30]; amopuoHanbHo KI' u XP pbIO sIB-
JISIIOTCSI MPOU3BOJHBIMU HEBPAJILHOTO rpedeika, 4To
MO3BOJISIET paCCMaTPUBATh PbIO B KAUECTBE SBOJIIOIU-
OHHOI1 Moaenu mist uzydeHus: O,-xeMopeuenium mno-
3BOHOYHBIX.

OmHOBpeMEeHHO KiacTepHble cKoruieHus HOK
CPaBHUMBAIOT C HEMPOAIIUTEIMAILHBIMU TEIbIIaMU, KO-
TOpbI€ HAXOASIT B BO3NYXOHOCHBIX ITyTSX B JIETKUX MJIE-
kormuTaroniux [40], monarass X TOMOJOTUYHBIMU 00-
pa30BaHUSIMU.

[Ipenmoiaraercsi, 4To B MpOLECCE DSBOIOLUU
HOBK, obHapy:kuBaeMble y pblO, MOTJIA pa3BUBAThCS
Tpems nytamu [30]. HaubGosee pUMUTHUBHBIE OOU-
HouHble HOK 06e3 nHHepBauy MOTJIN OBITh 3aKPBITHI
rTy0OKO B mpuJjiexalleil TKaHU JIMOO OTKPBITHI, CBO-
0O0JHO KOHTAKTUPYS C BEHTUJINPYIOIIUM IOTOKOM BO-
nel. Ha cnemyromieit cTynmeHM pa3BUTHS OOMHOYHEIC
HBK 3aKkpbITOro v OTKPHITOro (C BHIXOJAOM Ha MTOBEPX-
HOCTb BIUTEUS Xabp) TUIOB ITOJYYWJIM MHHEpBa-
muio. Haubonee 3BOTIOLMMOHHO IIPOABUHYBIIMECS
HBK o6pa3zoBanu MHHEpBUpPYEMbIE KJIaCTEpPhl U, B
JajbHeWIleM, Helpol3nuTenaualbHble Teablia (neu-
roepithelial bodies, NEBs) B 1erKnx MJICKOIIUTAIOIINX.
ITocnennue m1eMOHCTPUPYIOT Kak adpdepeHTHYIO, TaK
" 3¢pdepeHTHYIO MTHHEPBALIMIO, KOHTAKTHOE CIMSIHUE
KJIETOK B (DYHKIIMOHAJIbHBIE XEMOPELENTOPHbBIE CIM-
HULIBI.

Modyasmopet xemopeuenyuu ¢ HIK. 5S-HT-epruue-
ckue HOK prIO obi1amaoT HaOOpOM MOTEHIIMAIBHBIX
MonyisiTopoB O,-pelienTopHOro npoiiecca. B yactHo-
ctu, B HOK nokazaHo npucyrctBue pepmeHTta NOS
(nitric oxide synthase) [41]; NO urpaer TOpMO3HYIO
POJIb B KOHTPOJI€ BEHTWISLIMKA Y B3POCJIBIX PHIO M BO3-
oyxxnarmlinyio — y MaiabkoB. ITomumo yuactuss NOS,
OBLIO YCTAaHOBJICHO, YTO IIPOIIECCHl XEMOPELCIILINU B
HBK MoryT monojgHUTEIbHO HAXOAUTHCS I10H ITypU-
HEPruyecKuM U XOJUHEPTUYECKUM KOHTposieM [36], o
YyeM CBHMACTENILCTBYET HaIW4Me MyPUHEPTUYECKUX
P2X3- 1 HukotuHOBBEIX ALIX-penenTopos.

