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B 0630pe npencraBieHbl pe3yabTaThl UCCIEIOBaHU 0COOEHHOCTE (hOpMUPOBAHUS PECITUPATOPHON aKTUB-
HOCTU 6ECUYETIOCTHBIX PHIO00OPA3HBIX U YEJIIOCTHBIX PBIO KaK MPeAcTaBUTENeil IPEBHNUX dBOJIOIIMOHHBIX TaK-
COHOB, IMO3BOJIMBIIUX UM YCIICIITHO MTPUCITOCOOUTHCS K BOIHOM Cpejie OOMTaHUSI C HUBKUM COAepKaHUeM KHC-
snopoaa. CTBOJI MO3Ta IUKJIOCTOM U PhIO COAEPKUT 0a30BbIi “HabOp” simep, KOTOPbIi obecrieurBaeT GopMu-
poBaHMe aJeKBaTHOM peCcMpaTOpHOl aKTUBHOCTU. KpoMe Toro, reHepalysi peCcIMpaTOPHOM aKTUBHOCTHU
HOAAePKUBAETCSl YHUBEPCATIbHBIMU BO30YKIAIOIIMMHU M TOPMO3HBIMU MearaTopamu (rryramat, TAMK, riu-
1IMH), YTO TTO3BOJISIET MPEATNOJI0XUTh CYIlIECTBOBAHME KIIFOUEBBIX, “3aKOHCEPBHMPOBAHHBIX” B MPOLIECCE IBO-
JIIOLIMU MEXaHU3MOB BOCITIPOU3BEIEHUS PECITUPATOPHBIX OCHMIIIALUMA. OcOOEHHOCTU BOIBI KaK Cpeibl 00uTa-
HUS CO CHUXKEHHBIM COJep>KaHWEM KHCJIOpOJa OTpeNessiioT BBICOKYIO 3HAYMMOCTh KaOepHBIX U BHeXabep-
HbIX O,-XeMOpELENTOPOB, KOTOPhIE JEMOHCTPUPYIOT YePThl BHICOKOCTIELIMATU3UPOBAHHBIX O,-pelenTopoB
BBICIIMX MTO3BOHOYHBIX XKMBOTHBIX. Helipodusnoiornueckue netajiv yCTpoicTBa reHepaTopa pecpaTopHO-
IO pUTMa, OCOOEHHOCTHY MPUCITOCOOIEHMS IbIXaHUsI K OTKJIOHEHWSIM HATIPSIKEHUST KMCJIOPOIa B BOTHOM cpele
(PwO,) y 6ecyentocTHBIX ppl0000Opa3HBIX U YETIOCTHBIX PBIO MOATBEPXAAIOT MOJIOXKEHUE O TECHOM B3aMMOCBSI-
31 “IPOBEPEHHBIX” IBOJIIOLIUEN MIPUCIIOCOOUTEILHBIX MEXaHU3MOB HE3aBUCUMO OT YPOBHSI OpraHM3aliu OT-
NeJIbHBIX KJIACCOB XMBOTHBIX.
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BBEAEHHWE

Bopna saBnsiercs cpenoif oOuTaHUS KMBOTHBIX, KO-
TOPBLIM yIaJIOCh B MPOLECCe IBOJIIOLIM BhIPAabOTATh 1
pa3BUTh CTPATETHUIO IIPUCIIOCOOJIEHNS K OBIXaHUIO B
YCJI0BUSIX HA3KOTrO HampsixeHus kuciopona (PwO,) B
BoaHOI cpene. Kak nu3BectHo, ppi000Opa3HbIE U PHIOBI
OTHOCSITCS K TUNy XopaoBhix, moatuiy Ilo3BoHOY-
HBIX, KOTOPBIN pa3aesieTcss Ha Haakiaacc becuemoct-
HbIX (Knacc Mukcunst, Knacc Munoeu) n nHdpaTui
YemoctHopoThix (Kiacc Xpswessie poibvr, Kitacc
Kocmmubie puibsr). HecMoTpst Ha paznuuus B mpoiecce
GbUIOreHeTUYECKOTO CTAaHOBJICHUSI ATUX MO3BOHOY-
HBIX, Pa3HUIY SMOPUOHAIILHOIO IIPOMCXOXIEHUS Op-
raHOB IBIXaHUS OECYEHTIOCTHBIX PBIOOOOPA3HBIX M
pBI0 (Y KPYIJIOPOTBIX — M3 3KTOJIEPMBI, V XPSIIEBbIX
Y1 KOCTHBIX PBIO — M3 9HTOAEPMBI) 1 HEKOTOPBIE OCO-
0EHHOCTHM KOHCTPYKIIMHU IbIXaTeJbHOTO alliapaTa Ha
pa3HBIX CTYIEHSX 3BOJIOLIMOHHOIO Pa3BUTUS, CO-
XpaHsieTCsI HacyIIlHasi HOTPeOHOCTh B aKTUBHOM
IBUXEHUM BOIBI OTHOCHUTEJIBHO IBIXaTEJIbHOM IMO-
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BEPXHOCTHU, TOBBIIIAIONEM cTeneHb audodysnu O,,
YTO TpeOyeT CIasKeHHOI padoThI MBI IJIsI oOecreye-
HUS JJOKOMOLIMU U TTAaCCUBHOTO MPOKAYMBAHUS BOJIbI
yepes 3Kabpbl B MPOLIECCE CAMOTO IBUXKEHUS JTMOO Op-
raHu3aly 0ojiee CHEINATU3UPOBAHHBIX ITBIXaTelIb-
HBIX IBDKEHUH TTOT KOHTPOoJIeM MOTOPHEIX simep LIHC
1 xeMopeliennTopoB O,.

B HacTos111e€e BpeMsi C10XUIIOCh YCTOMUYUBOE MPe-
CTaBJIECHUE O “KOHCEpBMpPOBaHUN’ 0a30BBIX MEXaHU3-
MOB BOCIIPOM3BEICHUSI IbIXaTeJIbHONH aKTUBHOCTU B
mmpoluecce 3Bomounu [1—5]. YmoMsiHyToe IoJIoXEHNE
MpUaaeT JOTMOJHUTEIbHBIN MHTEPEC U 3HAYUMOCTD UC-
C/IeIOBaHUSIM YEepT OpraHu3alu HEeWpPOHHBIX ceTei
KaK MICTOYHUKOB reHepaliu pecrupaTopHOro put™Ma 1
rnaTTepHa NbIXaHUS Y PbIO00OPa3HBIX M UYEFOCTHBIX
PBIO, KOTOPBIC TTO3BOISIOT UM YCHEITHO MpHUCITocat-
JIUBaTbCS K cpelie 00MTaHUus ¢ TTIOHWXeHHbIM PwO, B
BOJIHOM cpene.
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CTBOJIOBBIE MEXAHW3MbI .
OOPMHUPOBAHUA PECITMPATOPHOUN
AKTHUBHOCTH

Kak wm3BecTHO, HEepBHas CHCTEMa ITO3BOHOYHBIX
YCTpOEHa 1Mo OJHOMY IUIaHY, TTOCTEIIEHHO YCIOXHSISICh
0 Mepe MPOIBMXKEHUS IO 3BOJIIOLMOHHO JIECTHULIE
[1]. He BBI3BIBacT cOMHEHMS TOT (haKT, YTO MMEHHO
peTtukysipHasi ¢hopmMaliusi sIBJIsIeTCSI UICTOYHUKOM Te-
Hepalliy NepBUYHOM PEeCIIMPaTOPHON aKTUBHOCTU HE
TONBKO y PBIO M amM@UOUii, HO 1 Y HOBOPOKIECHHBIX
miiekonuTammux [6]. B HacToslinee BpemMss HaKOIM-
JIOCh OOJIBIIIOE KOJMYECTBO MCCICAOBAHUIA, ITOCBSI-
IIEHHBIX BBISBJICHUIO MCTOYHUKOB pPECIIMPaTOPHON
PUTMUYECKON aKTUBHOCTU Yy OECUYETIOCTHBIX IIUKJIO-
CTOM, YeMy CIIOCOOCTBOBAJI psifi 0OCTOSATEIbCTB. bec-
YEeTIOCTHBIX PBIOOOOPA3HBIX OTHOCIT K CaMBIM IIep-
BbIM pbiObaM Ha 3emie. IlpencraButenu rpansl becue-
MOCTHEIX MuHorH (Petromyzontida) W3MeHWINUCH
OTHOCHUTEJIbHO HE3HAYMTEJIbHO IIOCJIE OTBETBICHMUS
CBOETO TIoJIKJIacca OT 3BOJIIOIIMOHHOTO IepeBa MO3BO-
HOYHBIX 0KOJ10 450—560 MiIH. 1eT Has3af [7]; mogo6Hast
COXPaHHOCTh 3TUX KMBOTHBIX cliejaja MX OObEKTOM
U3y4YeHUsI 0a30BbIX CTPYKTYpP U MEXaHU3MOB TeHepa-
UM PECIMPATOPHOIO pUTMa KaK (bUIIOreHEeTUYEeCKU
HauboJjee IOpeBHEN “3aKOHCEpBUPOBAHHON (OyHK-
nuu. Macca HelipoHoB B ITHC y MuHOT CcylieCTBEHHO
MEHBIIIE, YeM Y BBICIIMX XKMBOTHBIX, I MOXKET MOOICP-
KWBATBLCA in Vitro, 9TO TTO3BOJISIET HAOIIOJATh PECITH-
paTOpHYIO aKTUBHOCTh B T€YEHHE YaCOB U HECKOJIBKUX
cyrok. Kpome TOro, 0co0EHHOCTM aHATOMUU MWHOT
MIpPEIOCTaBISIIOT BO3MOXKXHOCTb CO3[aBaTh IpenapaThl
IHHC u pomO3HIuIedaioHa ¢ “IipuKperuieHHbIM” (OT-
IpenapupoBaHHBIM M COXpPaHHBIM) >KaOCpHBIM aria-
patowm [2, 7].

