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1. BBEJIEHHE

1.1. AKTYaJIbHOCTH TeMbI

Ha ceropHsIIHMIA A€Hb MATOJOTHH CEPICUYHO-COCYIUCTON CUCTEMBI M, B YACTHOCTH, ITaTOJIOTHH
cepaeuHoil (yHKINUM, SBISIOTCS OJHOW W3 JMAMPYIONIUX TPUYUH CMEPTEH Cpeau B3pOCIIOro
nacenenus (Heron, 2019; Lippi, Plebani, 2013). D10 moguepkuBaeT Ba)KHOCTb HCCIICIOBAHMIA,
HAMPABJICHHBIX HA MOWCK HOBBIX MEXAaHWU3MOB PETYJIIIIMA MHOKapJa W CIOCOOOB KYIMHPOBAHUS
W3BECTHBIX MATOJOTHHA cepana. Hapsay ¢ TpaaWIIMOHHO WCIOJB3YEeMBIMH B (PH3UOJOTHUYECKUX
WCCIICIOBAaHHSIX BHJAMH MIICKOTIMTAIONINX, B IMOCIEIHUE TOBI B 3KCIIEPUMEHTAILHOW (U3UOTIOTHA
Cep/lia B CHIIY TeX WM WHBIX MPEUMYIIECTB HAXOIAT MPUMEHEHHE MOJICIIbHBIC 00BEKTHI U3 APYrHX
TaKCOHOMHYECKUX TPYIII, YBOJIIOIMOHHO OoJiee JaleKUX OT YeJIOBeKa, — HalpuMep, TaHUO-PepHo
(Danio rerio) (Vornanen, Hassinen, 2016). Oanako, mpyu 3HAYUTEILHOM BHIOBOM pa3HOOOpasuu
NPEJCTAaBICHHBIX B JIMTEPAType MOJICIBHBIX JKUBOTHBIX, HENB3sl BBIICIUTh «HCATbHBINA
HKCIIEPUMEHTAIBHBIN 00BEKT», KOTOPBIN MOKPBIBAJ ObI HOTPEOHOCTH OOJIBIICH YaCTH UCCIEI0BAHNN
B oOyactu ¢gusnonoruu cepamna. Hecmorps Ha Gonbiioe pasHooOpasue 3a1ad ¥ METOJIOB B JaHHOU
00J1acTH, MOXKHO BBIICNIUTh TJABHBIC MPH3HAKH, KOTOPBIMH JOJDKEH O0O0JIalaTh >KeIaeMbId

MOJIEIbHBIA OPTaHU3M:

- CX0XKECTh (PU3NOJOTHUECKUX MAapaMETPOB (TaKUX KaK TeMIepaTypa Tena; Habop HOHHBIX TOKOB

B MHOKap/I€; MEXaHU3MbI PETYJISIUU CEPJCUHON (PYHKIINH) C TAKOBBIMHU y YEJIOBEKA;
- BKOHOMHYECKAs 11eJIeCO00Pa3HOCTb;
- IPOCTOTA COMIEP KAHUS KUBOTHOT'O U MAHUITYJISILIUI C HUM.

Tak, cep/re yxe YIOMSHYTOrO TaHHO-PEPUO0, HECMOTPSI Ha JIETKOCTh COJEPIKAHUS KUBOTHOTO U
MOJICJTUPOBAHUS PA3IMYHBIX HACIICCTBCHHBIX MATOJIOTHA MHOKAp/Aa, 3HAYUTCIILHO OTIMYACTCS OT
cep/ia MIICKOITUTAIOIINX KaK ¢ aHATOMUYECKOW TOYKH 3PSHHS (IBYXKaMEpHOE CEeplle, OTCYTCTBHE
KOPOHAPHBIX COCY/IOB), TaKk U ¢ (PU3MOIOTHYECKON (OTCYTCTBHE MOCTOSHHOW TEMIEpaTyphl Tela,
HETIOJIHBIN Ha0Op PENOJISPU3YIOIIUX KAIUEBBIX TOKOB, SKCIPECCHPYEMBIX MHOKApaOM). Muokap
KPBICHI, MBIIIA W MOPCKOH CBHUHKH, HECMOTpPS Ha YacTOC HCIIOJIb30BAaHHE B (DH3MOJOTHYCCKHX
HCCJICIOBAHMSX M MPOCTOTY MOJACITUPOBAHUS PA3IMYHBIX IMATOJIOTHYECKUX COCTOSHUH, OTIINYACTCS
OT YeJIOBEYECKOI0 MUOKap/1a 0 HaOOPY MOHHBIX TOKOB, 00€CIIEYHBAIOIINX PETIOJIIPU3AIINIO Cep/Ilia
N SIBIAIOIIUXCA OCHOBHOI>'I MUIICHBIO 6OJIBL[II/IHCTB3. HpOTI/IBoapI/ITMI/I‘IeCKI/IX HpenapaTOB, — YT0
JIelaeT  HEBO3MOXHBIM  HCIOJb30BAaHWUE  JAHHBIX  JKHUBOTHBIX  TPH  TIOMCKE  HOBBIX
npoTuBoapuTMHUecKuX Jiekapcts (Janse, Opthof, Kléber, 1998; Nerbonne, 2000). C touku 3peHus
busznomornn W TMAaTOMU3MOJIOTHUM MHOKapAa, HAMOOJBIIEE CXOJCTBO C CEpJIeM uYeJoBeKa
HpOCHe)I(I/IBaeTC}I y MI/IOKapI[a COGaKI/I, KpOHI/IKa U CBUHBH — OJHAKO, BBUY OTHOCUTCJIBHO prHHBIX

PasMEpOB M CJIOXHOCTH COACPIKAHUA, IMOBCCMCCTHOC MCIOJbB30BAHUC [JAHHBIX JKWBOTHBIX B
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busnomornueckux Jadboparopusx HeBo3MoKHO (Arlock u ap., 2017; Cuim ap., 2011; Li u ap., 1996a;
Nerbonne, 2000; Shibata u ap., 1989; Tsuji u ap., 2000). Takum 06pa3om, Ha CETOTHSITHUI JICHD B
3KCH€pHMeHTaJ’H:HOI>i (1)I/I3I/IOHOI‘I/II/I cepana HET HM3BCCTHBIX MOJICIIbHBIX OpPraHU3MOB, KOTOPLIC
YIIOBIIETBOPSUIM OBl BCEM TIEPEUUCIICHHBIM BBHIIIE TPEOOBAaHUSM, W TIOMCK HOBBIX BHJIOB

OKCIICPUMCEHTAJIIbHBIX YXUBOTHBIX MMPCACTABIACTCA aKTyaﬂbHOﬁ 33,[[3‘16171.

[IpoBeneHHble paHee HCCIENOBaHUS MHAalOT MPEACTaBICHHE 00 3IEKTPOPU3NOIOTHIECKUX
XapaKTepUCTUKAX MHOKapAa OOJIBIIMHCTBA TAKCOHOMHYECKHX TPYMN MO3BOHOYHBIX >KUBOTHBIX,
Bkioyas peio (Haverinen, Vornanen, 2009a; Haworth u ap., 2014), amdpudbuii (Abramochkin,
Kuzmin, 2018; Giles u np., 1989; Momose, Giles, Szabo, 1984), pentumuii (Abramochkin,
Matchkov, Wang, 2020; Warren u nip., 2010a). OgHako, cepAiie NTUIl ¢ TOYKH 3peHHs GU3HOIOTHH
U 3JeKTPO(U3HOIOTHH Ha CETOAHSIIIHUN JIeHb W3Y4YeHO cIabo, HECMOTPSl Ha TO, YTO MTHULI, KaK
rpynmna >KMBOTHBIX, HE3aBHUCHMO OT MJICKONHTAIOMIMX B XOJ€ SBOJIOLNUM HpHOOpeTIIas
TOMOHOTEPMHOCTB U YETHIPEXKaMEPHOE CEP/LIe C OTHOM MEXIKeIyI04uKoBol neperopoakoi (Hicks,
Wang, 2012), npexacraBnsioT Oonbimold WHTEpec IS (QyHIAMEHTAJIbHBIX CpPaBHHUTEIBHO-
duznonornueckux uccienoBanuii. [lepsble MONBITKN OMKUCATh AJIEKTPUUECKYIO aKTHUBHOCTh Cep/lia
ITHII OBLTH TpeAnPHHTH 0k010 50 et Hazan (Pappano, 1972; Pappano, 1976). 3HaunTenbHas 4acTh
paboT B 9TO 001acTH ¢ MPUMEHEHHEM COBPEMEHHBIX METOJIOB MUCCIICIOBaHMS ObLIa BBITIOJHEHA HA
aMOpuoHax ntull. Tak, HampuMep, €CTh CBEACHHS 0 HAOOpe NEMOIIPU3YIONINX KATBIIUEBBIX TOKOB,
o0ecCIeunBaOIMX BXOJ HOHOB KalbIHs, HEOOXOAMMBIX s cokpaineHus muokapaa (Creazzo,
Burch, Godt, 2004); a Take MMOKa3aHO, YTO PEMOJISAPU3AIMS MHOKAapaa SMOPHOHOB KYPHIIBI
OTOCpelyeTcss KaaUeBBIMH TOKAMH 3aJIepPKaHHOTO BBIIPSIMIICHUS, XapaKTEPHBIMH TaKXKe IS
yenoBeyeckoro muokapnaa (Nouchi u ap., 2011; Satoh, 1995a) — onHako, 3Tu ke MCCIEIOBAHUS
MOKA3bIBAIOT, YTO B XOJ€ PAaHHEro OHTOreHe3a AJIEKTpUYecKas akKTUBHOCTh MUOKap/a U MpoQuiib
CJIaraloniMX €€ MOHHBIX TOKOB MOKET 3HAUMTEIbHO MEHSTHCS, U JaHHbIE CBEJIEHUS MOTYT OBITh

HEMPUMEHHUMBI K (PU3MOJIOTUHU B3POCIIOTO OpraHu3Ma.