Ha posp apyroro razoob0pa3Horo wemuaropa,
BOBJIEKAeMOI'0 B IIpoliecchl Xxemopenenuun B HOK,
nperenayet H,S. Ipu anmnukanuu H,S B HOK na-
Huo-pepuo (Danio rerio) ObUIO 3apeTUCTPUPOBAHO
JI030-3aBUCHUMOE YBEJIMUEHNUE BEHTUISLIUN, KOTOPOE,
MO-BUAUMOMY, OTIOCPEA0BAJIOCH ITOBBIIIIEHHOM BHYT-
PUKJIETOYHOM KOHLeHTpauueili nonos Ca’* [41]. Oxn-
No 2
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HOBpPEMEHHO TMojaasieHue nponykuuu H,S mpu uHru-
O6upoBaHNU (HEPMEHTOB €ro CUHTe3a (IUCTaTUuOH-[3-
cunraza (UBC) u uucratuon-y-nuaza (LIJI)) y na-
HUO-PEPUO MPUBOIUIIO K CYIIIECTBEHHOMY YMEHbIIIe-
HUIO MHTEHCUBHOCTU IbIXaTeIbHOI peaKIu B OTBET
Ha runokcuto. [IpucyrctBue epmeHTOB cuHTe3a H,S —
HBbC u LHAJI — B xnetkax HOK 065110 TTOATBEpKIEHO
WMMYHOTUCTOXUMUYECKUMHU ucciienoBaHusIMu [41].
IIpennonaraercsi, 4To KjaeTouyHas KoHLeHTpauus H,S
oTIpeaelIsieTcsT MPOCThIM OaJlaHCOM MeXXIy obpa3oBa-
HUeM KOHCTUTYTUBHOro H,S B iuToIiazme u okucie-
HueM H,S B Mutoxonnpusx; korna yposeHb O, B TKa-
HSIX TIaJaeT, CKOpPoCTh okucieHust H,S cHuxaeTcs u
KOHILIEHTpalus ouonornyecku aktusHoro H,S B TKa-
HU yBenuuuBaeTcs [42]. HanbHeiiiee yyactue H,S B
CEHCOPHOM IIpollecce OOYCIOBIMBAET MOCIIEAYIOIIee
sakpbiTue K*-kananos, aktuBaunio HAJID-okcuna-
3bI, YBeJIMUYEHME NPOAYKIIMU aKTUBHBIX (POPM KUCIIO-
pona M pa3obIIeHne OKMCIeHUS U dpochopuiImpoBa-
HUSI B MUTOXOHIPUSIX XEMOPELICNTOPHBIX KIeTOK [41].

Kabephvie u enexncabepnvie XP. B 3aBUCUMOCTU OT
TaKCOHA MOXHO OXWJATh OINpeNesIeHHbIX Bapuaiiii B
qurcie XXadp u aHaToMuM kabGepHoro ammaparta [30].
O,-uyBcTBUTENbHbIE XP y pbl0 MHHEPBUPYIOTCS S3bI-
korsotouHbIM (IX), omyxaaromum (X) YMH (y Heko-
Topbix BUIoB auiieBeIM (VII) u ss3pikornorounsM (1X)
YMH). XKaGepHble n1yru, ”HHEPBUPYEMBIE SI3BIKOTJIO-
TouHbiM (IX) m Omyxmaromum (X) UMH, sasasiorcs
CTaHIAPTHBIM Yy4acTKoM pacrioioxeHuss O,-XP [6].
Jpyrue JoKychl XeMOPELEeNIIMU TakKKe MOTYT BHOCUTh
CBOIO JIETITY B PECIIUPATOPHYIO peaKIMio Ha U3MEHe-
HUs1 ypoBHS O,: B YaCTHOCTU, OpoOpaHXualibHasl MO-
JIOCTb, UHHEpUBpYeMasi TPOMHUYHBIM (V) U JIULIEBBIM
(VII) YMH; nonyxabpa (orepKyJsipHas Xadpa), Imo-
Jyvatoiiast uHHepBauio JuneBbiM (VII) u si3pikorio-
tounbiM (IX) UMH wu, BeposTHO, oIlpeneiacHHBIE
yJacTKu Mo3ra [6, 43, 44]. [1pu TMHITIOKCUM OTMEYAIOTCST
XapaKTepHble U3MEHEHUsI aKTUBHOCTHU BETBeEl Xadep-
HBIX peCIMPaTOPHBIX HEPBOB C 3KCMOHEHIIUATbHBIM
yBesmueHneM adpdepeHTHO aKTUBHOCTH ITPU CHIKE -
"Hum PO, [6].