Ocobennocmu uHHep8auUU ObIXAMEAbHOL MYCKYAQ-
mypuol  Oecuentocmublx pblb0o6pa3Hbix. JIbIXaTeabHBIN
arrapar B3pOCJIbIX MUHOT MPEICTaBICH CEMBIO XKabep-
HBIMU OTBEPCTUSIMH C KaXIOW CTOPOHBI, KOTOPHIE BE-
YT B TIOJIOCTh ChepuuecKrX MEIIKOB, COCIMHEHHBIX
Y3KMMH OTBEPCTUSIMU C TJIOTKOM, C OMHOI CTOPOHEI, U
C BHEILUHEH cpenoii — ¢ apyroil. Myckynarypa abixa-
TEJIbHOTO arrapara MOXeT CXKMMaTh MEIIKH, obecre-
yuBas WX JEMCTBHE TT0 MPUHIIUITY Hacoca. Boma BEI-
TAJIKUBAeTCSI HApyXy dYepe3 HapyXHBIE OTBEpPCTHS
MEIIIKOB M Yepe3 HUX XKe MOKET BCaChIBaThCSI, YTO O3~
BOJISIET JKUBOTHOMY ITPOIOJIKATh ABIIIATH JaXKe TOTHA,
KOTZa B Mpollecce MUTAHUS OJIOKMPYETCS TepemHMi
BXO[I IJII BOJBI B IVIOTKY Y TPYOKY, C KOTOPOi1 CBSI3aHbI
>xabepHbIe MEITKKA. MBIIIIBI, TPUKPEIUICHHBIE K Ka-
OepHOMY CKeJleTy, MHHEPBUPYIOTCS BETBSIMU JIMIIEBO-
ro (VII), s3pikorimorounoro (IX) u 6ayxnatouiero (X)
yepernHo-Mo3roBbix HepBoB (UMH) [8]. Cokpararo-
IIFECS MBIIIIIHI TIPY SKCITUPAIINN BHITAJIKMBAIOT BOIY
yepes xKabepHbIe OTBEPCTUS, B TO BpeMsI KaK MHCITMpPa-
s BbI3BaHA ITACCUBHBIM OTKIIOHEHMEM CTEHOK XKa-
GepHBIX MEIIKOB [9].

Anamomuueckue cmpykmypul A0pa eeHepamopa pe-
cnupamopHoeo pumma (respiratory rhythm generator,
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RRG). Y MuHOT HEeipOHHAsI CETh, TeHEePUPYIOIIasl pe-
CIIMPATOPHBIN PUTM, U PECIIMPATOPHBIE MOTOHEWPO-
HbI JIOKJIM30BaHbI B Mpejaeiax CTBojia Mo3ra. boiib-
IIIMHCTBO MOTOHEMPOHOB PAaCIIOJIaraloTCs B SIpax JIv-
ueBoro (VII), s3pikorioroyHoro (IX) m, ocobGeHHO,
onyxnatoiero (X) YMH [8, 9]. B To ke BpeMsi KOH-
IJIOMEpaT KJIETOK, HEMOCPEACTBEHHO CBSI3aHHEBIX C Te-
Hepalueil pecriupaTopHOro puTMa, HaxoIsIT B Peruo-
He pocTpoJiaTepaibHee IBUTaTeIbHOIO sSIapa TPOMHNY -
Horo (V) HepBa (napampuzeMuHarbHas peCRUPAMopHast
epynna, I1TPT) [5, 7]. OyeBuaHO, CYIIECTBYET T€CHasl
cBsa3b [ITPI' MuHOr ¢ KoMItekcom Tipe-beTuunrepa,
KOTOPBIN SIBIISICTCS KPUTHUYECKUM JIOKYCOM pecIupa-
TOPHOTO pUTMOreHe3a y Miiekornuraromux [5]. Heiipo-
Hbl [ITPI' aHaToMHYecKu MAEHTUGULMPOBAINUCH Ha
ypoBHe MIOJUIEpOBCKMX KJIETOK Mepeleiika BOIU3HU
MOTpaHUYHOM OOpO3Abl POMOOBUIHOM SIMKM XIca.
YcranosneHo [7], yto HelipoHb!l I[TTPI umeroT ripoek-
UM B MIICWJIaTepajbHOE U KOHTpalaTepaJabHOE Sapa
onyxnatoero (X) YMH, paBHO Kak U B KOHTpaJjaTe-
panbHbIit Jokyc IITPI. OueBuaHO, “Habop” Mpoek-
ouii ot HeripoHoB IITPIT MoxxeT OBITHL pacmmpeH 3a
CYET TEpMUHAJIEN K UIICU- U KOHTpajaTepalbHOM KO-
JIOHKaM peCHUPATOPHBIX HEHPOHOB, OTHOCSIIUXCS K
saapam smneBoro (VII), saseikormorouHoro (IX) u
onyxnaromiero (X) YMH [10]. Heckonbko BUIOB ITpo-
eKIIM1 MOTYT TOApa3yMeBaTh IBYCTOPOHHIOIO CUHXPO-
HU3aLMIO ObIXaTeJIbHOM aKTUBHOCTH 3a CYET IepeKpe-
HIMBaHUs HUCXOASAIIMX akCoHOB OoT ITTPI' Kk MoTOHE -
poHaM O0euX CTOPOH M 3a CYeT NepeKpellrBaHUS
aKCOHOB, HaIMpaBJIeHHBIX K KOHTpaJaTepaabHOI
IITPI [10].

B IITPI' mpucyrcTByIOT HEHpPOHBI C Pa3IMIHBIM
naTTepHOM paspsiaoB [3, 4], UTO MOXET OBITh CBSI3aHO
C pa3HbIMU (PYHKIIMSIMU 3TUX HEMPOHOB. MOTOPHBIN
pecnupaTOpHbIN MAaTTEPH Y MUHOTHU, IO KpaliHel Me-
pe, YaCTMYHO TeHepUpyeTCs] U KOOPAMHUPYETCS Po-
CTpaJIbHOI YacThlo IpoaoroBaroro mosra [11]. Kpo-
me IITPI', mepmommyeckas pecnmpaTropHas aKTHB-
HOCTb (PUKCUPYETCSI B MOTOPHOM $SIIpe TPOMHUYHOTO
(V) YUMH B pocTpaiabHOI1 YaCTH IIPOJOJITOBATOIO MO3-
ra, IpeaIIecTBYS IIPOSIBICHUSIM DJIEKTPUUYECKON aK-
TUBHOCTU B KayJIaJbHOM 00JIaCTU MEYJIIbI, COlepKa-
mieit siapa si3pikornorouynoro (IX) u 6nyxxmaroero (X)
YUMH. Ocunmnguun B Iipeaeiax ssapa TPOMHUIHO-
ro (V) UYMH coxpaHsioTcs Jaxe I1ocJjie ero oTaeIeHuUs
OT OCTaJIbHOro Mo3Ta. BMecTe ¢ TeM KaymajibHast 4acTh
Menysibl ¢ sapamu JuieBoro (VII), a3pikoriioToy-
Horo (IX) u 6ayxnatoriero (X) YMH Takke cmocobHa
K reHepallii OTISIbHOI'O BUAAa aKTUBHOCTU, ODeCIIe-
YyMBapIeil creundriecKre NHTEHCUBHBIE COKpaIle-
HUSI MBILIILI )KaOepHbIX KapMaHoB [11].

Cmpyxkmypa akmuenocmu RRG becuearocmHbix pol-
6006pa3ubix. CIOHTaHHAsSI ObIXaTeJdbHasi aKTUBHOCTh
RRG munor (Petromyzon marinus) npeacTaBicHa OC-
OIASOUIMA  “OBICTpOro” M “MemIeHHOTO” TUIIOB,
KOTOpBIE€ COCTOSIT U3 KOPOTKMUX BCILJIECKOB Pa3psiioB C
yacroroit 1.0 + 0.3 'l ¥ WIMTENbHBIX Pa3psiaoB, IIO-
BTOPSIIOIIMXCS CO CPeIHUM nepruoaom ot 37.4 no 24.9 ¢
Ne 2
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cootBeTcTBeHHO [2]. ITocpenctBoMm “OBICTpOro” puT-
Ma o0ecreyrBaeTcsl BOMOOOMEH Uepe3 OTBEPCTUS Ka-
OEpHBIX MEIIKOB; “MeIJIeHHbIN” PUTM COIPOBOXIA-
eTcs 0ojiee MHTEHCUBHBIMU COKPAIIEHUSIMU MBIIIIIT
>)KabepHOro amrapara, KOTopble, MO-BUIUMOMY, MC-
MOJIL3YIOTCS U 7151 yAaJIeHUsT TBEPABIX YaCTHUIL U3 Kabp
MUHOT (TaK Ha3bIBaeMBbIil “Kalelsib”) [9]. Kak ymommu-
HaJIOCh BBIIIIE, CYIIECTBYIOT HECKOJIBKO TOUEK 3PCHUS
Ha pacroJjIoKeHME BO3MOXHOTO JIOKYCa BOCIIPOU3BE-
IEHUSI PECHUpPATOPHOTO PUTMA; TaKOM CTPYKTypOu
MOKET OBITh pOCTpabHas YaCcTh pPOMOOBUIHOIO MO3Ta —
roMoJIora MOCTa MJIEKOMUTAOIIMX, BOIM3n sapa (V)
TporiHmuHoro YMH [12] mnbo kaymaiabpHas 9acTh poMO-
sHuedanoHa [13, 14], aBasioniascs TOMOJOTOM IIPoO-
JIoJITOBaToro Mo3ra. PocrponaTepaiabHblili poMO3HIIE-
¢danoH (y4acToK JIaTepaibHEe POCTPAIbHOTO IIOJIIOCa
saapa (V) tpoitHumuyHoro YMH) renepupyetr “ObIcT-
pBIiA” pUTM, B TO BpeMsI KaK JUIMTEIbHBIC TOTEHIINAJIBI
IEeMCTBUS (POPMUPYIOTCS B €ro KayoaJIbHOI 9acTy Ba-
TYCHBIMM MOTOHelipoHaMu [2]. Bpu1o BBICKa3aHO
npeanonaoxeHue [15] o cocyiecTBOBaHUM OBYX FeHE-
paToOpOB pecMPaTOPHON aKTUBHOCTU, IPUYEM JINIV-
pylollasi pojib B BOCIPOU3BEACHU HOPMaJlbHOI BEH-
TUISIIUM OTBOOUTCS HEMPOHAM pPOCTpPaJbHOII 4acTu
poMO3HIIehaTOHA.