Ceenenust xe 00 2yeKTpoPu3MONIOrHYecKOM (eHoTHre cepiama B3POCTbIX NTHUI[ BEChMa
OTPBIBOYHBI. 3HaUWTENIbHAsA paboTa B 3TOW obnactu ObLia mpoxenana rpymnmoit B.W. IIpomesoi,
KOTOpasi TMOKa3ajia, 4YTO JJIEKTPO(MU3HOIOTHUECKHE TMapaMeTPhl JJIEKTPUYECKOW aKTUBHOCTH
pabodyero MuoOKapja B3pOCIOW KypHUIbI CPAaBHUMBI C TaKOBBIMH Y MIICKOMHTAIOIIUX CXOIHBIX
pasmepoB (Prosheva, Kaseva, 2016). Omgnako, HWcCieqOoBaHUS APYTHX TPYII TakXKe IMOKa3aau
BO3MOJKHBIE OTJINYHS B HAOOpe JEMOSIpU3YIONINX KaabllneBbIX TOKOB (Bogdanov u ap., 1995), a
TaKXe B CTPOCHUU HATpUEeBBIX kKaHasoB (Vornanen, Hassinen, Haverinen, 2011) mexmy MuokapioM

OTUII 1 MICKOIMUTAOIIUX.

KpOMC TOr'0, HEJIb3s HE OTMETUTD, YTO, HCCMOTPS HAa OYCBHUIHBIC aHATOMHUYCCKUEC CXOACTBA MEXKIY

cepaAuaMu NTUIl 1 MIICKOIIUTAIOIUX, CCPpALa IITUIL XapaAKTCPU3YHOTCA 0oJ1ee BEICOKMMH 3HAYEHUSIMU
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cepAeuHOro BeIOpoca u apTepuansHoro masienus (Grubb, 1983; Ruben, 1995). Oxnako, mpu 3TOM
KapIMOMUOIIUTHI NTULl 00JIee CXOTHBI MO CBOEH MOP(HOJIOTUN U YIABTPACTPYKTYPE C TAKOBBIMU Y
NOWKHUIIOTEPMHBIX TTO3BOHOYHBIX (pbIOBI, aMU(pHONH, PENTUIINH), IS CeplIel] KOTOPBIX XapaKTepHbI

Ooee Hu3Kas yacTota u cuia cokpamieruii (Dzialowski, Crossley, 2015; Shiels, Galli, 2014).

Takum o00pa3om, HebI0 TaHHOH padoThHI ABJSJIOCH M3yYeHHE 3JIEKTPO(PH3NOJIOrHYeCKHUX
XapaKTepUCTHK MHOKap/Aa NTHI Ha NMpuMepe simoHcKoro mepemesa (Coturnix japonica), a
TaK:Ke MOCJHeNYIIas OLCHKA IEePCHeKTHB MCIO0/Ib30BAHUS MHOKApJa ITHI B KavyecTBe

MO/I€JIbHOT0 00beKTA B (PU3HOJIOTHYECKHUX M CCIeIOBAHUSIX.

1.2.3axa4u uccaenoBaHusl

1. HWsyuuts (yHKIMOHHpOBaHHE cepira smnoHckoro mepemnena (Coturnix japonica) in vivo c

MOMOIIbIO METOJIA 3JEKTPOKApAHOTpadUu.

2. 3aperucTpupoBaTh U 0XapaKTEPH30BATH IEKTPUUECKYIO aKTUBHOCTh TKAHEBBIX NPEMapaToB

NPEICEPAHOTO U )KETYI0YKOBOr0 pabovero MHOKapaa SIMOHCKOTO Ieperena.

3. Omnucarb OCHOBHBIE PEMOJISPU3YIONINE MOHHBIE TOKH B W30JIMPOBAHHBIX IMPEICEPIHBIX H
KEITY0YKOBBIX pabouux KapAMOMHUOIMTAX Ieperesia ¢ MCIOJb30BAHUEM METO/a MATY-KIaMIl U
OLICHUTH MX BKJIaJ B (POPMUPOBAHUE IIEKTPUUECKON aKTUBHOCTU MHOKapAa. ConocTaBuTh UX HA0Op
C TaKkOBBIM B MHOKapJie YeJIOBEKa M OKCIEPUMEHTAIbHBIX HKMBOTHBIX, HanboJee YacTo

HCIIOJIB3YCMbIX B KapJAUOJIOTHYCCKUX UCCIICAOBAHUAX.

4. Hcnonp3yssh MOJEKYISPHO-OMOIOTHYECKHUE M HMMYHOXMMHUYECKHE METObl, YCTaHOBUTH
MOJICKYJISIPHYIO MIPHPOJTy KaHAJIOB, ONOCPEIYIOIIUX OCHOBHBIE PEMOJISIPU3YIOIINE TOKM B paboueM

MHOKapA¢C nCpcericiia.

5. 3apeFI/ICTpI/IpOBaTI) " OIMUCATh OCHOBHBIC TOKH BXOAAIIETO BBIMIPAMIICHUA B KApJAUOMUOIIUTAX

nepernena.

6. Usyuurs Bxox Ca’" M eMKOCTh KalbIIMEBOTO JENO CAPKOILIA3MATHYECKOTO PETHKYIyMa B
paboyeM MuUOKapje Ieperena, a TakKe OLEHUTh B3aUMOJIEHCTBUE MEXAY STUMHU HCTOUYHHUKAMH

KaJbIUsl B MUOKap/Ie Mepernera.

7. BbIABUTH MECTOIOJIOXKEHHE BOJUTENSI PUTMa CepAlla Tepernena U 0XapaKkTepu3oBaTh €ro

IIEKTPUYECKYIO AKTUBHOCTb.

1.3. Hay4yHasi HOBM3HA HCCJICI0BAHMS

1. B panHo#li pabGoTe BmepBble ObLTa XapaKTepu30BaHa M COIMOCTaBlIeHA KOHQUTYparus
AJIEKTPUYECKON aKTUBHOCTH pabodvero MHOKap/aa MpeACcepanuil M KelyI0YKOB B3POCIION MTUIBI HA

IIpUMeEpE SITIOHCKOIO Nepernea.
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2. Bmepsble ObUIO TTOKa3aHO yYacTHE OBICTPOTO W MEJICHHOTO PETOISIPU3YIONINX KAIUEBBIX
TOKOB 3aJiepskaHHOro BbIIpsAMIIEHUS (lkr U ks, COOTBETCTBEHHO) B PEMOJSIPU3ALMKA MHOKapAa

B3POCJION NTHLIBL.

3. BnepBble ObUIM 3aperMCTPUPOBAHBI M OXapaKTEPU30BaHbl OCHOBHBIE PEMOJISPHU3YIOIINE

KaJIMCBBIC TOKH B U30JIMPOBAHHBIX pa60q1/1x KapaAuoMHuOonuTax B3p0CJ’IOﬁ IITHIBI.

4. B panHOi paboTe BIEpBbIE OBLIO MPOAEMOHCTPHUPOBAHO MPHUCYTCTBHE TPAH3UTOPHOTO
BBIXOJISIIIIETO TOKa |y M €ro BKIAM B paHHIOW PEMOJSpH3AINI0 B pabodyeM MHOKap/ae B3pOCIOn

IITHUIHI.

5. Bnepsble ObUIM ONMUCaHbI KaIHEBbIE TOKU BXOJSIIETO BBIIPSMIICHUS B paboueM MHUOKaple

JKEIIYZI0UEK U MPEACEPAUN ITHULIBI.

6. BmepBbpie OBLIO MOKa3aHO OTCYTCTBHE «OBICTPOT0» KAJIBIIMEBOTO TOKa T-THma B pabodmx

KapIMOMHUOIIMTAX B3POCIION MTHIIBI.

7. JlanHas paboTa BIEpBBIC JEMOHCTPHPYET HAJIMYHUE B3aUMOJEHCTBHUS MEXKIY KaJIbIUEBBIMU
KaHaJaMH Ha capkojieMMe W MeMOpaHe CapKOIUIa3MaTHYeCKOr0 PETHUKYJIyMa B H30JIMPOBAHHBIX

pabounx KapAUOMHOIIMUTAX B3POCION MITHIIHI.

8. Bmnepsble Obla OlleHEHAa EMKOCTh KaJbIMEBOTO JEMO CapKOIIa3MaTUYECKOro peTUKyJIyMa B

paboyeM MHOKap/e B3POCION NTHIIBI.

9. BmepBble C TOMOIIBIO METO/IA OTITUYECKOTO KaPTUPOBAHUS OBLIO TIOKA3aHO MECTOTIOI0KEHUE

BOJUTENSI pUTMA B CEPAIIE B3POCION TITHIIHI.

10. BnepBble ObUTH 0XapaKTEPU30BAHBI AJIEKTPUYECKast aKTUBHOCTD U AJIEKTPOPU3NOTOTHIECKUI

(deHoTHn neiicMeKepHOro MHOKap/ia B3pOCIIOH MTHUITHL.