Tonoepagus XP (HDPK). Pactipenenernue XP 110 XKa-
OEpHBIM yraM, NO-BUAUMOMY, HE SIBJISIETCS OMHOPO/I -
HbIM cpeau BumoB. Tak, cpaBHeHue XP atnaHTuue-
ckoii Tpecku (Gadus morhua) [45], panyxHoii popenu
(Oncorhynchus mykiss) [46, 47], xwxyda (O. kisutch)
[48] u tpaxupsl (Hoplias malabaricus) [49] moxa3zaio,
410 y 3TUX B1I0B XP pacronoxeHbl Ha IIepBOii XKabdep-
HoM myre. Y kKaHayibHOro comuka (Ictalurus punctatus)
XP, mo-BUAMMOMY, pacrnojaraloTcs Ha MepBbIX Tpex
kabepHbIX ayrax [50]. ¥ samacMob6paHxoB, OOBIKHOBEH-
HOM Komaubeil akyibl (Scyliorhinus canicula) nokanm-
3anus XP He orpaHuyeHa ToabKo xkadpamu, XP MoryT
pa3meliaTbcsl Mo BCe OpoOpaHXUATbHON TOJOCTH.
DU3MONOTUYECKUI CMBIC]T TIOMOOHBIX pa3IuuMii B
pacrnpeneneHun XP mo sneMeHTaM >KabepHOro aria-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUN

paTta 1 OpoOpaHXUAJIBHOM ITOJIOCTU YCTAHOBUTH ITOKA
HE yIaJIOCh.

HecmoTtpst Ha TOT (hakT, YTO TEOPETUYECKU BCE PhI-
OBl UMEIOT KJ1acTepbl MHHEpBUPOBaHHBIX S-HT-epru-
yecknux HOK Ha xxabepHbIX (prytaMeHTax, CylIecTByeT
BUAOCIIENU(PUIHOCTL pacnpeneneHus HOK  [51].
CpaBHeHUe >kabepHOro arapara pbl0 HECKOJIbKUX
BUJOB C pa3HON CTEMEHbIO TOJEPAHTHOCTU K TUIMO-
KCHUM II0Ka3aJio HamOojblnee kKoamyectBo HOK Ha
duaMeHTax y pagyxHoii ¢popenn (0osaee BOCIPUNM-
YyMBa K TUITIOKCEMUM, HU3Kasl TUIOKCUYEcKas ToJje-
PaHTHOCTh) MO CPAaBHEHUIO C aMa30HCKMMU IIPECHO-
BOJIHBIMM BUIaMu pbi0 Tpaupa (H. malabaricus, BbicO-
Kasi TUIIOKCHUYecKasi TOJIepaHTHOCTb) M Tpaiipao
(Hoplias lacerdae, Hu3Kasi TUIIOKCUYECKasT TOJIESPAHT-
HOCTb); OJTHOBPEMEHHO IepBUYHBIE (DUJIAMEHTHI 30-
JIOTOI1 pBIOKM (BbICOKAs TMITIOKCHUYECKasl TOJepaHT-
HOCTB) BooO1e He mmen HOK. Ha BropmuHbix puna-
MeHTax xkabp HOK 0bu1n HanboJjiee MHOTOYUCIEHHBI Y
30J10TOI pBIOKY, MPUCYTCTBOBAJIU Yy Tpauphl Tpaiipao,
HO B TO XK€ BpeMsI COBEPIIIEHHO OTCYTCTBOBAIN y (pope-
. Jlokanuzauusgs HOK Ha niepBUUYHBIX (hulaMeHTax
Kabp Tonorpaguuecku OblIa CBsA3aHa C HUCXOsIIei
xabepHoii aprepueii [51]. Kpome toro, HOK, ocna-
IIEHHBIE COOTBETCTBYIOIIMMU HEPBHBIMU TEPMUHAJISI-
MU, ObLIM TaKKe BBISIBJIEHBI Ha >KaOEPHBIX ThIUMHKAX
dopen 1 30JI0TON PBIOKM, XOTS Be3WKynbl ¢ 5-HT
BHYTPM KJIETOK IPUCYTCTBOBAJIU TOJBKO Y 30J0TOM
pbiOKU. HaiigeHHble pasziuuyusi B paclpeneeHun
5-HT-epruueckux HOK, mo-BmammMomy, oTpakaroT
OCOOEHHOCTHU ITapakKpUHHBIX VS XEMOPEUETTOPHBIX
GyHKIIUI 3TUX KJIETOK, KOTOPbIe HANIPSIMYIO CBSI3aHbI
C MEePEHOCHMOCTBIO THIIOKCUM Y Pa3HBIX BUIOB PHIO
[51]. KpoMme TorO, 04eBUIHO, CpeIOBBIC (PAKTOPHI CITO-
COOHBI OKa3bIBaTh BIMSIHME Ha IUIOTHOCTb pachpeje-
JIEHUSI pelLIeNITOPHOrO aIiiapara, B YaCTHOCTH, (puia-
MEHTOB Xa0p, KOTopasi BapbupoBajia B 3aBUCUMOCTU
ot PwO, [36].