B ominure oT aHaJIOTMYHBIX UCCIENOBAHUM, BbI-
MOJITHEHHBIX Ha MJICKOTIUTAIOIIUX, Y MUHOT P. marinus
“MemIeHHbIN” pecrimpatopHbIii put™M B RRG coxpa-
HsUICS TIOCJie YCTpaHEHHUS! MPUTOKAa BCEX CEHCOPHBIX
pa3apaxkeHuii, YTO NJOCTUTAIIOCH ITOJHOM TEPEepe3Koin
YUMH, npuBozasiieit K yMEHbIIEHUIO YaCTOThI OCLIWII-
nsuui [2]. CienoBaTeIbHO, BBIIIE YITOMSHYTOE OITpe-
JeneHue “Kaiienb” IJIsT 3TOr0 THUMa aKTUBHOCTU HE
MOXET OBbITb KOPPEKTHBIM TEPMHWHOM B OIMCaHWUU
“menmenHoro” putMa RRG y munor [2]. JIBa yrmomsi-
HYTBIX TUIIA PECTIMPATOPHOI aKTMBHOCTU MHTAKTHBIX
JXMBOTHBIX YCTOUMBO COXpaHSIOTCA U in vitro. Ilepe-
pe3ka YMH, koTopas crrocodbcTBOBaa OrpaHUYECHUIO
CEHCOpHOI1 00paTHOI CBSI3M, HE BbI3bIBaJla U3MEHE-
HUI “OBICTPOTO” pecHUpaTOpHOTO pUTMa, YTO CBHUIC-
TeJIbCTBOBAJIO 00 OTHOCUTEIbHO aBTOHOMHOCTH 1I€H -
TPOB TeHepauuu “ObIcTporo” putma. bosee TOrO,
“OBICTPBIIA” PUTM OCHWUISIIMM COXpPaHSJICS B PO-
CTpaIbHOI 9acTh poMOsHIIedhaoHa JaxKe MOCye TT0-
HOU momnepevyHol TMepepe3Ku CTBOJIa MO3ra Kaylaib-
Hee simpa TpoitHnmyHoro (V) UMH. OmHocTopoHHUE
uHbeku AP-5 win CNQX (aHTaroHHUCTOB TJIyTa-
matHbIX (I'1y) peutenitopoB) B 061acth IITPI cHukanmu
YacToTy “OBICTPOro” pecHupaTOpHOTO PUTMA C 00EUX
CTOPOH CTBOJIa MO3Ta JIMOO TOJHOCTbIO MpeKpalliaim
€ro reHepaluio, OgIHaKo, NeCTBOBAIU JIU OHU HEMO-
cpeacTBeHHO Ha HelipoHbl RRG uim BeI3bIBaNIN 6710-
Kaay MPUTOKa BO30YXIAIOIIMX WMIYJbCOB, YCTAHO-
BUTh He yaanoch [2]. Hamportus, BBemeHue AMPA
(aronucra I'my) B TOT 3Ke y4aCcTOK MO3ra CIIoCOOCTBO-
BaJIO IPUPOCTY MHTEHCUBHOCTH “OBICTPOTO” M ypesKe-
HUIO “MeIJIEHHOT0” MaTTepPHOB pa3psaos [2], 4To Mmo3-
BOJIMJIO ClieJIaTh 3aKJIIOUEHUE O CYIIIECTBOBAHUU OIpe-
JIeJIEHHOTO TECHOTO B3aMMOJECHCTBUSI MEXIY AByMS —
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POCTpaJIbHBIM M KaynaJlbHBIM — JIOKyCaMU T€Hepaluu
pecrupaToOpHOro pUTMa y MUHOT.

ITo-Bunumomy, apdepeHTHBII MOTOK, NCXOISIINI
OT XabepHOoro amrmapara, CIYyXUT CcTabuan3auuu
“OpIcTpoii” pecrmpaTopHoil akTMBHOCTM RRG [2].
Kak ynmomuHanoch BbIllle, ITOCIEIOBaTeIbHAsI PETU-
ctpauus aktTuBHocTU HelipoHoB ITTPI no u mocie no-
MIEpEeYHOIl mepepe3KH CTBOJIA MO3Ta IIPOIEeMOHCTPUPO-
BaJla COXPAHHOCTh “OBICTPOro” THUIIA IIECKTPUYCCKON
aKTUBHOCTH, TEHEPUPYEMOTO HEHipOHAMU B POCTPaIIb-
HOM yacTu poMo63HIIedamoHa. OmHaKo, O4eBUIHO, YTO
HEUPOHBI YIIOMSIHYTOIO 00pa3oBaHUs TOJIKHBI T1OJTY-
YyaTh NpsiMbIe JTUOO HETpsIMble BO30YKIalolINe CUTHA -
JIbI 13 KaynaiabHoit yact RRG, T.K. oHM pa3psokaroTcst
TaKKe ¥ BO BpeMs “MeIIeHHOM pUTMHUYECKOM aKTUB-
HOCTH.

OO06e 1MoJI0BMHBI CTBOJIa MO3ra MUHOT B paBHOU Mepe
0Ka3aJIMCh CITOCOOHBI BOCIIPOU3BOJIUTH PECHUPATOP-
Hbl1 put™m [9, 13—15]; Ob10 mokazaHo, uto IITPT,
pacIIoJIoKeHHas C OMHOM CTOPOHBI CTBOJIA MO3Ta, IPo-
JIOJIKaeT BOCIIPOU3BOJAUTH OBICTPYIO aKTUBHOCTH TO-
clie TIOJIHOTO OTHEeJIeHUs OT ApYroid mojoBUHbI. ITo-
JoOHasi OTHOCUTEJIbHASI He3aBUCUMOCTh JIBYX 4YacTei
RRG xonTpactupyetT ¢ 3¢ppeKraMu OTHOCTOPOHHETO
BBeJIeHUSI aHTaroHUcToB [Jy-perenTopoB, Npu KOTO-
pPOM OTMEHSIJIOCH I0A001e KaKOH-JTM0O 3JIEKTpUuye-
CKOI aKTMBHOCTHU C 00€MX CTOPOH CTBOJIa Mo3ra [2].
[Mo-Bumumomy, xota HeMipoHwsl IITPI crmocoGHEI
YCIIEITHO TeHEpUPOBATh PUTMUYECKYIO aKTUBHOCTD CO
“CBOEi1” CTOPOHBI, BO30YXICHUE, IIPUXOISIIEE C IIPO-
TUBOTIOJIOXHO CTOPOHBI CTBOJIA MO3Ta U3 aHAJIOTUY-
HOTO JIOKYyCa, HeOOXOAUMO IS aKTUBALIUU MOTOHE-
DPOHOB JI0 CBEPXITOPOTOBOro ypoBHs1. OcylIecTBIsIeEMOe
PELUUIIPOKHO BO30YXKIEHUE MEXIY IBYMSI CTOPOHAMU
poMO3HIIedanoHa, cocTaBisiioliuMu RRG, goimkHO
obecrneunBaThCcsl CHelUaIbHBIMU KOMUCCYpalbHbIMU
BOJIOKHaMM [2].

Heiipomeduamops: RRG' becuenrocmublix pviooobpasz-
Houix. Bo30yxxmarolye aMMHOKUCIIOTEI UTPAIOT KITIoue-
ByI0 poiib B ¢pyHKuMonuposanum I1TPT [5, 16], pea-
JIN3yeMYI0 yepe3 MOHOTPOITHbIE U META0OTPOITHbIE pe-
HenTopbl Iy, 4yTOo oOGOecrieynBaeT (GopMHUpOBaHNE
“obicTporo” Tuna aktuBHoctu RRG [17, 18].

Mubekuuu aronvuctoB [y B ITTPI BeI3bIBaIN Cy-
ILIECTBEHHOE YBEJIMUYEHUE YaCTOThI IbIXaHUS Ha (hOHE
pocTa aMIUIMTY/bl U JUIMTEJIbHOCTHU pa3psiioB OJiyxna-
ouiero (X) YMH [5]. PerporpagHoe MeyeHue Heiipo-
HOB K ['1y ot snpa Baryca nokazano [y-eprudyeckyto
MPUPOIY XMMUUYECKOI Mepeayy CUrHajaa K BaryCHbIM
moTtoHeipoHam ot IITPI. KpoMe Toro, B mpeaenax
ITTPI GbUIM BBISIBJCHBI KIETKU, KOTOPbIC HE OKpAallI-
BaJIMCh PETPOrpagHO U MOTJU BBINMOJHATH (HYHKIIUIO
uHTtepHeiipoHoB B RRG [5]. B uenom pist nonyasiunu
I'my-eprudyeckux HEMPOHOB PETUKYJISIPHOI (DopMaLn
oKaszajlach XapakKTepHa BbICOKasi CTEINEeHb reTepOreH-
HOCTH KJIETOK T10 BeJIMYMHE; ObLIN BBISIBJIEHBI OTHOCH -
TeJIbHO MeJIKWe, cpedHue, OOJibIllMe W TUTaHTCKUE
kieTku [19]. Menkue u cpenHepa3MepHbIe KJIIETKU pe-
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TUKYJI0-COMHAJIBHBIX TPYII 3a4acTyl0 BBIKA3bIBAIM
MMMYHOPEaKTUBHOCTE K [Ty (TIpeMyliecTBEHHO B 3a/1-
HeM Mo3ry). HanpoTus, KpylHbIe M TUTAHTCKUE Heil-
POHBI PETUKYJIOCIIMHAILHOIO TPaKTa He JaBajll IT0JIO-
XutenabHoit peakumu Ha [y, IlpenmonoXxuTeabHO
MMMYHOpPEaKTUBHbBIE METOJIbl He 00JIagaroT BO3MOX-
HOCTBIO BBISIBUTH BECh CITEKTP KJICTOK, COCTaBIISTIOIINX
I'ny-epruyeckyro nomyisuuio. Tak, B 4aCTU IOITYJIsI-
MU HEHWPOHOB C IMPOEKUMUSIMU B CIIMHHOI MO3I He
yIaJI0Ch BBISIBUTH IMMPUCYTCTBUS [Ty U BE3UKYJISIPHOTO
I'my-Tancrioprepa. BMecTe ¢ TeM B OTIEIBHBIX MEJIKUX
KJIeTKax OblIa yCTaHOBJIeHa KoJjioKanm3zauusa [y m
I'AMK; Ttakum oOpa3om, npu [TTy-MMMYHOTHCTOXM-
MUYECKOM MEYEHMU MOTYT TaKXKe BBISBISITHCSI He-
I'ny-epruyeckue HEMpPOHBI, KOTOPbIE OJHOBPEMEHHO
BeicBoOOXmatoT I'my u TAMK [19].