1.4. HayyHo-ipaKTHYeCKAsI 3HAYMMOCTh

PesynbraThl qaHHOM pabOTHl Pa3BUBAIOT COBPEMEHHBIC NPEICTABICHUS O (PU3UOJIOTHU IITHIL.
CoBpeMeHHass W Kjaccuueckas (U3MOJIOTHS 3a4acTyl0 OOXOAST BHUMAaHHMEM JaHHBIA Kiacc
KMBOTHBIX, CIMTAasi UX ABOJIOIMOHHO JTAJIEKON CECTPUHCKOW TPYIIION M MPEINOYNTas B Ka4ecTBE
00BEKTOB MCCIIEIOBAHMS MJICKOMUTAIOMINX, aMpuouii u pri0. [lanHas paboTa AEMOHCTPUPYET, UTO,
HCCMOTPA Ha OTIHUYHOC OT MIICKOIUTAIOMIUX 3SBOJIOINUOHHOC IMMPOUCXOXKICHHUC ITHUI], 3a CYUCT
KOHBEPTEHIIUU DJIEKTPOPUZUONIOTHUSCKUNA (PEHOTUIT MUOKapJa MTHUI[ OKa3ajcsi BeChbMa CXOJNEH C
TAKOBBIM Y MIIEKONHUTAIOMIMX. DTO pacHIMpsieT HAIlW TIPEACTABICHUS 00 SBOJIIONUU TPYIIIBI
apXx03aBpOB, K KOTOPOW OTHOCSITCS NTHIIBI, U UX MEPEX0e OT MOUKIIOTEPMUU K TOMOWOTEPMHH, a
TAaKXe JEJaeT MTHUL NOTEHIHAIBHO MPUTOJHON SKCIEPUMEHTAIBHON MOJEIBIO JJISI UCCIEA0BAHUM

HOBBIX KapIUOTPOIIHBIX [IPENapaTosB.
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[TomMumo 3TOrO, NaHHas paboTa JEMOHCTPUPYET, YTO HECMOTPS HA OTCYTCTBHE B MHOKAap/€ NTHIL
nornepeyHbix (T-) TpyOouek, XxapakTepHbIX A KapAMOMHOIMTOB MIICKONUTAIOMINX, KalblIMEBbIC
JIeNI0 CapKOIUIa3MaTHYECKOr0 PETUKYJIYMa IPUHUMAIOT YYaCTUE B COKpALICHUAX MUOKapIa IITULl U
B3aMMOJCHCTBYIOT C KaJbLMEBBIMM KaHaJlaMH, PACIOJIOKCHHBIMM Ha CapKoJeMMe€ ITHYbUX
KapJIMOMUOLIUTOB, oOecrednBas HEOOXOAMMYIO CHIYy M 4YacTOTY CEpIEUYHBIX COKpaIleHHH.
MexaHu3M J1aHHOTO B3aUMOJICHCTBUSA MOUIEKUT JalbHememy, 0oiee moApoOHOMY U3YUEHUIO, U B

OyayIieM MOXeET JIedb B OCHOBY TEpaIlluy TaKuX 3a00JIeBaHM KaK cepeuHasi HeJOCTaTOYHOCTb.

1.5. MeTonoJorust

B nanHnoif pabore u3ydeHrne KOHMUTYPALIUU IEKTPUUECKON aKTUBHOCTH U OLIEHKY BIMSHHUS Ha
HEe TEX WM MHBIX COECIMHEHUN MNPOBOIMIM C MCIOJIb30BAHUEM METO/JAa BHYTPUKIETOUHOU
PEruCTpalliM  JIEKTPUYECKOW AaKTUBHOCTHM OCTPBIMM CTEKJIIHHBIMH MHKPOSJEKTPOAAMH B
nepy3upyeMbIX TKaHEBBIX Ipernaparax MHOKapja meperena. ['eHepaluio U pacnpocTpaHeHHE
AIIEKTPUUYECKOTO BO3OYKJICHHS U3y4alld C B TKAHEBBIX IpenapaTax MpaBoro npeacepans nepenena ¢
IIOMOLIbI0 METOJIa ONTHYECKOTO KapTHUpoBaHUs. MOHHBIE TOKM H3ydalu B H30JIMPOBAHHBIX
KapJIMOMHUOIMTaX Tepernena METOAOM IITY-KiIaMil B KoHduryparuu whole-cell. s u3ydenus
TPAHCKPUIILIUK U TPAHCIISIMHA T€HOB MOPOOO0pa3yoIuX CyObeAMHNI] HOHHBIX KaHAJIOB B MHOKap7e
nepernena MCIOIb30BaIM, COOTBETCTBEHHO, METOJ mMojuMepasHoi menHoi peakiuu (I1LIP) B

pEaTbHOM BPEMEHU U BECTEPH-OJIOTTHHT.

1.6. CteneHb JOCTOBEPHOCTH AAHHBIX

[TomyuenHnble B XoJe pabOThl JaHHbBIE JOCTOBEPHBI, BOCIPOU3BOJUMBI M TOJYYEHBI C
UCIIONIb30BAaHUEM  IIENIECOOOPA3HBIX  COBPEMEHHBIX OKCIEPHUMEHTAIbHBIX MeToauk. (030p

JIATCPATYpPhI U O6C}’)KI[€HI/I€ MOATOTOBJICHBI C UCITOJIb30BAHUCM AKTYAJIbHBIX HAYYHBIX HCTOUYHHUKOB.

1.7. y6oankamuu

[To marepuanaM JaHHOTO AUCCEPTAIIMOHHOTO UCCIICAOBAHMS OMyOIMKOBAaHBI 5 TIeUaTHBIX padoT:
3 cTaThbU B peleH3UPYEMbIX HayYHBIX M3aHUSAX, HHACKCUPYEMBbIX B 06a3ax maHHbIx Web of Science

WM Scopus, a TaKxke 2 Te3uca JOKJIaI0B Ha BCEPOCCUNCKHUX U MEKIYHAPOIHBIX KOH(PEPEHLINSIX.

1.8. Anpobanusi pe3yJbTaToOB

Pe3synbraTel HacTosied AMccepTalMoHHOW paboThl ObUIM MpeAacTaBileHBl Ha EjxeromHoit
Bcepoccuiickoli HaydHO-TIpakTHueckoil koHpepeHun «Kapauomorus Ha mapme 2021» u 61-oi
ceccun OI'BY «HMMUI kapmuonormm» MunsapaBa Poccum (MockBa, Poccusi, 2021); Ha
MEXIyHApOaAHOH KoH(epeHiun «Peuentopsl M BHyTpukieTrouHas curHanuzamusy (IlymuHo,
Poccus, 2021); na mexayHaponHoi koHdpepeHimu «JlomoHocoBckue uteHust — 2021», cexkuus
«buonorus» (MockBa, Poccus, 2021); Ha MEXIyHaApOIHON MOJOJCKHOW OHIIAMH-KOH(EPECHIINH

«Future Physiology 2020» (BemukoOputanus, 2020); na VII Bcepoccuiickoit ¢ MeXITyHApOIHBIM
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y4acTHEM IIKOJIe-KOH(PEPESHITUH 110 (PU3UOJIOTHH U TTaTOJIOTHH KpoBooOpamieHus: (Mocksa, Poccus,
2020); na Tperbeil MOONEKHOM HIKONE-KOHpEpeHINH «MOJEKyIsIpHble MEXaHU3MbI PETYISIIUN

¢usnonorunueckux pynkumit» (3senuropon, Poceus, 2019).

HuccepranmmonHas pabora anpoOupoBaHa Ha 3aceqaHuu Kadeapsl (U3HOJOTUU YETIOBEKa M

XKHUBOTHBIX Onosyornyeckoro ¢akynsrera MI'Y um. M.B. JlomonocoBa 20 centa6ps 2021 rona.

1.9. Hos10keHus1, BLIHOCHMbIC HA 3ALIMTY

1. Penonspuzamnus paboyero Muokapja B3pOCJIOro Teperesia 00eCreYnBACTCs CIASAYIOIIMMHI
TOKaMH: TPAH3UTOPHBIN BBIXOAALINNA KalHeBbIH TOK lto, OBICTPBI M MEIJICHHBIH KalueBble TOKH

3a/1ep’KaHHOTO BBIIpsAMIIEHHUS lkr 1 lks.

2. B pabodem mMuokapje mepenena 3KCIpeccupyroTcs: u Tpancaupyrores oenkn Kv11.1l, Kv7.1
u Kv4.3, apnsionyecs: NOTEHIMAIBHBIME MOJIEKYJISIPHBIMH KOPPEISATaMU KaHAJIOB, OMIOCPEIYIOLIHX

TOKH lkr, lks, 1 lto.

3. OCHOBHBIM TOKOM BXOJSIIETO BBIIPSMICHHUSI B MUOKapJie B3POCIOrO SIMOHCKOTO Mepenera
SIBJISIETCS (DOHOBBIN TOK BXOJSIIECTO BIPsiMIIEHUS [k1. DYHKIIMOHATBHBIN alleTHIIXOJTMH3aBUCUMBII
TOK lkach, aKTUBUPYEMBIN allETUIIXOJIMHOM M €T0 aHAJIOTaMH, IIPUCYTCTBYET TOJIBKO B MPEIACEPTHOM
MUOKapje nepenena. KOHCTUTYTHBHO aKTHBHBIM TOK lkach OTCYTCTByeT B pabodyeM MHOKapje

nepernena.

4, Bxox Ca®' B kieTkn pabodero MHOKapja B3pOCIOTO SMOHCKOTO Meperena ooecneunBaeTcs
KaJbIeBbIM TOKOM L-tuma (lcaL), Torma kak kanbnueBsiii Tok T-tuna (lcar) B pabouem muokape

OTCYTCTBYET.

5.  EMKOCTb KaJmbIIMEBBIX JICTIO B CAPKOIIa3MaTUYECKOM PETUKYIIyMe paboyero MHOKapia MTUIl
COIMOCTaBUMa C TAKOBOM Yy XOJOJHOKPOBHBIX TTO3BOHOYHBIX KUBOTHBIX M 3HAYUTEIHHO MPEBBIIIACT

TaKOBYIO Y MJICKOIIUTAOIIIMX.

6. Hecmotpsa Ha orcyrcTBue T-TpyOouek M apXaWyHylO YIbTPACTPYKTYpPY KapAHOMHOLIUTOB
NTUL], CapKOJIEeMMaJlbHbIE KaJbIIUEBbIE KaHAJIbI B3aUMOJICHCTBYIOT C pUAHOIMHOBBIMU PELIENITOPAMHU

Ha MeMOpaHe CapKOIUIa3MaTHYEeCKOT0 PETHKYIyMa.