Opuenmauus HIK omnocumenvro scabepuolx gura-
menmos. Ha OCHOBaHMU perucTpalid akKTUBHOCTHU
addepeHTHBIX BOIOKOH s13bikoriaoTouHoro (IX) YMH
y xxenroneporo TyHua (Thunnus albacares) [52] u pa-
nyxHoi ¢openu (O. mykiss) [53] ObUIO TTOKAa3aHO, YTO
HOBK ¢pyHKIIMOHAIBHO pa3nelIsTIoTCs Ha TPYITITHI B 3a-
BUCUMOCTH OT UX OPUEHTAILMU OTHOCUTEIbHO BHEIII-
Hell/BHYTpeHHe cpen: “cpenoBble” pelenTopsl (“Ha-
pyxHbie” O,-pelenTopbl); peLenTopbl, OlLEeHWBaIO-
mue PO, kpoBu (“BHyTpeHHUE” O,-pelienTopsl) 1100
peuenTopsl, pearupywomue Ha PO, B 06enx cpenax.
I1peanosoXnTenbHO YIIOMSIHYThIE Ipymnmnbl XP Moryt
BBI3BIBATh pa3jMuHble KapAuOpeclupaTOpHbIE peak-
nuu. [MrnoreTnyecku TojaepaHTHBIE K TUTTOKCUU BUIIBI
PBIO MOTYT pearupoBaTh B IEPBYIO OUepeib Ha apTepu -
aJIbHYIO TUIIOKCEMUIO, B TO BpeMs KaK MEHee ToJie-
paHTHBIE BocnipuHUMaloT neduuur O, B Boae [54].

Ilenmpanonvie npoexyuu agpgepenmos XP (HIK).
Y pbi0 addepeHTHBIE UMITYTBCHI OT XadepHbIxX XP me-
penaroTcs B A0pcojaTepaibHYIO 4acTh MPOA0JATOBaTO-
Ne 2
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ro Mo3ra, B IByCTOPOHHUE, MPOTSKEHHbIE BIOJb AHA
IV xenynouka CTpyKTypbl — aHaJIOT S1/ipa OAUHOYHOTO
NyTU MJIEKONMUTAIOIIMX, TJe 3aKaHuyuBaloTcsa adoe-
peHTHbIe BojokHa JulieBoro (VII), S3bIKOrIOTOYHOTO
(IX) u 6ayxnatotiero (X) YMH [55]. ZKaGepHble BeTBU
TpoiinnyHoro (V), nuiesoro (VII), S3bIKOTJIOTOYHOTO
(IX), 6myxnatomrero (X) YMH nocwutator addepeHT-
HbI€ BOJIOKHA B CEHCOPHBbIE s/1pa MEIYJIJIbl JOPCATBHO
M JIaTepajbHO norpaHudHoit 6oposae (I1B) [30, 56];
acddepenTHrIe BonokHa oOmyxparomero (X) YMH 3a-
KaHYMBAIOTCSl JOPCAJIBHO U JIaTepajibHO OTHOCUTENb-
Ho 1B, B TO BpeMst Kak ahchepeHTHBIE BOJIOKHA paco-
JararoTcsl BeHTpaJabHO U JaTepaibHO I1b. B mpoiiecce
O,-pelienuuu y poid padboTtaeT LieHTpaibHbIl [y-ep-
rMyecKnii Mexanusm [56]. [lokasaHo, 4TO BbI3BAHHOE
TUMOKCUEN yBeJIMUeHNE YaCTOThI JbIXaHUs HATIPSIMYIO
cBs13aHo ¢ NMDA-penentopamMu, B To BpeMsI KaK aM-
TUIMTYAAa peCMPaTOPHON peaKIMy He 3aBUCUT OT ITyJia
NMDA-perienTopos.