dyukunonuposanue RRG mpenmnosaraer BoBiie-
YyeHHe TOPMO3HbIX HEWpOMeauaTopoB, TaKUX Kak
IT'AMK u mmuuuH. bnokana TAMK, ¥ mIMLIMHOBBIX
pelenTopoB B IperapaTax CTBOJIa MO3ra COIPOBOXKAa-
JlaCh MPUPOCTOM YaCTOThI ¥ aMILJIMTYbI 3JITTIOBOM aK-
tuBHOCTH Oyxnaroriero (X) YMH [1]. C npyroii cro-
poHbl, aHTaroHUcTel TAMKg-penentopoB BbI3bIBaIU
JIMIIIb He3HAYUTEIbHOE CHUKEHUE YaCTOThl Pa3psioB
omyxnaromero (X) YMH. Anmmkanyy aHTaroHUCTOB
I'AMK B IITPI BeIsIBUIN €€ MOOYIUPYIOMIN 3 DEKT,
peanu3yolIniics MPeuMyIIeCTBEHHO 4Yepe3 armapar
I'AMK,- u TAMKg-pelienTopoB, B TO BpeMsl KaK IJI1-
LIMHepruueckuit ¢aktop B (popMUPOBAHUU pecriupa-
TOPHOU aKTMBHOCTU HE€ SBJSJICS CTOJIb CYIIECTBEH-
HbIM [16]. [Tpuuem nonesoe yuactue TAMKg-3BeHa B
npouecce dyHkunmoHuponaHusi [ITPI mpossisieTcs
BeCbMa YMEPEHO, BEPOSITHO, 3a CUeT IMpecuHarnThuye-
CKOTO PpAaCIOJIOXKEHUS YIIOMSIHYTBIX PpelenTOPOB.
Ilpenmnonaraercss 6oiee 3HAUMMOE Yy4acThUEe MMEHHO
peuentopoB 'TAMK vs penenTopoB IJIMIIHA B OCY-
ILIECTBJIEHU TOPMO3HOIO KOHTPOJISI TIPU TeHepaluu
peryisipHoro pecnuparopHoro putma B IITPI [16].
BumecTte ¢ TeM peTporpagHoe MedeHue HEMPOHOB peru-
oHa [ITPI' BoiIBMIIO B HEM HEIOCTATOYHO OOJIBIIIOE
konmyectBo 'AMK-eprmyeckmx HEMpPOHOB; OIHAKO
cama IITPI' okazanacek IIOTHO OKpyxKeHa CTPYKTypa-
MU, TIPOJEMOHCTPUPOBABIIMMU CHIEIU(PUIECKYIO pe-
akuuio K TAMK. Kpome Toro, ompeneiaeHHBI 3¢h-
dext nocturancs npu o6iaokage TAMK, u ruiuHo-
BBIX PELIEITOPOB B MOTOHEHPOHAX siipa OJIyKIaI0I1IEro
(X) YMH [20]. Bputo 1moka3aHo, YTO HEUPOHBI YITOMSI -
HYTOTIO Siipa UMMYHOpPEaKTUBHBKI K 'y [7], moiyvyaioT
IF'AMKeprugeckne ¥ IImAIAHEPTUYECCKIE TEPMUHAIIN
Y IPUHUMAIOT YYaCTUE B PETYJISILIUU YACTOThI JBIXaHUSI
3a CYET BOCXOISIIMX BO30YXIAIOIIMX MPOEKIMil B
IITPT [16]. OnHako anmIuKalusg OUKYKYJUIMHA, CITe-
nuduyeckoro 6gokaropa TAMK,-pelienTopos, B -
po omyxpnaroiiero (X) YMH npu anmHos, BEI3BAHHOM
0J10Ka10M MIOHOTPOMHBIX [ Ty-pelienTopoB, He BoccTa-
HaBJIMBaJa PETYJSIPHbI pecnUpaTOPHBLIA PUTM, UTO
YKa3blBAJIO Ha OTCYTCTBME HEMOCPEICTBEHHOTO y4ya-
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CTUSI B pECITMPATOPHOM PUTMOIeHe3e HEMPOHOB 3TOM
CTPYKTYDHI.

Cuwuraror [1, 21], 9TO HEe CyIIECTBYEeT HEOOXOIANUMO-
CTU B OJHOBPEMEHHOM TOPMO3HOM BO3IEHCTBUU MO-
cpeactBoM 'TAMK u rmunmHa Ha padoty RRG; ogHa-
KO, MpearnosjaraeTcd, 4To HajJudyue ABYX TOPMO3HBIX
areHTOB MOXET IPEACTABIIATh COOOM crienudUuIecKuit
MEXaHU3M PEeryJSalii YPOBHS BO30YIUMOCTU KIIETOK
BHYTPH HEMPOHHOI ceTH [16, 22].

ITombITKa yCTAaHOBUTBL HATNYNE HEMPOHOB CO CBOM -
cTBaMU “BomuTtesieil putMa” [23] mocpeacTBoM O10Ka-
Ibl MOHOTPONHBIX [JIy-penienTopoB, paBHO KakK H
IT'AMK, ¥ TOIMUMHOBBIX PELIENTOPOB, MOKa3ajla Co-
XpaHHOCTb pUTMHYecKoi akTuBHOCTU RRG 1ipu cHu-
KEHWUU YaCTOTHI OCUMUIALMTii [22]. DaKT OTHOCUTEIIb-
HO YycToitumBoro GyHKIMOHHUPOBAHUS HEHUPOHOB
IITPT Ha (boHe “BBIKIIOYEHUSI” OCHOBHBIX TPAHCMMUT-
TepoB, obecrieunBaiomux padory RRG, modymnur nc-
KaTh OpyTue MEIUATOPBI, KOTOPBbIE MOIJIA OKAa3bIBATh
BO30y>Knarolee NeiicTBUE Ha NCCIeIyeMbIe TTPOIIECCHI.

Moodyasmoper RRG. Kaxk ynoMuHajaoCh BBIIIIE,
nMeHHO [ITPI siBisieTcs CyllieCTBEHHBIM JIOKYCOM B
reHepaluy pecrnupaTopHOrO puUTMa y MUHOT, KOTO-
pBIii  MOXET COOTBETCTBOBaThb Ipe-beTHHTepoBy
KOMILJIEKCY, OCHOBHOM PUTMOTeHEPUPYIOIIE CTPYK-
Type MIIEKOTIMTaoInX [4]. YcTaHOBIIEH psig MEINATO-
POB, OKa3bIBaOIIUX MOAYJIUPYIOIee BO3IeiCTBUE HA
IITPT.

B II'TPI' MuHor 6111 BhIAEIE€HBI 0.7 -HUKOTUHOBBIC
aneTunxonrmHoBbie (ALIX) peuenrtopsl [22], 610Kana
KOTOPBIX MoAaBsIa 0a30BYIO PECIIMPATOPHYIO aKTUB-
HOCTb (OLIEHWBAaIX MO aKTUBHOCTH Baryca). XOoJIuHep-
runyeckue Bxoabl B IITPI' MmoryT nmponcxoauTth U3 He-
CKOJIbKMX 00J1acTeit Mo3ra MUHOTHU, T1€ OB BhISIBJIE-
HbI XOJIMHEpruYeckue HelipoHsbl [24]. B cTBosie Mo3ra
HEMpOHBI, WMMYHOPEAKTUBHBIE K XOJHMH-alleTUI-
TpaHcdepase, COCTABISIOT Pa3IUYHbIE TPYIIIBI YEpeTI-
HBIX MOTOHEIPOHOB U1 ABE pa3IMYHbIC IPYIINBI HEMPO-
HOB B TETMEHTYMe, B 00JIaCTH, OXBaThIBAIOIIEH IIepe-
ImeeK, U KayJgaJlbHOM Me3eHlledanoHe. B yactHocTH,
OBLIM OOHAPYXKEHBI UMMYHOPEAaKTUBHEIE KJIETKH B TIC-
pemHeM poMO3HIE(PaTNISCKOM PETUKYISIPHOM SIApE.
Ilpennomaraercs [22], yro ALIX-epruuyeckue Heipo-
HBI SIBJISIIOTCSI OTHUM M3 KOMIIOHEHTOB B MeXaHM3Max
IBIXaTeIbHOIO PUTMOI€HE3a, BBIIIOIHSISI MOMYJISITOP-
HYI0 (PYHKIIMIO OTHOCUTEIBHO “Benyiero” I'my-epru-
yeckoro 3BeHa [17]. BMecTe ¢ TeM I HUX TaKKe BO3-
MOXHa KpUTHYeCcKasl pojib Ipu HapymeHusax [ry-ep-
rMYeckoil mepemayud, 4YTO TMO3BOJISIET HE TOJBKO
MOBBICUTh HAAEXXHOCTh (PYHKIIMOHUPOBAHUSI CUCTEMBI
RRG, HO 1 yBeTMYIUTD €€ IIacTUIHOCTh. O6a ahdpek-
ta ALLX mocTurarorcs yepe3 CBSI3bIBAHME C OU7-HUKO-
TuHOBBIMU ALLX-peuentopamu HelipoHoB ITTPT [22].
[1pu 6i1okane OBICTPOIT BO3OYIUTEIBHOI 1 TOPMO3HOM
nepegadyr cUrHaja (arriMKanus KOKTEHas 0JoKaTo-
poB AMPA-, NMDA-, TAMK, ¥ TMUIXHOBBIX peLen -
topoB B Buge CNQX, AP-5, OMKyKKyInHA, CTPUXHU-
Ha) coXpaHsUlach PUTMMYECKas peclrpaTopHas ak-
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TUBHOCTb CO CHIDKEHHOM 4YacTOTOM, KOTOpas
ToAaBJIsijiach IIpU 0JI0Kaie HUKOTUHOBBIX 07 ALLX-pe-
nentopoB [7]. bomee Toro, mpu amHO3, BBI3BAHHOM
omokanoii I'my-penenropos B ITTPI', Mukponabsekinmm
HUKOTUHA B YIIOMSHYTBHIIA PErMoH BOCCTaHaBJIMBAJIU
HOPMAJIbHYIO JbIXaTeJIbHYI0 aKTUBHOCTh. UMMyHOT -
CTUXMMMYECKNE WCCIeIOBAaHUS II0KAa3aJi HaJIudue
Ol-OyHIapOTOKCUH-CBSI3bIBAIOIINX YYaCTKOB B 30HE
IITPI' 1 4yacTUYHO Ha cCOME€ HEWPOHOB, MMEIOLINX
MPOEKIIMM K MOTOHEpoHaM siapa Oryxknaromiero (X)
YMH, 4TO MOATBEPAUIIO MTPUCYTCTBUEC HUKOTUHOBBIX
peuenTopoB B 3ToM Jokyce RRG [7].

YcranosieHo, uyro, Kkpome ALLX, Momgymmpyromryio
(GYHKIMIO OTHOCUTEJIBHO AaKTUBHOCTU HEUPOHOB
I[ITPI BEIMOMHSIOT HEMPOKUHUHBI U cyocmanuyus P[4,
7]. Annnukauuu cyocmanyuu P (CP) u aroHucToB pe-
pentopoB (NK1, NK2, NK3) HelipokuH1HA B 00J1aCTU
CTBOJIa MO3Ta BBHI3BIBAJIM 3HAYMTEIHLHOE YBEJIMUCHUE
pa3psanosB Baryca (X). Mukpounbekiiuu CP u aroHu-
ctoB NK-peuentopos B IITPI' Takke compoBoxKia-
JIMCH YBEJIMYEHUEM YaCTOTHI M aMIUIMTYAbI IIOTEHIIA-
soB nevicreud Baryca (X). Ilpu 6nokane Na*- u Ca?t-
aKTUBUPYEMbIX HECIIEIM(PUUIECKNX KAaTMOHHBIX NOH-
HBIX TOKOB, BBI3bIBABIINX KPUTUUECKUI YPOBEHbD Je-
HOJIIpU3allii HEApOHOB, ¢ IToMoIIbio puiry3ona (RIL)
u ¢pirypernamonoit kucnothl (FFA) pecrimpaTopHast ak-
tuBHOocTh IITPI' yrHeranach, HO He moaaBisach
OKOHYaTeJIbHO. OIHOBpeMeHHOEe McITonb3oBaHue RIL
n FFA yHIYTOXa710 pUTMHUYECKYIO aKTUBHOCTB, KOTO-
py1o yaajaock Bo300HOBUTh nHbekueit CP B ITTPT.