1.10. JIMYHBIN BKJIAJI ABTOPA

JInunbiii Bkian couckarens, ®PunaroBoid T.C., mpHCYTCTBYeT Ha BCEX 3Talax BBIMOJHEHUS
HacTosIeld paloThl: IUIAHUPOBAHMM SKCIIEPUMEHTOB, YXOJE 3a JKUBOTHBIMH, IPOBEICHHUU
ANIEKTPO(PU3NOIOTHIECKUX ~ IKCIIEPUMEHTOB, CTATUCTHUYECKOW o00paboTke u  00001IeHUN
pe3yNbTaToB, MOATOTOBKE MyOIMKaIUii, TpeIcTaBIeHUH paboT Ha POCCUMCKUX M MEXIYHapOIHbBIX

KOH(EepeHIHSIX.
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2. OB3OP JIMTEPATYPbI

2.1. CucreMaTnyeckoe mojioKeHue u IBOJIOIHOHHOC ITPOMCXO0KIACHUEC IITHIL

K xmaccy Ilturr (AVeS) OTHOCST TEIJIOKPOBHBIX JIUATICH], TTOKPBITHIX MEPHSIMU U 00JIaIarOIINX
OTIpENIeIICHHBIMA aHATOMUYECKHMH OCOOCHHOCTSIMH — TaKMMH KaK BHJIOM3MEHECHHE TIepPEeIHUX
KOHCUHOCTEH M HaJMuue Kujsl y OOJBINMHCTBA MpeacTaBuTeneit nannoi rpynmsl (Padian, Chiappe,
2007). Haubosee npeBHUE OCTAHKH MEPBBIX MPEICTABUTENCH TPYIIIBI ITUI] OTHOCAT K repuoxy 150
MJTH JIET Ha3aJ, OJIHAKO T€HOMHBIC UCCIIEIOBAHHS CBUICTEIBCTBYIOT O TOM, YTO ITHIIBI OTICITHIHCH
OT MPOYMX TMpeAcTaBuTeNeii rpymmsl apxo3aBpoB Oomee 200 muna ner naszan (Chatterjee, 2015).
HecmoTpst Ha 3HaUMTENBbHBIC apOMOP(O3bI, OTACIUBIIKNE MTUI] OT X MPEIIICCTBEHHUKOB, — TaKHUE,
KaK pa3BUTHUE MOJTHON MEXKKETYI0YKOBOM MEPErOPOAKH U CIIOCOOHOCTH MOICPIKUBATH IIOCTOSHHYIO
TEMIIepaTypy Tela, — HEKOTOPBIE UCCICIOBATEIN OTHOCST NTHII BBUY X 3BOJIOIIMOHHON OJIM30CTH
K KJIaJic apXx03aBpoB K moakiaaccy ITtumsl kiaacca Pentunuu (Stephenson, Adams, Vaccarezza, 2017).
[Mocnequuit o0mwmii MpeaoK MIECKOMUTAOIIMX U NTHIl XUl okojo 300 MIIH JeT Ha3aj — TaKuM
00pa3oM, OCHOBHBIC HBOJIIOIMOHHBIC M3MCHEHUS, OTICIMBIINE STH JBE TPYIIbI JKUBOTHBIX OT

MIPEAKOBBIX BUIOB MPECMBIKAIOIIMXCS, TPOU3O0NLIH B HUX He3aBucumo (Burt u nmp., 1999; Kemp,

1988).

Ha ceropusimHuii eHb W3BECTHBI TPU OCHOBHBIC T'MITOTE3bl MPOHMCXOXKICHUS MTHII, OTHAKO
€IMHON TOYKH 3PEHUS HA POJCTBEHHBIC CBSI3U MTHIL C CYIICCTBYIONIMMHU U BHIMEPIIMMU TPYyMIIaMUA
HPECMBIKAIOIIMXCSI M, COOTBETCTBEHHO, Ha UX TOYHOE CUCTEMATHYECKOE MTOJIOKCHNUE, HE CYIIECTBYET.
[MepBasi, Hanboee crapas TUIOTE3a, MPEANOIaraeT MPOUCXOKIACHUE MTHI OT OTPSIa TEKOJOHTOB
(Thecodontia) — mapaduineTHyecKoil rpyMITbl MEIKUX PENTHINN, OTHOCSIIMXCS K OJJHUM U3 HanOoJee
JIpEeBHUX TMpeacTaBuTenell rpymmsl apxo3aBpoB (Heilmann, 1926); oxmako, y4wuThIBas HOBBIE
NAJICOHTOJIOTHYECKHE U MOJICKYJISIPHBIC JaHHBIC , BEPOSATHOCTh TAKOTO CICHApUs KpallHe HU3Ka
(Padian, Chiappe, 2007). KpokoaumnomopdHasi Tunore3a, OCHOBaHHAs Ha CPAaBHUTEIHLHOM aHAJIHM3e
KOCTel uepera u JPYrux 0COOCHHOCTEH aHATOMUH, MTO3UIIHOHUPYET MTHI[ KK CECTPHHCKYIO TPYIITY
110 OTHOIIIEHHIO K TpouuM mpeacraButensam orpsaa Kpokomauasr (Crocodilia) u umeer moa coboid
HECKOJIbKO OOJIbIIIe OCHOBAaHHWH — MO MEHBIICH Mepe MOTOMY, 4TO OTpsa KpoKoauioB sBiseTCs
MOHO(DWIETHYECKON Tpynmoi, B ommmyue or ortpsaa TexomontoB (Walker, 1972). Haubonee
MEePCICKTUBHON HA CETOAHSIIHUN J[CHb SIBJISCTCS TAaK Ha3blBacMas «TEPOMOIHAS THUIOTE3a,
OJTararoiias MTUI[ CECTPHHCKOM TPYIIOi MO0 OTHOIICHUIO K MOJOTPSAY TEPOMOAHBIX JTHHO3ABPOB
(Theropodia), anaromuueckre CX0CTBa KOTOPBIX ¢ HBIHE YKUBYIIMMH MPEICTABUTEISIMH TITHIT ObLTH
OoTMeUYeHbI elle B Hadaje mpornioro Beka (Ostrom, 1975). Dra rumoresa MOAKPEIUIIETCS Kak
CPaBHHTEIIbHO-aHATOMHYCCKMMH  JTaHHBIMH, TaK M KJIaJUCTHYCCKMM aHAM30M, a TakKxke
OTHOCHUTEJIBHO HEJIaBHUMH HAXOJKaMH ONEpPEeHHBIX mpenacraButenei teporon (Gauthier, Padian,

1985; Kypouxkun, 2006).
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Kak ObI TO HH 6I)IJ'IO, KaxxJas U3 MEPCUUCICHHBIX 'MIIOTE3 MPOUCXOXKACHHUA IITHULl OIIPEACTIACT UX
KakK HpGI[CTaBHTGHGﬁ Tpynribl apXo3aBpOB, CIWHCTBCHHBIMHU OCTABHIMMUCA MNPCACTABUTCIISIMU

KOTOPOM MOMUMO NTHI] HA CETOJHSIIHUI I€Hb SIBISIOTCS KPOKOIUIBI (puc. 1).

Dromaeosaurs H3

Crocodilia H2

Poposaurs Sauropodomorpha Theropoda
@ Ornithischia Saurischia
Aetosaurs
Lagosuchus Dinosauria

Phytosaurs
Lagerpeton

Pterosaurs
Pseudosuchia
Euparkeria

Ornithodira
Archosauria

Puc. 1. TIpoHCXOXIEHHE M CHCTEMATHUYECKOE ITOJIOKCHHUE MTHI[ COTJIACHO TPEM OCHOBHBIM
runote3am: H1 — TekonouTtHo#, H2 — kxpokoaunomopdnoii, H3 — reponoanoii. ITo (Padian, Chiappe,
2007).

2.2. Ipeanocbuiku 1jisi GOPMUPOBAHNS 0COOEHHOCTEH AHATOMUHN M (PU3HOJIOTHHU ITHIL

2.2.1. Pa3BuTHE roMOHOTEPMHUH H MPHOOPETEHHE CIIOCOOHOCTH K MOJIETY

HecmoTpst Ha GOJIBIIOE YUCIIO CECTPUHCKUX TPYIIIT, 00Pa30BaBIIMXCS [TOCIIE OTACICHHUS ITUI OT
TEPOIOAHBIX JHHO3aBPOB, BCE HBIHE JKUBYIIHUE MTHIBI OTHOCATCS K MOAKIAcCY BeepoxBocThIX Win
Hoseix nruir (Neornithes) (Padian, Chiappe, 2007). ®u3uosiiorusi NTHII BO MHOTHX acleKTax
OTIMYACTCAd KaK OT (PU3MOIOTUM PENTHIMH M, B YaCTHOCTH, ONMKaWIIeld pPOACTBEHHOW TPYIIIBI,
KPOKOAMJIOB, TaK M OT (DPU3HOJNOTHH KOHBEPIEHTHO HBOJIOIHOHUPOBABIINX MIICKOMUTAIOIINX.
KitoueBsie ocoOeHHOCTH (DYHKIIMOHUPOBaHHS OpPraHW3Ma INTHI[ CBS3aHBI C TCIUIOKPOBHOCTHIO U
IPUCIIOCOOJICHUEM K TOJETy — HECMOTPsl Ha TO, YTO HEKOTOpBIC TPYIIBI NTHII — HAIpHUMeEp,
undpakinacc beckunerwix nruir (Paleognathae) — BTopuuHO MOTEpsUIM CHOCOOHOCTH K IOJIETY

(Torres, Norell, Clarke, 2020).