Pecnupamopnuie peakyuu poib Ha eunokcuro. B cpene
co cHuxeHHbiIM PwO, kapauopecnupaTropHbie pe-
aekcol ppld 00eceuyrnBaOT MPeaebHO KOPPEKTHBIN
O6anaHc notpedaeHus: O, coraacHo MeTaboJIMYeCKOMY
3anpocy [56]. OOGBIYHO PBIOBI pearupyroT Ha TUTIOKCHIO
pediekTopHOIt Opaaukapaueii M ycuieHrueM BeHTIIIS -
TOPHBIX ABMKeHUit [6]. Tak, pecnupaTopHble OTBETHI
Ha TUTIOKCUIO Y KOCTHUCTBIX PbIO BBIPAXKAIOTCSI OIHO-
BPEMEHHO KaK B UBMEHEHUH YaCTOThI, TaK U aMIIJIUTY-
OBl ABIXaTeJIbHBIX OBrKeHui [39, 54, 57]. Kak ymomu-
HaJIOCh BBIIIE, MPUHSITO CYUTATh, YTO OOJIBITUHCTBO
XP, 3amyckawliux KapauopeclupaTopHble peaklnu,
pacriojiaraercsl Ha Xa0pax W ToJlydaeT MHHEpPBalUIO
s3bIKorsioTouHbIM (IX) m Onyxnmatomum (X) UYMH.
Bwmecte ¢ Tem neHepBauus (nepepeska) sI3bIKOrJI0TOY-
Horo (IX) u 6ayxmatomero (X) YMH, koToprlie cBsi3a-
HbI ¢ XP >xabp u 1oJ1y>kabphbl, He YCTpaHsiia BEHTUIS -
TOPHOTO OTBETa Ha TUITOKCUIO Y MOPCKOTO BOpPOHA
(Hemitripterus americanus) u Tpaupsl (H. malabaricus)
[49, 58]. OnHako moytHas Tiepepe3Ka Kad0epHBIX BeTBEM
sa3pikorioTouHoro (IX) u 6nyxnaromiero (X) YMH y
oyporo maky (C. macropomum) [57] m KaHaIbHOTO CO-
Muka (1. punctatus) [50] TOJTHOCTHIO MOJABJISIIA PECTIU-
paTOpHYIO peaklMio Ha TMITOKCUYeCKOe BO3JeCTBIE,
YTO ellle pa3 MOATBEPAMIIO MOJOXKEHNE 00 OTCYTCTBUU
o0111e#t cxeMbl Jiokanuzaluu XP y peI0 pa3HbIX BUIOB.

OueBUIHO, IS (OPMUPOBAHUS TTATTEPHA PECIH-
paTOpHOM AKTUBHOCTM MOTYT WMMEThb 3HAuYeHHUE He
TOJIbKO pas3jimyHasl jJokanusauus XP, HO U opueHTa-
muss XP oTHocuTeNnbHO BHENIHENM/BHYTPEHHENU cpen
OpraHu3Ma XXUBOTHBIX, UTO ITPOAEMOHCTPUPOBAHO Psi-
moMm ucciaenoBanuii. Tak, y Tpaupsl (H. malabaricus)
MHOBBIIIIEHNE YaCTOTHl ABUKEHUI KabepHBIX KPHILIEK
MpY TUIIOKCUU CBS3aHO B MEPBYIO ouepellb C aKTUBA-
nueit “BHentHux” XP Ha )kabGepHbIX Ayrax, B TO BpeMsi
KaK IIPUPOCT aMIUIMTYAbI “BEHTUISILIUN OMpPeaeiIsiI-
cs1 adpepeHTHBIMM CUTHaJaMHM ¢ BHexXabepHBIX XP
[49]. Y tambaky (C. macropomum) 4aCTOTHBIIA KOMITIO-
HEHT peakIUM Ha TUIIOKCUYECKYI0 CTUMYJISIIUAIO 3a-
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MycKaJicsl KaK “BHYTpEHHMMH’ , TaK U “BHEIIHUMMU
XP Ha xxabepHBIX IyTrax, B TO BpeMsI KaK aMILIMTyIa pe-
aKIMY TOBbIIIAJACh TIPU aKTUBALMU BHEXaOEpHBIX
XP [54], no-BUIMMOMY, PacCIIOJIOXEHHBIX B OpOoOpaH-
XAaJIbHOM TIOJIOCTM M IIOJYYaloIIUX WHHEPBAIIUIO
TpoiiHuYHBIM (V) u muuesbiM (VII) YUMH [59]. Cuty-
allMOHHO JIBE IOITy/IsIuun “cpemoBbix” XP Ha nmepBoit
XabepHOIi Iyre Tpanupbl MOTJIM OKa3bIBaTh TOPMO3HOE
BO3JEMCTBUE HA MPOILECC YCUIICHUS BEHTUJISILIUU TIPU
BozaeicTBUM runokcuu [49]. BoimeneHHasi repBast
rpymra XP, mHHepBUpyeMast I3bIKOrIoTOYHBIM (1X)
YMH, nopasisiia pa3BUTHE aMIUIUTYIHOTO KOMIIO-
HEHTa pecnupaToOpHOil peakuuu Ha cHuxkeHue PO,;
BTopas rpymma XP, moaydaBiiast BETBb OJIy>KIaiOIIEro
(X) YMH, TopMo3uJia yBeJIMYEHUE YaCTOThI AbIXaHUSI