Onuouapl TakXke BbIKa3blBAJIM MOIYJIUpPYIOIIEe
BJIMSIHUE Ha pecMpaTOPHYIO CETh poMO3HIIedaoHa:
BBEICHUE aroHUCTa |-OMUOUIHBIX PELENTOPOB
(DAMGO) B yuyacToK, JIaTepajibHee sigpa TPOMHUIHO-
ro (V) UMH, orMeHs1710 pecIUpaTOPHYIO aKTUBHOCTh
BIUIOTH A0 Pa3BUTHS arHO? [3]. ANIJIMKALIMU arTOHU-
cra §-ommonnueix perentopos (DPDPE) compoBox-
JaJIMCh MEHEE BbIPAXKEHHOI Oerpeccueil mucciaenye-
MBIX PECITMPATOPHBIX ITapaMeTPOB, & aTOHUCT K-OTHO-
uaHbeix peuenropoB (U50488) He mMMen CKOJBKO-
HMOYAb 3HAUMMOTO pur3nogorndeckoro apdekra. On-
HOBPEMEHHO aHTarOHUCTbl OMUOUIHBIX PELENTOPOB
(HaJIOKCOH U HAJITPUH/IOJ) HE OKAa3bIBJIU BIUSIHUS Ha
0a30BYI0 peCIMPATOPHYIO AKTUBHOCTD, IIPEeIOTBpAallias
nposiBieHue 3ddekToB aroHuctoB. HecMoTps Ha To
YTO [L-PELENTOPbl OKA3AJIUCh BOBJICUYEHBI B MEXaHU3-
MBI AeTIpecCUu “pabdoThl” peCITMPaTOPHBIX SJIEP, MOX-
HO C YBEPEHHOCTbIO YTBEepXKIaTh [3], YTO S3HAOTEHHbIE
OMMYOUABl HE SBISIOTCS HEOOXOAUMBIM BJIEMEHTOM
putMoreHe3a. ITockoJIbKy 6eCcUeoOCTHRIE OTOILIIA OT
9BOJIIOLIMOHHOTO JpeBa IO3BOHOYHBIX JTOCTaTOYHO
JIaBHO, MOXHO MPEAIOJOXUTh [3], 4TO TOpMO3Has
poJib OUOUIOB B TPOILIECCE IbIXaHUS ObLIa 3HAYMMO
MpeacTaBjieHa JUIb HA PAHHUX CTaIUSIX SBOJIIOLIMMU.

RRG uentocmuuix poi6. PHIOBI IEMOHCTPUPYIOT PUT-
MUUYECKHE NbIXaTeJbHbIC TBUXKECHMS IEYHBIX U CeM-
TaJIbHBIX WIM KPBILIEYHBIX TMoMO [6]. PutMuueckas
JibIXaTeJIbHasi aKTMBHOCTb COXpPaHSIETCS B M30JIMPO-
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BaHHOM IIPOJIOJITOBATOM MO3I€e, IOABEPrasich U3MeHe-
HUSIM B MaTTepHE, YTO CBUACTEJIBbCTBYET O HUCXOMSI-
LM BJIUSTHUM PaCIIOIOXKEHHBIX BBIIIIE MO3TOBBIX LICH-
TpoB. MexaHU3Mbl T€HEpallu PeCHUpaTOpPHOM
aKTUBHOCTHU YEIIOCTHBIX PHIO, ITO-BUAUMOMY, UMEIOT
HEKOTOPOE CXOACTBO ¢ MeXaHU3MaMU (PyHKIIMOHUPO-
BaHusg RRG uukiioctom [6]. MCTOYHUKOM IbIXaTeab-
HOIl aKTUBHOCTM CUMTAIOT NUM@Y3HBIE CTPYKTYPhI
RRG, pacnionoxeHHbIe B pETUKYJISIpHON (hopmaliuu,
B TOM YHCJI€ B BUIE IIOJIOCKM HEMPOHOB, KOTOPBIE CO-
CTaBJISIIOT 3JIEMEHTHI siaep TporHu4yHOTO (V), ITNIIEBO-
ro (VII), a3bikornorouHoro (IX) u 6ayxnatoiiero (X)
UYMH. Mexanopenentopsl 1 xemopenenTopsl (XP)
KaOepHBIX AYT MHHEPBUPYIOTCS BETBIMU SI3BIKOIJIO-
touHoro (IX) u 6nyxnatomiero (X) YMH, B To Bpems
KaK XeMOPELIEIITOPEl OpOOpaHXUAIbHON! IIOJIOCTH T10-
JgydyaroT BeTBU TpoitHuuHoro (V) u nuueBoro (VII)
UYMH [25]. OnHoBpeMeHHast peructpauus 3pdepeHT-
HOM aKTMBHOCTU TE€PMUHAJICH, MTHHEPBUPYIOIINX pe-
crnpaTOpHbIe MBIIILIBI TTaKy (Piaractus mesopotamicus),
MoKa3sajia HaJIndMe IOCJIeA0oBaTeIbHOM LIMKINYECKOMN
akTuBHOCTU: TpoitHmuHbll (V) UMH paspsckancs
3HauyUTeNbHO paHbliie JuleBoro (VII), s3pikornoTou-
Horo (IX) u Giyxxmaromero (X) YMH [26].

HUccnepoBanue nmarrepHa abixanus y Tamoaky (Co-
lossoma macropomum) mokasajo CIeKTp pacrpeaesie-
HHS OT PETYJISIPHOrO HEIIPEPHIBHOIO IbIXaHUS 10 HE-
MPEePBIBHOTO JBIXaHUS C YepeloBaHUEM “OBICTPBIX” U
“MeIJIEHHBIX” YaCTOTHBIX LIUKJIOB U KJIACCUYECKOTO
SIIM30IUYECKOro AbIXaHWsI, IIPU KOTOPOM peclupa-
TOPHBIE LIMKJIbl ObIM OTAEJEHBI 3IIM30daMU 0e3 aK-
TUBHOI BEHTWJISILUU C TepuogaMu arHos [25]. [e-
HepBalus XXabepHOTO aIrapaTta 1 opoopaHXUaJILHOMI
MOJIOCTHU CITOCOOCTBOBaJIa MaHUECTALIUU Yepeaylo-
IIMXCS YaCTOTHBIX HUKIIOB. Ilepepe3ka sI3bIKOIIOTOY -
Horo (IX) u 6nyxnatomero (X) YMH comnpoBoxnanach
pa3BUTUEM BIIM30AUYECKOIO AbIXaHUSI, YTO CBUIE-
TEJILCTBOBAJIO O 3aBUCUMOCTH TaTTepHa JbIXaHUSI He
TOJILKO OT apepeHTHOM MMITyIbCallii, UCXOASIIei
OT XeMOPELIENTOPOB, HO U 00001IeHHOI addepeHTa-
UM (BKJII0Yasi MeXaHOPELEeTITOPHI).

IMo-BuaMMOMY, 4aCTOTHO-aMIUIUTYAHASA LIUKJIUY-
HOCTb Y 3TIM30AUYECKOE NbIXxaHue TaMbaKy [25] BbIKa-
3bIBaE€T OIpeAeieHHOe Ioaooue abixaHulo YeiiHa-
Crokca. IIpu geixanum YeitHa-Crokca HaOII0gaI0TCS
LIUKJIbI C TIOCTENEHHBIM YBEJIWYEHUEM U MOCJEeAyIO-
IIIMM yMEHbIIIEHUEM aMIUIMTYIbl, YepeaylolInecs C
rneprvojamMu arnHo3. Takoil TUI AbIXaHUSI XapaKTepeH
s moaeii ¢ nopaxenusmMu LTHC, manueHTOB ¢ cep-
JIEYHOM HEeIOCTAaTOYHOCTbIO W 3IO0POBBIX JIOIell BO
BpeMsI CHa Ha OOJIBIIMX BhICOTax. B rmociieqHeM cirydae
neixanue YeitHa-CTokca pa3BMBAaeTCsl B pesyJibTaTe
yBeJIMYeHUs1 oOpaTHOI cBsI3U ¢ xeMopeuenTtopamu O,
B COUYETAHUU C YMEHBIIIEHNEM UYBCTBUTEJIbHOCTU pe-
crupatopHbIX cTpykTyp K pH/CO,. CHuxenue PO, Bo
BabIxaemMoM Bozayxe (PI1O,) compoBoxnaercs: runep-
BEHTUJISILIMEN, YTO B CBOIO OUepelb MOHMXKAET Maplu-
ajibHOE HarnpsikeHue yriaekucioro raza (PaCO,) u Bbi-
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3bIBaeT anHon. [1pu anuzonax anHos PaO, noHmxaeT-
cg 1 nosbiaercs: PaCO,, npuBons K epuoaniecKoi
IbIXaTeJIbHOM aKTUBHOCTU. JIpyrumMu cjioBaMu, CIBU-
I'M B QYHKIIMOHUPOBAHUU TIepuPEepUUECcKIX XeMOpe-
LIETITOPOB U3MEHSIIOT ITATTEPH JIbIXaHUS B TOITOJIHEHME
K 00IIeMy YPOBHIO BEeHTWISIIUU. OYEeBUIHO, CXOACTBO
HaTTEPHOB IbIXaHUS Yy PBIO U JIIOAEiT CBUAETEILCTBYET
0 TMOJOOUU MEXaHU3MOB PECHUPATOPHOTO KOHTPOJIS
MO3BOHOYHBLIX [25].

MEXAHHW3Mbl ®OPMHWPOBAHUA
PECIIUPATOPHOM PEAKILIUU HA PwO,,
YYACTHUE XEMOPELEITTOPOB B PEAKIINNA
HA TMITOKCHIO

Kaxk ymoMuHanocs BhIlIe, HanboJiee BaXKHBIM (haK-
TOPOM, BJUSIOIIMM Ha IbIXaTeJIbHYIO aKTUBHOCTb
pbIO, siBHIsIeTCs YypoBeHb O, U, MTO-BUAUMOMY, B MEHb-
ureit crenenu — conepxanue CO,/pH B Bone u apte-
pUajbHOM KPOBU U/WUJN CIIMHHOMO3TOBOM XXUIKOCTU
[27].