CTOUT OTMETHTH, YTO, BOIPEKH YIIPOICHHOMY OOIIETTPUHATOMY MPEICTABICHHUIO, TaJICKO HE BCE
ITHITB (& TAK)KE MIIEKOITMTAOIINE) SIBJISFOTCS a0COIIOTHO TETTOKPOBHBIMH (MM TOMOMOTEPMHBIMH )
opranu3mamu. HecMOTpst Ha TO, 9TO B TIOKOE TeMIIepaTypa Telia MTHIL BbIIIe, YeM TeMIlepaTypa Tenia
MJIEKOIUTAOIINX CO CXOIHOM MAacCOM Tela, Il MHOIMX M3 HUX B TOM WJIM MHOM CTENEHU XapaKTepHa
rereporepMusi — QIIYKTyalrst TEMIIEPATypPhl TEJIa B 3aBUCHMOCTH OT YCIIOBHI OKPYKAFOIIEH CpeJibl,
CYTOYHBIX WM TOJOBBIX LUKIOB, (pusnmonormyeckoro cocrosHus u T1.4. (Prinzinger, Prelmar,
Schleucher, 1991). Muorue BHABI NTHI[ IEMOHCTPHPYIOT SKCTPEMAIbHOEC CHIDKCHHE 0a30BOTO

yYpOBHSI MeTaboJIM3Ma U, COOTBETCTBEHHO, TEMIEpPaTyphbl Teja (M3MEHEHUE TeMIlepaTyphl MOXKET
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nocturatb 30°C u Ooiiee) BIUIOTH OO BIAJEHUS B TOPIOP B OTBET HA CHUXXEHUE TEMIIEPATypPhI

okpyxkartornieit cpeant (McKechnie, Lovegrove, 2002).

[oMoitoTepMusi HE3aBUCHMO TMOSIBHJIACH B XOJIE 3BOJIIOIMK Y NTHIl U MiekomuTarommx (Kemp,
1988), BcireACTBHE YEro MEXaHM3MbI TCILIONMPOAYKIIMU B 3THX TIPYIaX KUBOTHBIX Pa3IHYarOTCs.
TeMm He MeHee, HaIllpaBJICHUE €CTECTBEHHOTO 0TOOpa, 0OYCIOBUBIEE Pa3BUTUE TEINIOKPOBHOCTH B
ITHX TPYyMMax, MO0 BCEH BUAUMOCTH, ObLIO OOIIMM, M BKIIOYANIO Takue (hakTopbl Kak OTOOp MO
CIOCOOHOCTH K BRICOKOMY YPOBHIO a3poOHBIX Harpy3ok (Bennett, Ruben, 1979), BeicokoMy YpOBHIO
criocobHoctu Kk Tepmoperyisuuu (Crompton, Taylor, Jagger, 1978), Gosee ca0XKHBIC MEXaHHU3MBI
nogepxkanust mo3bl (Carrier, 1987), a Taxxke yBenmuueHHbld pasmep wmosra (Hulbert, 1980).
IMpuHuMas BO BHHMaHHE OTHOCHTEIBHO TIIOCTOSIHHOE COOTHOIICHHE MaKCHMaabHOTO W
MHHHAMAJIBHOTO YPOBHEH TMOTpPeOJICHUST KUCIOpoga y (HU3MYSCKH AaKTHUBHBIX IIPEICTaBUTEICH
TOMOHOTEPMHBIX M TOWKUIOTEPMHBIX HA3E€MHBIX TTO3BOHOYHBIX, TIEPBOHAYAILHBIM [TPEUMYIIECTBOM
BBICOKOM MHTEHCHBHOCTH MeTaboJM3Ma ObUT MOBBINICHHBI YPOBEHb (DM3MUYCCKON aKTHBHOCTH Y
IPEJKOB MIICKONUTAOMMX W NTUI. IIOCKOJBKY JIOKOMOLHMS W Mpoyas aKTHMBHOCTh Ha3eMHBIX
TETpanoJi ropa3io 0Ooyiee IHEPro3arpaTHa MO CPABHEHHIO C TAKOBOW Yy BOJIHBIX MO3BOHOYHBIX,
yAYYIICHHE €€ SHEPreTHYECKOro OOECTMeYCeHUs Aalo NTUIAM W MIICKONMUTAIOUIMM Cephe3HOE
NPEUMYILECTBO TIepe]l PEITHIINAMHU, KaKk B CKOPOCTH, Tak U B BeiHOCIMBocTH (Bennett, Ruben, 1979),
TOrJIa KaK TEPMOPETY/STOPHBIE MPEUMYINECTBA MHTCHCHBHOIO MeTaboiu3Ma ObLTH BTOPHUYHBI
(Ruben, 1995). JIpyrast Touka 3peHHUs MOJaracT ABMKYIUM (PAKTOPOM IMOSIBIIEHUS TOMOHOTEPMHUHU
MOSIBJICHUE y MTHI[ U MJICKOIMTAIOIIUX 3a00Thl O MOTOMCTBE: YBEJIMUYCHHUE BKJIaJa )KHUBOTHBIX B

BBIpALIMBaHNE IOTOMCTBA TpeOyeT Oombmmx 3Hepreruueckux 3arpar (Koteja, 2000).

Pa3BuTre romoiioTepMun Kak y MTHIL, TaK U y MIEKOIMUTAIONINX, B O0LIUX YepTax, HoTpedoBaio
JIBYX YCIIOBUH: YBEIMUEHUS TEIJIONPOIYKIIUN U CHUKEHUSI M3TyUeHHsI TeIJIa B OKPYKaIOIIYIO CPEy.
Haubonee siBHO paznuvaercs TEIUIOM3OJHPYIONIEE MOKPBITHE: MEX Y MIICKOMHTAIONINX, MEPhbs Y
OTUI, TPU TOM, UYTO TPEJACTABUTENN OOOUX TPYII JOMOTHUTEIBHO HJS TEIUIOU3OJISIIAH
HAKaIJIMBAIOT TMOAKOKHBIN JKUP, YTO HEXapaKTePHO JJIsl XOJOAHOKPOBHBIX M03BOHOUYHBIX (Ruben,
1995). TemmonpoayKIKs KOPPEIUPYET C 6a30BBIM YPOBHEM METa00IM3Ma, KOTOPBIH B CBOIO 0OYEpPEIb
OTIpE/ICNIIeTCS METa0OMUYECKOW aKTUBHOCTHIO OPraHOB >XHUBOTHOTO, TOTJAa KaK MaKCHUMAallbHA
TEIUIONPOIYKIINS U adpoOHasi aKTUBHOCTH OMPEICIISIOTCS BO3MOKHOCTSIMH CEPIEYHO-COCYIUCTOM
CUCTEMBI M CKEJETHBIX MBIIII. Y COBPEMEHHBIX MPEACTaBUTENEH TPYII NTUIl U MIEKOMUTAIOLINX
yBeIu4YeHUE 0a30BOTO YpOBHsI MeTaboiam3Ma oOecreymBaeTcs 3a cueT OOJbINeH OTHOCHTEIbHON
Macchbl BHYTPEHHHMX OpPTraHOB, a Tak)ke OOJbIIEH BBICOKOH Y/IEIbHON HMHTEHCHBHOCTU 0a30BOTO
MeTabon3Ma U MOTPeOJIeHUsT KUCIIOPOAa TKaHIMU BHYTPEHHUX OPTaHOB U CKEJIETHBIMH MBITIIIAMH
(Bennett, 1972; Brand u ap., 1991; Daan, Masman, Groenewold, 1990). Ha kimerounoMm ypoBHE

YBEJIMYEHUE MHTEHCUBHOCTU MeTabonu3Ma 1 a3poOHoro cunre3a AT® y MiIekonuTaronmx U NTHIL
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AOCTUTACTCA YBCIIMYCHUEM ITJIOTHOCTHU MI/ITOXOHI[pI/Iﬁ " IJom@aan MHUTOXOHIAPHUAJIBHBIX M6M6paH

(Else, Hulbert, 1985), ysenuuenueM wmacc-crienu(UIHON AKTUBHOCTH MHUTOXOHIPUAIBHBIX

depmenton (Hulbert, Else, 1989).