[49].

CylillecTBEHHBIM JomnosHeHueM K O,-xeMopeuemn-
MU 1 (OPMUPOBAHUIO COOTBETCTBYIOIEH pecrupa-
TOPHOI aKTUBHOCTHU SIBJISIETCSI CEHCOpHAasi WH(opma-
1IMS OT MeXaHO- U 6apOpeELIeTITOPOB, HOLIMIIETITOPOB 1
Ipyrux (He-KUciaopoaHbix) XP xkaOp, KoTopasi CIIO-
coOHa OoKa3aTh 3HAYUTEIBbHOE BIUSHNE HAa KOHEYHYIO
BeHTWIALMIO [60].

OcTpast TUTTIOKCHST TaKKe BBI3bIBACT y OECUETIOCT-
HBIX PEIOOOGPA3HBIX PEAKITUY TBIXaHUS, CXOTHBIE C Ta-
KOBBIMU y pbI0. Tak, B HE3aBUCUMBIX HCCIIEIOBAHUSX Y
peuHoii (Lampetra fluviatilis ) n Tpex3yboii (Ento-
Sphenus tridentatus) MUHOT B OTBEeT Ha cHUxXeHue PO,
ObUTa OTMEUYeHa pecTTUpaToOpHasT PeaKIilvs, IPOSBIISIB-
masicsl B BUAE 3HAYMTEJbHOTO YBEJIMYEHUS YaCTOTHI
IbIxaHug [61, 62].