XP, HeiiposanumenuanvHvie kaemku. 2Kabpbl 1 Opo-
OpaHxmManbHasl IIOJIOCTb PHIO codepXaTr Xpo-
mMadduHHBIEe KIeTKM [28—30] — momoOHBIE HElpo-
SHAOKPUHHBIM, HeHpoO3NMUTEeIUadbHble  KJIETKU
(HBK, neuroepithelial cells), mpousBogHble ceMeii-
CTBa cUMITIaTOAApeHAaIOBBIX KJIETOK [29, 31, 32], koTO-
pble eMOHCTPUPYIOT TMPU3HAKU XEMOPELIETITOPHOMN
aktuBHOCcTU. HOK gifnieBugHO (PopMEI pacrioiara-
IOTCSI OMMHOYHO JINOO oOpa3yror kiuactephl [31]. Ha
xabepHoM amnmmapate HOK pacmipenernstiorest mo BceMy
SMUTENINI0 (PUIIAMEHTOB, C TIpeobiagaHueM KIeTod-
HBIX KJIaCTepOB Ha KoHIaxX ¢uiaameHToB [31]. OnHoit
3 BaxkHeummx xapakrepuctuk HOK kak XP sBisieTcs
WX UHHEpBallYs B BUAE CyO3MUTENATIbHOM CETU He-
MUEINHU3UPOBAHHEBIX BOJIOKOH [33]. Kpome Toro, B
HBK ycraHoBIeHBI HAIMYKME BE3UKYJI C CEPOTOHMHOM
(5-HT) [28, 31, 33—35] u mpucyrctBue 5-HT2 u
5-HT3 peuentopoB [36]. CyiiecTByeT BEpOSITHOCTH
Toro, uto HOK gaBasioTcsa MyIbTUMeINaTOPHBIMU 00-
pa3oBaHUsIMU, B KOTOpbIx 5S-HT Bcerma nmpucyTcTByeT
OTHEJbHO, OHAKO YCTaHOBJIEHBI KJIETKHU, XapaKTep-
HOI 0COOEHHOCTBIO KOTOPBIX OBLIIO IIPUCYTCTBUE DH-
KedaanHOB, KAJILOMHINHA U KaJabMoayauHa [31], uro,
MO-BUOMMOMY, OTpaxkaeT MHOXECTBEHHOCTb (byHK-
Ui, OCYILIECTBISIEMBbIX Xa0epHbIM armapaTtoMm. CBu-
netenbcTBOM BoBieueHUss HOK B xemopenenTopHbIii
MPOIIECC TAaKXKE€ MOXET OBITh JETPaHYJISILMS BE3UKYJI C
5-HT B oTBeT Ha ocTpyto rurokcuio [28]. Ipyrum no-
TEeHLIMAJILHBEIM OKa3aTeJabcTBOM ydacTuss HOK B
O,-xemMopeleniuu MOXHO TaKXKe CUYUTATh BOSHUKHO-
BeHUE AEMOJIApU3yIoImX Memopany K'-TokoB mpu
octpoit runokcuu [37]. 5-HT-epruueckue u He-5-
HT-epruueckue (MMMyHOpeaKTUBHBIE K JIeii-oHKeda-
muay) HOK mpucymm He TOIBKO HpeacTaBUTENSIM
KJIACCOB PHIO, HO 1 MMHOTaM — IIPEACTAaBUTEIISIM KPYyT-
JIOPOTHIX OecuefocTHHRIX [31, 38].
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IIpenmomaraercst, yro HOK mMeror cBoero poma
CIIeIMaIU3allI0O U MOTYT OCYIIECTBISATh “BHYTPEH-
HUil” (B apTepualibHOl KpoBU, Pa0,) u “BHeIHUI”
(B BoagHoit cpene, PwO,) MoHUTOpUHT ypoBHS O,
[30, 37].

Cuuraercs [39], uto onuHouHble HOK pb16 nmMeroT
0O0JIBIIIOE CXOACTBO ¢ KapoTumHbIMU Tiiomycamu (KI')
MJIEKOITUTAIOLIUX U, BO3MOXHO, SIBJISIIOTCS UX 9BOJIIO-
LIMOHHBIMU MpeAlecTBeHHUKaMu. KpoMe Toro, mpea-
nosiaraetcst npoucxoxaeHue KI' u kapoTuaHOro cu-
Hyca MJIEKOMUTAIOLIMX OT XaOepHBIX AyT TMITOTETU-
YEeCKMX TIPEIKOB, OCYIISCTBISIBIIMX JbIXaHUE B
BoxHoii cpene [30]; amopuonansHo KI' 1 XP pEIO gB-
JISIIOTCSI MPOU3BOJHBIMU HEBPAJILHOTO rpedenika, 4To
MO3BOJISIET pacCMaTPUBATh PhIO B KAYECTBE IBOIOLU -
OHHOI Mojaenau st usydeHust O,-xeMopelenimu mno-
3BOHOYHBIX.

OmHoBpeMeHHO KJlacTepHble cKoruieHuss HOK
CPaBHUBAIOT C HEMPOBMUTENNATIBHBIMU TEIbLIAMU, KO-
TOpbI€ HAXOAST B BO3MYXOHOCHBIX ITYTSIX B JIETKUX MJIe-
konuTapux [40], monarast UX TOMOJIOTUYHBIMU 00-
pa3oBaHUSIMU.

Ipenmnosaraercsg, 4To B IMpollecce 3SBOJIIOLUU
HBK, obHapyxuBaeMble Yy pblO, MOIJIA pa3BUBATHCS
tpeMs nytsamu [30]. Hambonee mpUMUTHBHBIE OIM-
HouHble HOK 6e3 nHHepBainy MOTJIN OBITh 3aKPHITHI
r1y0oKO B Mpuiiexalleil TKaHu JTUOO OTKPBITHI, CBO-
0OIHO KOHTAKTUPYS C BEHTUJIUPYIOLIUM MTOTOKOM BO-
nbl. Ha crnenytomeil cryneHu pa3BUTUSI OAWHOYHBIE
HBK 3aKkpbITOro 1 OTKPHITOTrO (C BBHIXOAOM Ha ITOBEPX-
HOCTb BNUTEINS Xabp) TUMOB MOJYYWUJIM WHHEpBa-
1uuio. Haubosnee 3BOJIIOIIMOHHO MPOIBUHYBIIMECS
HBK o6pazoBajin MHHEpBUpPYEMbIE KJacTepbl U, B
NaJibHellleM, HelposnuTenuaibHble Teibla (neu-
roepithelial bodies, NEBs) B Nerknx MJICKOIIUTAIOIIX.
ITocnennue 1eMOHCTPUPYIOT KakK apdepeHTHYIO, TaK
U 3 depeHTHYI0O UHHEPBALIMIO, KOHTAKTHOE CJIMSIHUE
KJIETOK B (DYHKIIMOHAJIbHbIE XEMOPELENTOPHBIE €1~
HUIIBI.

Mooyaamopur xemopeuenyuu ¢ HIK. 5-HT-epruye-
ckne HOK prib obiragaror HabOpoM MOTEHIIMATIBHBIX
MoayJisiTopoB O,-pelienTOpHOTO Mpoliecca. B yacTHo-
ctu, B HOK nokazaHo mpucyrcrBue pepmeHta NOS
(nitric oxide synthase) [41]; NO urpaeT TOPMO3HYIO
pPOJIb B KOHTPOJIe BEHTUJISILIUM Y B3POCJIBIX PbIO U BO3-
Ooyxnamlyo — y MajlbkoB. [Tomumo yuyactuss NOS,
ObLJIO YCTAHOBJIEHO, YTO TPOILECChl XeMOpeleNnunl B
HBK MoryT HOMOJHUTEIbHO HAXOIWUTHLCS IO IMypH-
HEPTUYESCKUM U XOJUHEPIrUIeCKUM KOHTposieM [36], o
YeM CBMIETEIbCTBYET HaIWuyue IypUHEPTUUYECKUX
P2X3- u aukotnHOBBEIX ALLX-peniennTopos.

Ha ponb gpyroro raszoobpa3Horo wmemuaropa,
BOBJIEKAeMOT0 B mporecchl xeMopenernimnn B HOK,
npetenayet H,S. IIpu anmiukauuu H,S B HOK pa-
Huo-pepuo (Danio rerio) ObBUIO 3apEerMCTPUPOBAHO
JI030-3aBUCHMOE YBEJIMUYEHIE BEHTWISLIUN, KOTOPOE,
MO-BUAMMOMY, OTIOCPEA0BAJIOCH MTOBBIILIEHHOMN BHYT-
PUKJIETOYHOI KOHLIeHTpaluueil noHos Ca?* [41]. On-
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HOBpPEMEHHO TojaBiaeHue npoaykiuu H,S npu uHru-
O6upoBaHUU (EPMEHTOB €ro cuHTe3a (LMCTaTHOH-3-
cunraza (UBC) u uucratuon-y-nuasa (LIIJ1)) y na-
HUO-pEepUO MPUBOIUIO K CYIIIECTBEHHOMY YMEHbIIIe-
HUIO UHTEHCUBHOCTH JbIXaTeJIbHON peaklMd B OTBET
Ha runokcuio. [IpucyrctBue pepmeHToB cunreza H,S —
HBbC u HAJI — B x1etkax HOK 0bL10 TOATBEpKIEHO
WUMMYHOTUCTOXUMUYECKUMU HUccaeqoBaHusMu [41].
IMpennonaraercs, yto KiaeToyHast KoHueHTpauus H,S
omnpenesieTcsl MPOoCThIM OaJlaHCOM MeXIy obpa3oBa-
HUeM KOHCTUTYyTUBHOro H,S B iMTOIL1Ia3Me 1 oKUcie-
HueM H,S B MuToxonapusx; korna yposeHb O, B TKa-
HsX magaet, ckopocTb okucienusi H,S cHuxkaercs u
KOHILIEHTpalus ouosornyecku aktusHoro H,S B TKa-
HU yBenuuuBaetcs [42]. HanpHeliiee yyactue H,S B
CEHCOPHOM Ipoliecce oOYCIOBIMBAET MOCeAyIolIee
sakpbiTue K*-kananos, akrusauuio HAID-okcuna-
3bl, YBEJIUUECHUE MPOAYKIIUU aKTUBHBIX (POPM KUCIIO-
pona 1 pa3oOiieHre oKUCIeHUsI U ¢dochopuarpoBa-
HUSI B MUTOXOHAPHUSIX XEMOPEIIEIITOPHBIX KITeToK [41].