[Ipu Gonee BrICOKOM 0a30BOM ypOBHE METabOJM3Ma M TEMIIepaType Tejla MTHI] KaK TPYIILI B
nenom (Clarke, Portner, 2010), Ha MOJIEKYy ISIPHOM YPOBHE MEXaHH3MBI MOICPIKAHUS TEMIIEPATyphI
Tela Yy NUTHUI] OTIUYAIOTCS OT TAKOBBIX y MIIGKOMUTAIONMX. Pedh HIeT 0 Tak Ha3bIBAEMOM
HEIPOXKATEIhbHOM TEpMOTeHe3e, O00ecneunBalonieM IMOAJACpKaHWe TEeMIepaTypbl Tela B
TEPMOHEUTPATHHOHN 30HE; MPH CHILHOM CHIDKEHUH TEMITEPaTyphl MITHIIBI 33JCHCTBYIOT TEPMOTCHE3
JPO’KaHUS 3a CYCT COKpAICHHH aHTaroHUCTHYeckux JjerarenbHbix Mbimi (West, 2015). V
OOJBIIMHCTBA TJIAIICHTAPHBIX MIJICKOMUTAIONIUX 3TO MPOUCXOAHT 32 CUET TeHEpaluy Telia MpH
Ppa3o0IIeHUH IIEKTPOH-TPAHCIIOPTHOM 1IeNy MUTOXOHApui nipu yuactuu 6enka UCP1; ocobyro posb
B 3TOM wWrpaeT Oypas skuposas Tkanb (Cannon, Nedergaard, 2004; Oelkrug, Polymeropoulos,
Jastroch, 2015). Oxgnako, HECMOTpsSI Ha TO, YTO TOMOHOTEPMHUS NTHUI[ U, B YACTHOCTHU, MEPEXO] K
TOMOMOTEpPMHH B XOJ€ OHTOIeHe3a CBSI3aHbl C YBEJIMUYEHHEM CTENEHH Pa300IIeHHS
MHUTOXOHIPHATBHBIX 3JICKTPOH-TpaHcopTHhIX meneit (Walter, Seebacher, 2009), nruisr He umeroT
HU Oypoii xupoBoii Tkanu, HU Oenka UCPL — u ciiemoBaTenbHO, 3aIEUCTBYIOT JPYTHE MEXaHU3MBbI
HenpokareiapHoro Tepmoreneza (Mezentseva, Kumaratilake, Newman, 2008; Newman, 2011). ¥
ntul] omucan opronor 6enka UCP1 — avUCP (Emre u ap., 2007), — onaHako, €ro poib B
teronpoaykuun kpaiine crmopua (Walter, Seebacher, 2009). KiroueBast posib B pa3oOIicHHH
MHUTOXOH/IPHATILHON 3JICKTPOH-TPAHCTIOPTHOM IIETIH, TTO-BHIUMOMY, TIPUHAIICIKUT UMEIOIIEMYCS Y
OTUI]  OPTOJIOTY  aJICHUHHYKJICOTHA-TPAHCIOKA3bl,  pPACMOJIO)KEHHOMY Ha  BHYTpPCHHEH
MUTOXOHJIPHAILHON MeMOpaHe H OJKCIpPecCUpyeMOMY B OONBIIMX KOJUYECTBAX B CKEIETHOU
myckymnarype (Toyomizu u np., 2002; Walter, Seebacher, 2009). [Ipyroi#i mnpeamnojaracMmsbIii
MEXaHW3M TepPMOTEHE3a B OpraHu3Me TITUI] BKIIIOUaeT pa3obienue kpyropopora Ca?* B cKeneTHBIX
MBIIIIAX [PU Y4acTHUH CapKOIMIIMHA, cBssbiBaromerocs ¢ Ca?*-ATdasoit SERCA Ha memGpane
CapKOIUIa3MaTHYECKOTr0 pEeTHKylIymMa H cHmkawomero 3¢dexkruBHocts pabdotei SERCA ¢
YBEJUYCHUEM BBIJICTICHUS TEIIOBOM sHepruu (Asahi u ap., 2003; Maurya u ap., 2015). D10 X0pomio
COTJIaCyeTCsl ¢ TE€M, YTO NTHIlbI, MPU HanmbOOoJee BBHICOKOM 0a30BOM YpPOBHE MeTa0oJM3Ma Cpeau
MO3BOHOYHBIX, UMEIOT TaKKe HaWOOIBIIYI0O MACCy CKENETHBIX MBIIII M0 CPABHEHHUIO C JPYTUMH
aAMHHOTAMHU CXOJTHBIX Pa3MEPOB — B YaCTHOCTH, 3 CUET TMIIEPIUIa3nu jieTaTeabHbIX Mbit (Newman,
2011), Torma Kak NTHIBI, BTOPHYHO IOTEPSBINHE CIOCOOHOCTH JIETaTh XapaKTEPH3YIOTCS Ooiee
HU3KMMH 3HaYCHHUSIMH YpOBHs MeTabonu3Ma u TeMiepartypsl Teia (Calder, Dawson, 1978; Clarke,
Rothery, 2008). OHako, HECMOTPS Ha TO, YTO JTAHHBII MEXaHH3M TEPMOTCHE3a UTPAET BXKHYIO POJIb
JaKe y UMEIOIIUX OypBIi KHP TUTAIIEHTAPHBIX MJIICKOMHUTAOIINX, €r0 PeaTbHbINA BKIIAJ B PETYIISAILIUIO

Temreparypsl Tena nruil HeuspecteH (Bal, Periasamy, 2020). Kpome Toro, nokasano, uto C-KoHeIl
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CapKOJIMIHNHA, ydacTBYIomuid B cBsa3biBannu ¢ SERCA (Barbot u ap., 2016), y nTuil umeeT Apyryro
aMHHOKHUCIIOTHYIO TnociiefoBaTensHocTh (Montigny u ap., 2014), 4ro cTaBUT MOJ COMHEHHE €ro
ydacTue B TepMoreHese. Takum 00pa3oM, KOHKPETHbIE MEXaHU3MbI HEAPOKATEIHLHOIO TePMOTeHE3a
U MX OTHOCHUTEIbHBIA BKJIAJ B MOJJEpXKaHHE TEMIEpaTypbl Teia MNTUI[ Ha CETOAHSIIHUN JEeHb

OCTarOTCsA HECACHBIMMU.

NMenHo nepexo]; K roMoioTepMuH (IyCTh ¥ He aOCOIOTHOM, B 0COOCHHOCTH Ha paHHHX dTamax
HBOJTIOIUH TITHII ITOCJIE OT/EICHUSI OT OCHOBHOM TPYIIITBI apX03aBPOB) B COYCTAHUH C HEKOTOPBIMH
U3MEHEHUSMA B aHATOMUHU MO3BOJIMJI NTHUIIAM OCBOWTH AKTHBHBIM MOJIET. AKTUBHBIA MAaIIyIIHi
noJet TpedyeT OOJBIINX SHEPreTHUECKUX 3aTPaT MO CPAaBHEHHIO C 3aTpaTaMu MpHU Xoab0e uin Oere
’KMBOTHOT'O C aHAJIOTHYHOIM Maccoi Tella Ha TO )K€ PacCTOsIHUE ¢ TOM ke ckopocthio (Butler, 2016;
Pennycuick, 1968). HecmoTpst Ha TO, cpeiu MITHUIL BBIACIAIOT HECKOJIBKO XapaKTePHBIX (hOpM ImoJieTa
(mapsmuii, BUOpAIIMOHHBINA, BOJHOOOpA3HBIA IOJIET), PA3IMYHBIX IO CBOCH IHEPro3aTpaTHOCTH,
KaXJIbIii TIOJICT BKJTIOYAET 110 MEHBIIICH Mepe OJIMH B3JIeT ¢ HabopoM BeicoThI (Bishop, Butler, 2015),
a y npexacrasuteneii cemeiictB KypooOpasubix u TunamyoOpa3HbIX MOJIET, KaK MPaBHIIO, COCTOUT
TOJIBKO M3 3TOW Hambosee sHeproszarpatHod ¢azwer (Bishop, Butler, 1995; Sapir u ap., 2010).
[IpoomKUTENbHBIN aKTUBHBIH MOJET (KakK, HAalpUMEp, BO BPEMsI CE30HHON MUTPAITUH IITHIT) TpeOyeT
UHTCHCUBHOTO a3poOHoro meradosnmsma (Bishop, Butler, 2015), a moner Ha GoJbIION BBICOTE TIPU
HU3KOM MapIUaIbHOM JIaBJICHUU KHCIOPOa U HU3KOM TeMIieparype JOMOJHUTEIbHO YBEIUYUBACT
sHepreTudeckue morpedHocTr opranusma (Scott, 2011). KopoTkue mojeTsl 1 nepenapxuBanus (T.H.
«burst flight») KypooOpasHbIX, HCIONB3yeMbIe MPH HEOOXOAUMOCTH OBICTPOro OErcTBa OT
XUIIHUKOB, B OCHOBHOM OO€CIeunBarOTCs aHa3poOHbIM MeTabonm3moM (Marden, 1994) — onnaxko,
JIa’Ke HEMPOAOJDKUTEIBHBIHN MOJIET CO3/1aeT KUCIOPOIAHBIN 0T, KOTOPBIH HEOOXOAUMO BOCIIOJIHUTD.
DHepro3arparbl 1 HHTEHCHBHOCTh a3pPOOHOT0 METa0OoM3Ma, CONPSHKEHHBIE ¢ OOBIYHOM ISl TITHIT
(GU3NYeCKOl aKTUBHOCTBHIO, 3HAYMTEIBHO MPEBBIMIAIOT BO3MOXKHOCTH JOCTaBKH KHCJIOPOAA B
opranuzMe pentwinii. COOTBETCTBEHHO, OHBOJIOIHMS TNTHUI[ ObUIa CONPSHKCHA C Pa3BUTHEM
JIBIXaTEIbHOM U KPOBEHOCHOM CHCTEM, BKIIIOYAsl YCHJICHHYIO BaCKYJSPHU3AIMIO JICTKUX M MPOYUX
TKaHEH OpraHu3Ma, YBEIMYCHHAs WHTCHCUBHOCTh BEHTHIIAIUH JIETKHX, YBEJIHYCHHE E€MKOCTH
CEpPACYHO-COCYIUCTON CHCTEMBI M cucTeM Tpancrmopra kuciopoma (Withers, 1992). Jliobas u3
CTpaTeTHil TMOJIETa, WCHOJAb3YeMbIX MTHUI[AMH, TMPEANOJaracT HapsAAy C aHATOMUYCCKHUMU
nepecTpoiikamu (TakuMu Kak (POPMUPOBAHKE OTIEPCHUSI, BUIOM3MCHEHUS MIEPEIHUX KOHCUHOCTEH 1
obneruenune ckenera (Padian, Chiappe, 2007)) BbICOKyI0 (DYHKIMOHAIBHOCTH IbIXaTEIbHONH M

CEPJICYHO-COCYIUCTOM CHCTEM.

2.2.2. 3MeHEeHUs1 B TeHOMeE MTHI]
OHI/IcaHHBIe AHATOMHNYCCKHUEC U (bI/I?)I/IOJ'IOFI/ILIeCKI/Ie HepeCTpOﬁKH B OpFaHI/I?)Me IITUI, CBA3aHHBIC C

OBOJIOIMOHHBIMU HM3MCHCHHAMHU B XOJ€ HpI/IO6peTeHI/I5[ OHAOTECpMHUU U CIIOCOOHOCTH JICTaTb,
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OYEBHUIHO, HE MOTJIM MPOUCXOAWUTH B OTPBIBE OT MEPECTPOCK TeHoma NTHil. [ITuiml obnmamaroT
MaJICHbKUM T€HOMOM, pa3Mep IT'eHOMa MTHULl BApbUPYET B OYeHb HEOOIbIINX Mpeaenax — ot 0,9 mipn
1.0. (y komubpu) 10 2,5 muipa 1m.o. (y cTpayca), 4To, BUAUMO, OTPAKaeT KpalHe HU3KYIO INIOTHOCTh
OBTOPOB 1 TpaHcmo3ouoB (Dodgson, 2015). IIpuHuMas BO BHUMaHKE T€HOMHBIE U ITaJe0r€HOMHBIE
JAHHBIE O CXOJHBIX HM3MCHEHHSIX B pa3Mepe IeHoOMa y JPYTruX IO3BOHOYHBIX, CIOCOOHBIX K
AKTUBHOMY TIOJIETy — HaIlpUMep, Yy JIETy4UX MBIIICH W TTEPO3aBpPOB, — OBUIO BBIIBHHYTO
NPENOI0KEeHNE, YTO Oosiee MeNKHUe KIETKH C MEIKHUM SAPOM U MaJeHbKUM T€HOMOM CO3JA0T
npeumyiiectso npu mosete (Hughes, Hughes, 1995; Organ, Shedlock, 2009; Zhang, Edwards, 2012).
[lpu 3TOM, CyIs MO HMMEIOMIMMCS JaHHBIM, BEIMYMHA T€HOMAa KOPPEIUPYET CO CHOCOOHOCTHIO
KOHKPETHOT'O BUJA NTHIl K aKTUBHOMY TIOJIETY: TaK, KOJIMOPH, U3BECTHBIE CBOEH CIIOCOOHOCTHIO K
ocoboMy THUMy IMoJieTa, O0JaJal0T CaMbIM MAaJIEHBKMM T€HOMOM Cpeld aMHHOT, TOrjJa Kak Yy

HEJICTAIONIUX MTHI] TeHOM uMeeT Oombinuii pazmep (Gregory u ap., 2009; Hughes, Hughes, 1995).