SAKITIOYEHHME

JeTanbHblil aHAIU3 MPUBEACHHBIX JUTEPATYPHBIX
JTAaHHBIX O3BOJISIET CAEJIaTh PSII CJIEMYIOIINX 0000IIIe-
Hui1. O4eBUIHO, YTO Y phI000OPA3HBIX O€CUETIOCTHBIX
U PbIO, OTHOCSIIUXCS K Pa3HbIM TaKCOHaM, HO OOb-
€IMHEHHBIX BOOHBIM TUIIOM JbIXaHWs, B 3HAYUTEIb-
HOM Mepe COXpPaHWJIOCh IIOMO0ME HEKUX XKECTKUX
MPUHLIMIOB (POPMUPOBAHUS HEPOHHBIX CeTei U YHU -
BepCaIbHBIX MEAUATOPHBIX KOMIIOHEHTOB, COCTaBJIsI-
omnx ocHoBy RRG. Takke MOXHO OTMETHTH, YTO
RRG pr16000pa3HbIX U pbIO UMEET OoJjiee MPUMUTUB-
HBII XapaKTep MO CPaBHEHHUIO C MJICKONUTAIOIIVMU.
Opnako Mexanm3M paboTel RRG prib000pasHBIX U
pBIO “TIpoBepeH” 3a MUJIJTMOHBI JIET 9BOJIIOLMU U “Ha-
JIeXeH”, HECMOTPSI Ha OTHOCUTEILHO IIPOCTYIO MOP-
dodyHKIIMOHAIBHYIO opranmu3anunio. OKa3aioch, YTO
>KUBOTHBIE, OTHOCSIIIMECS K pa3HbIM TAKCOHAM, TAKXKe
JIOCTaTOYHO KOHCEPBAaTUBHO BOCIIPOMU3BOIST aIlIiapar
xeMopelueniuu O,, MalllMHEePUIO U CcTpaTeruio popMu-
pOBaHUS peCIUPATOPHBIX peaKIIMii B OTBET Ha CHUKe-
Hue PO,. BMecte ¢ TeM aHanu3 B 9BOJIIOLIMOHHOM ac-
MEKTEe COCTABHBIX 3JIEMEHTOB JIbIXaTeJIbHOIO alapa-
Ta, KOTOpPBIII copMUPOBAJICSI TIOA BO3ACHCTBUEM
BOMHOI Cpeabl, CBUAECTEILCTBYET O HAJIUYUU HEU3-
MeHHOro (yHIaMEHTaJIbHOTO, 0a30BOTO MeXaHu3Ma
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RRG, KoTophlil B JalbHeiIIeEM MOCIEO0BATEILHO U
CKPYITYJIE3HO BOCIIPOU3BOIMTCS B pa3HBIX KJ1accax Io-
3BOHOYHBIX XXKMBOTHBIX, MTO3BOJISISI M YCIICIIHO IIpU-
crocabIMBaThCs K cpefie OOUTaHMUSI.

OUHAHCUPOBAHHWE PABOTHI

Paborta moarorosiieHa MO TeMe rocyaapCTBEHHOTO
zaganuss PI'bYH UMBMU “®yHKnoHaIbHbIE, METa-
OOIMIEeCKIe W TOKCHKOJIOTMIECKHE AaCITeKTHI CYIIe-
CTBOBaHUS TUIPOOMOHTOB U MX TTOMYJISILIMI B OMOTO-
nax ¢ pas3ju4yHbIM (PUUKO-XUMUUECKUM PEXKUMOM”,
HoMep rtoc. perucrpanmn HUOKTP AAAA-AI1S-
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Bce IIPUMEHUMMBbLIC MCXKXIAYHApPOIHBIC, HAIMOHAJIb-
HBIC I/I/I/IJII/I MHCTUTYLUHNOHAJIbHBIC ITPUHIIMIILI YXO4a U
WCIIOJIb30BaHUSI JKMBOTHBIX ObLIU COOJIIONCHBI.

Hacrosiimast cratest He comepXUT KaKUX-JI1100 H1C-
CIeIOBaHUI C yJyacTHEM JIIOJIEN B KaueCcTBEe OOBEKTOB
U3y4YeHMUS.
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Neurophysiological Mechanisms of Respiratory Activity
in Cyclostomes and Fish during Aquatic Breathing
E. E. Kolesnikova

A.O. Kovalevsky Institute of Marine Biological Research, Russian Academy of Sciences, Sevastopol, Russia
e-mail: dr-kolesnikova @mail.ru

The review addresses the features of respiratory activity formation in the ancient taxa, cyclostomes and fish,
which allowed them to adapt to aquatic habitats with a low oxygen level. The brainstem of cyclostomes and fish
contains a basic set of nuclei that provides the establishment of adequate respiratory activity. The latter is medi-
ated by the universal excitatory and inhibitory neurotransmitters (glutamate, GABA, glycine), suggesting the ex-
istence of pivotal, evolutionarily conserved mechanisms to reproduce respiratory oscillations. The qualities of
water as a habitat with a reduced oxygen tension determine a high significance of gill and extra gill O,-chemore-
ceptors which share similar features with highly specialized mammalian O,-receptors. Neurophysiological de-
tails of the respiratory rhythm generator machinery as well as peculiarities of respiratory adaptation to fluctua-
tions in water oxygen tension (P,0,) in jawless fishlike cyclostomes and jawed fish corroborate the concept of a
close relationship between the evolutionarily “verified” adaptive mechanisms regardless of the level of organiza-

tion of distinct vertebrate classes.

Keywords: cyclostomes, fish, respiratory rhythm generator, neuroepithelial cells, GABA
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