Kabepuvte u enexncabepuvte XP. B 3aBucuMocT oT
TaKCOHa MOXHO OXWJAaTh OIpPEIeJICHHbIX Bapualliii B
yuciie Xabp U aHaTOMUM kKabepHoro ammapara [30].
O,-uyBcTBUTENbHbIE XP y pbl0 MHHEPBUPYIOTCS S3bI-
korimorouHbM (IX), 6myxnatomum (X) YMH (y Heko-
Topbix BUIOB JuleBbIM (VII) u si3pikornorounsiM (1X)
YMH). 2KabepHble 1yrv, UTHHEPBUPYEMBbIC SI3bIKOTJIO-
TouHbiM (IX) m Gmyxnaromum (X) UYMH, sasasiorcs
CTaHIAPTHBIM y4YacTKOM pacriojoxeHust O,-XP [6].
[pyrve 10Kychbl XeMOPELENLUUN TAKXKE MOTYT BHOCUTh
CBOIO JIETITY B PECIIUPATOPHYIO PeakiMio Ha U3MeHe-
Hus ypoBHsI O,: B YaCTHOCTU, OpoOpaHXualibHas MO-
JIOCTb, UTHHEpUBpYeMasi TPOMHUYHBIM (V) U JIMLIEBBIM
(VII) YMH; nonyxa0pa (omepKyJisipHas »kabpa), I1o-
nyvaromiass tHHepBanuio JmneBbIM (VII) u s3pIKorio-
tounbiM (IX) UMH wu, BeposTHO, oIlpenejcHHbIC
y4acTKM Mo3ra [6, 43, 44]. [1pu TMIIOKCUM OTMEYAIOTCS
XapaKTepHble U3BMEHEHMsI aKTUBHOCTU BETBell xKabep-
HbIX PEeCNMPaTOPHBIX HEPBOB C 3KCIMOHEHIIMATbHBIM
yBeandeHrneM ap(PepeHTHON aKTUBHOCTHU IPU CHUKE -
auu PO, [6].

Tonoepagus XP (HDPK). Pactipenenernue XP 110 ka-
OepHBIM AyraM, MO-BUAVMOMY, He SIBJISIETCSI OMHOPO/I -
HbIM cpeau BuUmoB. Tak, cpaBHeHue XP atimaHTuYe-
ckoit Tpecku (Gadus morhua) [45], pagyxHoii (popenau
(Oncorhynchus mykiss) [46, 47], xkwxyda (O. kisutch)
[48] u tpaxupsl (Hoplias malabaricus) [49] nokasaio,
410 y 3TUX B1U10B XP pacrionoxxeHbl Ha IIepBOM xXKabdep-
Hoi1 ayre. Y KaHaiibHoro comuka (Ictalurus punctatus)
XP, mo-BuaMMOMYy, pacrnojaraloTcs Ha MepBbIX Tpex
KabepHbIX ayrax [50]. ¥ anacMoO6paHXoB, OOBIKHOBEH -
HOM Komaubeil akyisl (Scyliorhinus canicula) noxanm-
3anust XP He orpaHuyYeHa TOJIbKO XXadpamu, XP MoryT
pa3MeniaTbCs Mo BCeil OpOoOpaHXMAJILHOW ITOJOCTH.
Du3noNOTUYECKU CMBICT TIOAOOHBIX pa3IMYUil B
pacnipeneneHn XP 1mo anemeHTam kabepHOro armia-
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pata U OpoOpaHXMAJbHOM MOJOCTU YCTAHOBUTh MOKA
HE yIaIoCh.

HecMmoTps Ha TOT (pakT, YTO TEOPETUYECKH BCE PhI-
OBl UMEIOT KJIacTepbl MHHEPBUPOBaHHbIX S-HT-epru-
yecknx HOK Ha xkabepHBIX (prytaMeHTax, CyIIeCTBYET
BUAOCIIeU(PUYHOCTh pacnpeneiaeHuss HOK  [51].
CpaBHeHMe >kabepHOro armapara pbl0 HECKOJIbKUX
BUIOB C Pa3HON CTEMEHbIO TOJEPAHTHOCTU K TUIO-
KCUU ToKazajio Haubosibuiee kKonmuyectBo HOK Ha
duaMeHTax y pagyxxHoit ¢popenun (6ogee BOCIPUUM-
YyhBa K TUITOKCEMUU, HMU3Kasl TUIMOKCcUYecKas ToJje-
PaHTHOCTb) 1O CPAaBHEHUIO C aMa30HCKUMM MPECHO-
BOJIHBIMU BUAaMu pbi0 Tpaupa (H. malabaricus, BbicO-
Kas TUIIOKCHUYecKasi TOJIepaHTHOCTh) M Tpaiipao
(Hoplias lacerdae, nn3kas TUNoKcu4Yeckasi TojJepaHT-
HOCTb); OMHOBPEMEHHO TMEPBUYHBIE (PUIAMEHTHI 30-
JIOTOU PBIOKM (BBICOKAs TUITOKCHMYECKasl TOJEpaHT-
HOCTb) BooO1iie He umenn HOK. Ha BropuuHbix (pua-
MeHTax xkabp HOK 6bu11 Hanbosiee MHOTOYHUCTIEHHBI Y
30JI0TOI pbIOKM, MPUCYTCTBOBAJIM y Tpauphbl Tpaipao,
HO B TO XK€ BpeMsI COBEPIIIEHHO OTCYTCTBOBAJIU y (hope-
qm. Jlokanmuzanusgs HOK Ha niepBUUYHBIX (huiTaMeHTax
Xkabp Tonorpadudecky ObLIa CBsI3aHA C HUCXOASIIei
xabepHoit aprepueii [51]. Kpome toro, HOK, ocHa-
IIEHHBIC COOTBETCTBYIOIIMMU HEPBHBIMU TEPMUHAJISI-
MU, ObLJIM TakKKe BbISIBJIEHBI Ha >KaOepHbIX ThIUYMHKAX
doper U 30JI0TOM PBIOKM, XOTS Be3ukynbl ¢ 5-HT
BHYTPU KJIETOK MPUCYTCTBOBAJIM TOJBKO Yy 30J0TOM
pbiOKu. HaiigeHHble pa3iuyus B paclpenejeHun
5-HT-epruueckux HOK, mo-BmamMomy, oTpaxkaroT
OCOOCHHOCTM MapaKpUHHBLIX VS XEMOPELENITOPHBIX
GyHKIUH 3TUX KJIETOK, KOTOPbIe HANIPSIMYIO CBSI3aHbI
C MEPEHOCUMOCTbIO TUIMOKCUU Y Pa3HbIX BUIOB PbIO
[51]. Kpome TOoro, oueBUIHO, CpeaoBbie (haKTOPHI CTIIO-
COOHBI OKa3bIBaTh BJIMSHUE Ha TUIOTHOCTh paclpee-
JIEHUsI pellenTOPHOro anrnapara, B YaCTHOCTU, duia-
MEHTOB XKa0p, KOTOpasli BapbupoBajia B 3aBUCUMOCTH
ot PwO, [36].

Opuenmauus HPK omnocumenvho xncabepuoix gunra-
menmos. Ha OCHOBaHMU peTMCTpAllUM AKTUBHOCTU
addepeHTHBIX BOJIOKOH sI3pIKoTsIoTouHOTO (IX) YMH
y xentornieporo TyHua (Thunnus albacares) [52] u pa-
nyxHou dopenu (O. mykiss) [53] ObUI0O TOKA3aHO, YTO
HOBK ¢pyHKIIMOHATBHO pa3AesIIoTCS Ha TPYIIILI B 3a-
BHUCUMOCTU OT X OPUEHTALIMU OTHOCUTEJIBHO BHEIII-
Hel/BHYTpeHHe cpen: “cpenoBbie” peuenTopsl (“Ha-
pyxHbie” O,-peuenTopbl); pelenTopbl, OlLEHUBaIO-
e PO, kpoBu (“BHyTpeHHUE” O,-peLenTopsl) 1ubo
penieniTophl, pearupymoie Ha PO, B 06enx cpemax.
IIpenmomoXnTeTbHO YIIOMSIHYTBHIE Tpynnbl XP MoryT
BBI3BIBATh Pa3IMUHbIC KapAMOpeCHUpPATOPHbIE peak-
nuu. [UImoreTyecK TojepaHTHbIE K TMITOKCUY BUIBI
PBIO MOTYT pearupoBaTh B IIEPBYIO OYepeb Ha apTepu-
aJIbHYI0 TUIIOKCEMUIO, B TO BpeMsl KaK MeHee ToJie-
paHTHbIe BocnipruHuUMalot aeduuut O, B Boae [54].

Llenmpanvuvie npoexyuu aggepenmos XP (HIK).
Y pr16 adpepeHTHBIE UMITYIbCHI OT XXKabepHbIX XP me-
penalTcs B 1opcosiaTepajibHYIO YacTh MPOI0JroBaTo-
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ro MO3Tra, B ABYCTOPOHHUE, IIPOTSKEHHBIE BAOJIb AHA
IV Xxenynmouka CTpyKTypbl — aHaJIOT siipa OAMHOYHOIO
OyTH MJEKOIIMTAIONIMX, IJe 3aKaHuYuBaioTcst adde-
peHTHBIe BojioKHa juiieBoro (VII), s3bIKOTrI0TOYHOTO
(IX) u 6myxnatomero (X) YMH [55]. 2ZKaGepHbie BeTBU
tpoitHuuHoro (V), nuuesoro (VII), I3bIKOMIOTOYHOTO
(IX), 6myxmaromero (X) YMH nmocsutatot addepeHT-
HbI€ BOJIOKHA B CEHCOPHBIE s1Ipa MEAYJLIbI JOPCATBHO
U JaTepalibHO morpaHudHoit 6oposme (I1B) [30, 56];
addepenTHrie BonokHa omyxmaromrero (X) YMH 3a-
KaHYMBAIOTCSI TOPCAJILHO U1 JIaTepaJIbHO OTHOCUTEJIb-
Ho 1B, B To Bpems Kak a(pdepeHTHbIEe BOJIOKHA pacmo-
JaraioTcs BeHTpaiabHO 1 JaTepainbHo I1b. B mpoiiecce
O,-peuenuuu y peid padoTtaeT LieHTpaibHbIi [y-ep-
rumyeckuit MexanusM [56]. [lokazaHo, 4TO BbI3BAHHOE
TUIIOKCHEN YBEINYECHNE YaCTOTHI TbIXaHUSI HAIIPSIMYIO
cBsa3aHo ¢ NMDA-penentopamu, B TO BpeMsI KaK aM-
TUIMTYa PECIMPATOPHOU peaKlIMU He 3aBUCUT OT IyJia
NMDA-peuentopos.