OpnHol W3 MTUANPYIOMIUX THIIOTE3, OOBSICHSIIONINX OMUCHIBAEMYIO KOPPEISIIIUIO, SBISETCS CBS3b
pasMepa TeHOMa C YpOBHEM MeTa0OJIMYeCKON aKTHBHOCTH XUBOTHOTO. COTJIaCHO 3TOH THIIOTE3E,
KJIETKH C MEHBIIIUM Pa3MEPOM I'€HOMa MMEIOT MEHBIIHK pa3Mep U 00Jiee BHICOKOE COOTHOIICHHE
TIJIOIIA U TIOBEPXHOCTH K 00BEMY KIIETKH, YTO CO3/1aeT OJIarONMpPHUATHBIE YCIOBHS JIJIsl 00JIee BEICOKOM
metaboanueckoii aktuBHocTH (Gregory, 2001), uto coriacyercs ¢ HEOOX0IUMOCTBIO MOIICPKUBATh
BBICOKHI YpPOBEHb WHTEHCHBHOCTH MeTaboimM3Ma JJisi YHEPreTHUYECKOTO OOECTeueHUs] aKTUBHOTO
MOJIETa ¥ COOTBETCTBYIOIIUM HAIpPaBJIICHUEM JeHCTBUS ecTecTBeHHOTro otoopa (Ward u ap., 2002).
CpaBHUTENBHBIA aHaTU3 MOPPOMETPHUECKUX IMOKa3aTejIeii B COBOKYMHOCTH C T€HOMHBIMH
HCCJIEIOBAHUSMHU TOKa3ajl, YTO pa3Mep I'eHOMa OTPULATENIBLHO KOPPEIUPYET C OTHOCUTEIHHOU
MacCOW JIETATEIbHBIX MBI U OTHOCUTEIBHOW MAacCOM CEpJld, YTO KOCBEHHO ITOATBEPKIACT

nannyro runoresy (Wright, Gregory, Witt, 2014).

Od4eBHIHO, YTO TOMUMO MHTPOHHBIX MEPECTPOCK M YMEHBIIECHUS pa3Mepa TeHOMa YHUKAJIbHBIC
OCOOCHHOCTH (PM3MOJIOTUM M AHATOMUU MTHUI[ JOJDKHBI OBITh CBSI3aHBI C  OKCIIPECCHEH
COOTBETCTBYIOIIMX T€HOB, OTCYTCTBYIOIIUX y TMPOYUX TMO3BOHOYHBIX. ['€HOM mTHI] TpeTeprien 2
IYIUTAKAIIMY, B PE3ybTaTe 4ero oOpa3oBajauch 4 KiacTepa roMeoOOKCHBIX HOX-TeHOB; BCero 1o
IPUMEPHBIM OLIEHKaM T'€HOM MTHII coaepkutT okoso 15000-20000 renos, koaupyronwmx Oenku (Peer
Van De, Maere, Meyer, 2009; Wang u ap., 2013). Ha nanas1if MOMEHT uMeeTCs KpaiiHe MaJio JaHHBIX
0 Kakux-TH0O crenu(PuuHbIX JUIsi NTHI TEHOB WM HMX aiened. OT4acTH 3TO CBS3aHO CO
CJIIOKHOCTSIMA aHHOTHPOBAHHUS T€HOMA NTHI[ U, COOTBETCTBEHHO, MACHTU(PUKAIMEeH QYHKIMA TeX
WM UHBIX QYHKIMI reHoB. MI3BeCTHO, YTO MTHUIIBI 3HAYUTEIHLHO PACIIMPIIIA HAOOp TeHOB KepaTHHA,
YTO CBSI3aHO C Pa3HOOOpa3HeM KEPATUHOBBIX CTPYKTYD (TIephs, derysl, KitoB u kortu) (Warren u 1ip.,

2010b).
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2.2.3. N3menenust Gu3HOIOTHH NITHII, CBSI3AHHBIE C 0IOMAIIHHBAHHEM

2.3. Oco0eHHOCTH cTPOeHHs U PYHKIIMOHUPOBAHMS AbIXATEIbHOH CHCTEMBbI ITHI

CtpoeHue U AbIXaTeIbHONW CUCTEMBI U, B YaCTHOCTH, JIETKUX NTHI] SBJISETCS YHUKAIbHBIM, OJTHAKO
HEKOTOpbIE aHATOMUYECKHUE U YIbTPACTPYKTYPHbIE OCOOEHHOCTH SBJISIOTCA JHUIIb aTbTePHATUBHBIM
CI0CcOOOM pEIIeHUs TEX e MPOoOIeM, YTO CTOSUIH NIEpe]] ITpeIKaMH MIIEKOMUTalonuX. TeM He MeHee,
CyMMapHas IJIOmaab ra3oo0Mena y nruil Ha 15% Oounbiie, 4eM y MIIEKOMUTAIONIUX, a TOJIIUHA
Oapbepa MEKIy KpOBBIO M BO3AYIIHOW cpenoi B 2,5 pa3 menbiie (Maina, King, Settle, 1989; West,
2009). Bonee Toro, apIxaTenbHas CHCTEMa MTHII 00ECIICUYUBACT UM B CPEIHEM HanOOJIee BBICOKUI
JBIXaTeIbHBI 00beM Ha | KT Macchl Tela cpeau MO3BOHOYHBIX — 160,8 M (mis cpaBHEHUs, y

MJIEKOIMTAIOIINX IbIXaTeIbHBIN 00heM cocTaBisieT 54,4 mi Ha 1 kr maccel Tesna) (Schmidt-Nielsen,

1975).

JIist ITHIl XapakTepHBI OTHOCUTENILHO HEOObINNEe, HEPACTSHKUMBIC JIETKUE, PACIIONIOKCHHEBIE B
TOpakoabIOMUHAIBHON Tonoctu. Jlmadparma, xapaktepHas i MICKOMHUTAIOIINX, OTCYTCTBYET,
MOATOMY JbIXaHHE peOepHOe, U JaBJICHUE B TOPAK0AOJOMUHAIBHOM MOJIOCTH PaBHO aTMOC(hEepHOMY
(B OTIIMYME OT MJICKOITUTAIOIINX, BEIHYKICHHBIX TOICPKUBAThH 00JIee HU3KOE JaBlICHUE B TPYIHON
noJjoctH). Jlerkue CBsI3aHBI C CUCTEMOW W3 JEBSTH BO3YIIHBIX MEIIKOB, KOTOPHIE COCTABISIOT
OCHOBHOH 00BEM NbIXaTeNbHOW CHUCTEMBI MTHUI[ M OOECHEYMBAIOT TAaK HA3BIBAEMYIO «IBOWHYIO
BEHTUJISIIIMIO» HA BIOXE U HA BBIIOXE. BO3AyX momagaeT B IETKUE NTHUI] Yepe3 BEPXHUE AbIXaTeIbHbIC
MyTH, BKIIOYAIOIINE OpOHA3aIbHBIC CTPYKTYPHI U TPAXero, KOTOpasi B paiiloOHe MeBYeH ropTaHH (T.H.
CHUPUHKC) pa3BETBISIETCS Ha 2 TIEPBUYHBIX OpPOHXa, KOTOPHIE, B CBOIO OYepeib, AT HAYajo
HECKOJIbKUM TpymnmnaMm BTopuuHbix OponxoB (Powell, 2015). B otauune OoT MIICKONMUTAIOIIUX,
OpOHXHATBFHOE IPEBO KOTOPBIX CHIBLHO BETBUTCS, OpOHXHMANbHAS CHCTEMA MTHUIl BKIIOYAeT OpOHXU

tossKko 3 mopsakos (Ludders, 2015).