Pecnupamopnuie peakyuu pol6 Ha eunokcuro. B cpene
Cco CHUXeHHbIM PwO, kapauopecnupaTropHble pe-
¢irexchl ppId 00eCcIeYnBaIOT IIPEIeIbHO KOPPEKTHBIN
OanaHc notpebiieHust O, corjlacHO MeTaboIMYECKOMY
3arpocy [56]. OGBIYHO PHIOBI pearupyroT Ha THITOKCHIO
pedaexTopHOI OpaguKapaueii u yCuieHUEM BEHTIIISI-
TOpHbLIX ABVKeHUi [6]. Tak, pecnupaTopHble OTBETHI
Ha TUMIOKCUIO Y KOCTUCTBIX PHIO BBIPAXKalOTCsI OOHO-
BPEMEHHO KaK B U3MEHEHNM YaCTOThI, TaK U aMILIUTY-
IIbI IbIXaTeabHBIX NBMXKeHU [39, 54, 57]. Kak ynomu-
HAJIOCh BHIIIE, IPUHSITO CUYUTATh, YTO OOJBIIMHCTBO
XP, 3amyckaiommux KapaIuopecIimpaTOpHbIe peakKinuu,
pacnoJjiaraeTcsl Ha kabpax M MoJydaeT MHHEpBalIUIO
sa3bIkomIoTOYHbIM (IX) m 6ayxnaromum (X) UYMH.
Bwmecte ¢ TeM neHepBaius (mepepe3ka) sI3bIKOIJIOTOY -
Horo (IX) u 6nyxnatomiero (X) YMH, kotoprie cBsi3a-
HbI ¢ XP xxa0p 1 moay>kaObpbl, HE yCTpaHsIa BEHTUJISI -
TOPHOTO OTBETa HA TUIIOKCHIO Y MOPCKOIO BOpOHAa
(Hemitripterus americanus) n Tpaupsl (H. malabaricus)
[49, 58]. OnHako noiHas nepepe3ka KadepHbIX BeTBe
si3piKorsioToyHoro (IX) mu omyxmaromero (X) YMH y
oyporo mnaky (C. macropomum) [57] 1 KaHaJBHOTO CO-
muka (1. punctatus) [50] MoJTHOCTBIO TTOAABJISIIA PECIIU -
paTOpHYIO peaklInio Ha TUIIOKCUYECKOE BO3MIEICTBIUE,
YTO €IlIe pa3 IMOATBEPAMIIO MOJIOXKEHNUE 00 OTCYTCTBUU
o0111e#t cxeMbl Jlokanuzauu XP y peiO pa3HbIX BUAOB.

OueBnaHO, M1 (GOPMUPOBAHMS TTATTEPHA PECTIN-
paTOpHOIl aKTUBHOCTM MOTYT MMETb 3HaueHUE He
TOJILKO pa3iandHas jJoKanu3auus XP, HO U opueHTa-
st XP OTHOCHTENbHO BHEIIHE!/BHYTPEHHEH Cpe
OpraHu3Ma KMBOTHBIX, UTO MTPOAEMOHCTPHUPOBAHO Psi-
noM ucciaenoBanuii. Tak, y Tpaupsl (H. malabaricus)
MOBBIIIEHNE YaCTOTHI ABVDKECHUI XXKaOePHBIX KPBIIIEK
MpY TUTIOKCUYU CBSI3aHO B MEPBYIO ouepelb C aKTUBa-
mueii “BHemHMX” XP Ha xkaOepHBIX Tyrax, B TO BpeMsl
KaK MPUPOCT aMIUIMTYIBI “BEHTWISIIAN OITPEIeIIsII-
¢ adpepeHTHBIMU CUTHaJlaMUM ¢ BHexXaOepHBIX XP
[49]. ¥ Tambaky (C. macropomum) 4aCTOTHbBII KOMITO-
HEHT peaKIuM Ha TUIIOKCUYECKYIO CTUMYJISILIMIO 3a-
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TycKaJics KakK “BHYTPEHHMMH’, TaK W “BHEITHUMN’
XP Ha xabepHbIX Iyrax, B TO BpeMs KaK aMIUIUTYAa pe-
aKILIMM TOBBIIIANACh MPU aKTUBAMM BHEXaOEpHBIX
XP [54], mo-BnanMoMYy, pacItoloKeHHBIX B OpOOpaH-
XAaJIbHOM TIOJIOCTM U ITOJyYalolIUuX WHHEpPBALIUIO
TpoitHUYHbIM (V) u uuessiM (VII) YUMH [59]. Cuty-
allMOHHO JIBE MOIyIInInu “cpenoBbix” XP Ha mepBoii
KabepHOIi yre Tpanpbl MOIJIM OKa3bIBaTh TOPMO3HOE
BO3ACMCTBHE Ha MPOLECC YCUICHUS BEHTUJISILIAN TIPU
BosaeiicTBuu Tunokcum [49]. BeimenenHas mnepBas
rpymia XP, mHHepBUpyemast I3bIKOrIoTOYHBIM (1X)
UMH, nopasisijia pa3BUTHE aMIUIMTYOIHOTO KOMIIO-
HEHTa pecnupaTOpHOii peakliuu Ha cHuxeHue PO,;
BTOpas rpyimia XP, mojiyyasiiiasi BETBb OJTy>KIaroIIeTO
(X) YMH, TopMo3uia yBeJIMYE€HUE YaCTOThI JIbIXaHUS
[49].

CylllecTBEHHBIM JomnosHeHueM K O,-xemopelen-
1M U (OPMUPOBAHUIO COOTBETCTBYIOIIECH pecrnupa-
TOPHOI aKTUBHOCTU SIBJISIETCSI CEHCOpHasi MHGOopMa-
1I1s1 OT MEXaHO- U 6apOPELIETITOPOB, HOLIMLIETITOPOB 1
Ipyrux (He-KuciaopoaHbix) XP xkaOp, KoTtopas CIlo-
coOHa OKa3aTh 3HAYMTEJIbHOE BJIMSIHME HA KOHEUHYIO
BeHTWISILIMIO [60].

OcTpasi TUTIOKCHUSI TaKKe BBI3BIBACT Yy O€CUEITIOCT-
HBIX PEIO00OPA3HBIX PEAKIINH IBIXaHWSI, CXOTHBIE C Ta-
KOBBIMU y pbI0. Tak, B HE3aBUCUMBIX UCCIICIOBAHUSIX Y
peunoit (Lampetra fluviatilis ) n Tpexzyooii (Ento-
Sphenus tridentatus) MUHOT B OTBEeT Ha cHXeHue PO,
ObLTa OTMEUYEHa pecpaTopHasT peakiivsl, IPOSIBIISIB-
1Iasicsi B BUAE 3HAUWTEJILHOTO YBEJIUYEHUSI YaCTOTHI
IpIxaHug [61, 62].

3AKJIIOYEHHUE

JleTanbHbIll aHAJIM3 MPUBEACHHBIX JIUTEPATYPHBIX
JIaHHBIX TO3BOJISIET CAEIATh Psifl CAEAYIOIINX 00001IIe-
Huit. O4eBUIHO, YTO Y phIO0OOPA3HBIX OECUETIOCTHBIX
U PbIO, OTHOCSIIIIUXCSI K Pa3HbIM TaKCOHaM, HO O0b-
€IUHEHHBbIX BOJHBIM TUIIOM [IbIXaHUS, B 3HAYNUTEJIb-
HOM Mepe COXpaHWIOCh MOJ00Me HEKUX KECTKUX
MPUHLIMIOB (DOPMUPOBAHUSI HEHPOHHBIX CeTei U YHU -
BepCaJIbHBIX MEIMATOPHBIX KOMIIOHEHTOB, COCTaBJIsI-
foinx ocHoBy RRG. Takxke MOXHO OTMETUTh, UYTO
RRG pr16006pa3HbIX U pbIO UMeeT OoJiee TTPUMUTUB-
HbIIi XapakTep IO CPaBHEHUIO C MJIEKOIMUTAIOIIMMHU.
OnHako MexaHu3M padotbl RRG pbribooOpa3HbIX U
pBIO “TIpoBepeH” 3a MUJUIMOHBI JIET 3BOJIIOLUM U “Ha-
JIeXKeH”, HECMOTpPSI Ha OTHOCUTEJIbHO MPOCTYI0 MOp-
dodhyHKIIMOHAIBbHYIO opraHu3anum. OKa3aaoch, YTO
JKMBOTHbIE, OTHOCSIIIIMECS K pa3HBIM TAaKCOHAM, TaKXKe
JIOCTaTOYHO KOHCEPBATUBHO BOCTIPOM3BOISAT ammapar
xeMopeuenuuu O,, MalllMHEPUIO U CTpaTeruio popMu-
pOBaHMS PECITMPATOPHBIX PEAKIIMil B OTBET HA CHUXKE-
Hue PO,. BMecTe ¢ TeM aHaiM3 B 9BOJIIOLIMOHHOM ac-
MEKTE COCTABHBIX BJIEMEHTOB JIbIXaTEJIbHOTO arlapa-
Ta, KOTOpPBIA chopMHUpoBaicsl MNOA BO3AeHCTBUEM
BOJIHOM Cpedbl, CBUIETEJLCTBYET O HAJIWUUU HEU3-
MEHHOTO (YHIAMEHTAJIBHOTO, 0a30BOTO MeXaHW3Ma
Ne 2
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RRG, xoTOpEIiT B JaabHEUIIIEM IMOCIEIOBATEIILHO 1
CKPYITYJIE3HO BOCITPOU3BOAUTCS B pa3HBIX Kjlaccax Mo-
3BOHOYHBIX JKMBOTHBIX, IIO3BOJISISI M YCIIEIIHO IIpU-
crnocabIMBaThCs K cpefe OOMTaHMSI.

OUHAHCHUPOBAHUWE PABOTHI

Pabora moaroroBjieHa IO TeMe rocyaapCTBEHHOTO
szaganust ®I'BYH UMBU “®yHKiuMOHaIbHEIE, METa-
Oosmyeckre M TOKCUKOJOTUYECKHE aCIeKThl CYIIe-
CTBOBaHUS TUAPOOUOHTOB U UX MOMYJISLUNA B OMOTO-
max ¢ pasjaIuIHbIM (PU3UKO-XUMUYECKUM PEXUMOM”,
HoMep roc. perucrpanmu HUOKTP AAAA-AIS-
118021490093-4.

COBJIIIOAEHUE 3TUYECKHNX CTAHIOIAPTOB

Bce mpuMeHUMEBIe MeXXIyHApOOHBIC, HALlMOHAIb-
Hble U/WJIN WHCTUTYLIMOHAJIbHBIC IIPUHIIUITEI yX0Ia 1
WCIIOJIb30BaHUSI SKUBOTHBIX OBLTH COOJTIOACHEI.

Hacrosgmast ctaTtest He COIECPKUT KaKUX-JIMOO MC-
CclIeIOBaHUI C yyacTueM JIIoJIei B KauyeCTBe OOBbEKTOB
U3y4YCHMUSI.
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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, O,) 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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