OYHKIIMOHATHHON STUHUIICH ABIXaTeTbHOM CHCTEMBI IITHUIL SIBIISIOTCS TAapaOpOHXH, HHOT 1A TAKXKE
Ha3bIBaEMble «TPETUYHBIMU OpOHXaMU». BOJNBIIMHCTBO MapaOpOHXOB OPraHM30BaHbl B TPYIIIBI
napajuieIbHbIX TpyOouek amameTpoM 0,5-2 MM (T.H. TaJe€ONyJIbMOHAJIBbHBIC TMapaOpOHXH),
COEUHSIONINE MEIUOBEHTPAIbHBIE U MEAHOJOP3aJbHbIe BTOPUYHBIE OPOHXH, HO Y HEKOTOPBIX
BUJOB MTHUI[ YacTh OPOHXOB JEMOHCTPHUPYET HEpPEryJIspHbIE MMATTePHBl  BETBJICHUS
(HeomynbMOHabHBIE Mapabponxu) (Scheid, Piiper, 1989). Kak u ambBeosbl MIICKOMHTAOIIHX,
napaOpOHXH MTHUI] TOKPBITH Cyp(aKTaHTOM, OJTHAKO €r0 MaKCHUMaJIbHOE MTOBEPXHOCTHOE HATSKEHHE
HIDKE, Y€M Y MJICKOITMTAIOIINX, YTO OOBSICHSICTCA HEPACTSHKUMOCTBIO NITUYBKX Jierkux (Bernhard u
ap., 2001). B npixaTenbHOW CHCTEME NMTHUI] OTCYTCTBYIOT KaKHe-TMOO aHaTOMUYECKHE KJIAlaHbl —
OJIHAKO, 3a CYET TaK Ha3bIBAEMBIX «a3POJMHAMUYECKUX KIJIAIIAaHOB» BO3MYyX HA BIOXE U BBIIOXE

JIBUKETCST  OMpEIeNIeHHbBIM 00pa3oM: B  MajeolyJbMOHAIbHBIX MapadpoHXax Bcerja B
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KayJOKpaHUAJIbHOM HalpaBJIeHUH, TOT/1a KaK B HEOMYJIbMOHAJIBHBIX TapaOpoHXax Ha BIAOXE BO3AYX

JIBIDKETCS] B KpaHUOKAyIaTbHOM HAIIPaBICHHUH, a HA BBIZIOXE — B KayIOKpaHUAIBHOM (pHuC. 2).

MapabpoHxu

KaypanbHeie
BO3AYLUHbIE
MELLIKM

KpaHuaneHbie
BO3AYLUHbIE

MNaneonynbMoHaneHbIE

HeonynbmoHanbHble

Boox Bbiaox

Puc. 2. JIBuxkeHue Bo3ayxa B JbIXaTEIbHOM CHCTEME NTHUII BO BpeMs BlIOXa W Bblaoxa. UepHble
CTPEJIKH TTOKa3bIBAIOT JABMIKEHHE BO3/yXa B MapaOpoHXaX M BO3AYIIHBIX MEIIKaX, OCNIbIE CTPEIKH

noka3biBatoT Bo3MoxHbIe yHTHI. [To (Powell, 2015).

['a3000MeH B JbIXaTeNbHON CHCTEMa MTHUIl MPOUCXOAUT B mapabponxax. Ilpm 3Tom cTpoeHue
napaOpOHXOB IO3BOJIIET HCIIOJIB30BATh MPOTHUBOTOYHBIN MEXaHM3M IPH HACBIIICHHUH KPOBH B
NpUJIETAIOIINX KamMUIsIpax KUCIOPOIOM: JIBUKEHUE BO3AyXa B MapabpoHXax U JBM)KEHHE KPOBHU B
NpUJIETAIOIINX KaIMUIsIpax HalpaBJIeHBI B IPOTHUBOIIOIOKHBIE CTOPOHBL. Takum o0pa3om, o Mepe
NPOJABIDKCHHS BO3[yXa IO JIHHE mapabponxa mapuuanbHoe gaBienune O (P02) B Hem mamaer,

0HaKo P02 B KpOBH B MPUJIETAIOIINX KATMJUIAPax OKa3bIBaeTCs elie Huxe (puc. 3).

MeauoBeHTpanbHbIA Meauopop3sansHbIi
BTOPUYHBIA BpOHX BTOPUYHBIA BPOHX
s MapabpoHx Fop

!

R

Kanunnsap
: Bapbep
R Bo3aylwHbli kKanunnap

Puc. 3. Moaens mpoTHBOTOYHOTO ra3o00MeHa B mapaOponxax nrtuil. Ha pucyHke 0003Ha4eHO
napuuansHoe naeneHue Oz: P; — Bo BapixaeMoMm Bo3ayxe; Pe — B BeIIbIXaeMOM Bo3ayxe; Pv — B

BEHO3HOU KpoBH; Pa — B apTepuanbHoii kposu. 1o (Scheid, 1990).

B neanbHBIX yCIOBUAX Takas MOJEIb ra3000MeHa MO3BOJIAET TOCTUTAaTh O0Jiee BEICOKOTO POz B
apTepuasbHOM KPOBM IO CpPaBHEHHIO C POz B BBIJIBIXa€MOM BO3]lyX€. AJBBEOJISIPHBIC JIETKHE
MJIEKOMUTAIOIINX K€ B UACAIBHBIX YCIOBUSIX MO3BOJISIOT JOCTUTHYTH JIMILIb PaBHBIX 3HaueHui PO, B

BBIIBIXacMOM Bo3ayxe u KpoBu. (Piiper, Scheid, 1972).
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TakuMm 006pa3oM, bIXaTenbHasi CUCTEMa NTHI] T03BOJISIET C BEICOKOU 3((hEeKTHUBHOCTHIO HACKHIIIATh
KPOBBb KHCIIOPOJIOM, YTO HEOOXOAMMO JUIsl TOJACPKAHUS BBICOKOMHTEHCHBHOTO METa0OJIM3Ma U
DHEPreTHUECKOTO obOecredeHns MoJeTa, Kak ObUIO CKazaHo BbIime. OJHAKO, 3TO Takke Tpedyer

BBICOKO() YHKIIMOHATILHOM Cep/IEYHO-COCYTUCTON CUCTEMBI JIJIs KPOBOCHAOKEHUS TKAHEH.

2.4. Oco0eHHOCTH CTPOEHMS CePAEYHO-COCYIUCTOM CHCTEMbI IITHIL

2.4.1. AHaToMHYeCKOe CTPOEHHE CePANa IITHII

24.1.1.  Cmpoenue kamep u K1ananog cepoya nmuy

HecmoTpst Ha TO, YTO 3BOJIFOIIMOHHBIC BETBH MTHII U MJICKOIUTAIOIIUX pa3oluiuch oosee 200 MiTH
aer wnasan (Padian, Chiappe, 2007), xoHBepreHTHas 3BOJIOIUS B HAlpaBICHUH YBEIUYCHHUS
WHTEHCUBHOCTH MeTa0oJM3Ma M Pa3BUTHUS TEIUIOKPOBHOCTH TPHBEIA K TOMY, YTO CEpACYHO-
COCYJIUCTBIC CUCTEMbI COBPEMEHHBIX NTHIl U MJICKOIHUTAIOIINX YCTPOCHBI BechbMa cXxoaH0. OHaKo,
B CHJIy OTJQJICHHOTO CHCTEMATHUYECKOTO IMOJIOKCHUSI U OPUCHTAIMU COBPEMEHHOU (hH3HOIOrUU B
3HAYUTEIbHOW CTENCHW Ha MEIUIIMHCKUE HCCIIEAOBaHUs, 00 YCTPOMCTBE CEepAeYHO-COCYTUCTON

CHUCTEMBI MITHI] Ha CETOAHAIIHUI ICHh N3BECTHO TOPa3/10 MCHBIIIE.

Cepaue OTHI, KaK U CEpAlLle MIICKONUTAIOMINX, MPEACTABIACT M3 ceOs UYeThIpexKaMepHBIN
MBIIIEYHBIA IOJIBI OpraH, NPUHUMAIOIUN BaXHOE YYacTHE B IOAJEP/KAHUU [ABICHHS B
COCYIIUCTOM pYCIIe U NepeiBUXKEeHUN KpoBH N0 HeMy. Cocynuctoe pycio (GopMHUpPYyeET J1Ba Kpyra
KpOBOOOpaIeHusi, O0NbIION (CHCTEMHBIN) W Mallblii (JIETOYHBIN), COCAUHEHHBIC IPYT C IPYroM
nocienoBarenbHo. CaMo cepile pachojokKeHO B KpPaHMAJIbHOM YacTH TOpakoaOIoMUHATBHON
IIOJIOCTH, OKPYXXEHO JOp3aJIbHO M JIATEPAIBHO JOOJSIMHM II€UYEHH, a €ro NpOAOJibHas OCh
OPUEHTUPOBaHA HEMHOTI'O MPaBee NPOAOIBHON OCH Tella NTHIBL. CepAle NTUL OKPYKaeT TOHKHN, HO
JIOCTaTOYHO IUIOTHBIM COCIMHUTEIIBHOTKAHHBIA IEPUKAPAMAIBHBIA  MEIIOK, COACpIXKAIIUI
HEOOJIBIIIOE KOJIMYECTBO CEPO3HOM JKUAKOCTH sl OOJITYeHMs JIBMIKEHUH cepilla BHYTPH HETO.
[Tepukap nTHL CpalleH ¢ TPYAUHON, OKPY>KAIOIIMMH BO3yIIHBIMA MELIKAMH, IIEYEHBIO, a TAKKE C
aJBCHTHLMAJIBHBIM CJIOEM BIAJAIOIUX B CEPALE M BBIXOASIIUX W3 HEro KPYIHBIX LIEHTPAJIBHBIX
KPOBEHOCHBIX COCYJIOB, YTO J€laeT IOJOXKEHHE CcepAlla B TOPaKoaOJOMHHAIBHOH IOJIOCTH
OTHOCHUTEJIBHO MOCTOSIHHBIM. [lepukapananbHblii MEIIOK IPAKTUYECKU HEPACTSHKUM, YTO IIO3BOJIET
IPOTUBOCTOATh CHUJIbHBIM YBEJIMYEHUSM OO0bEMa CepAlld, BbI3BIBAEMBIX IEperpy3koil cepaua
o0beMoM KpoBu. Kpome Toro, naHHoe CBOMCTBO MepHKapa MOXKET OIOCPEAOBaTh MEXaHHUECKOE

COIpspKEHUE pabOoThI JKEJTYI0UKOB CepAlla ITHII.

Macca cepana ITHI IO OTHOHICHHMIO K MacCCe TEjla, KaK IIpaBHIIO, 6OJ'IBH_IC, Y€eM TakKoBasd y
MIICKOIIUTAOIINX CXOOAHOTO pasMEpa B CBA3H C BBICOKOH SHCPFCTI/I‘ICCKOI\/'I CTOMMOCTBKO aKTUBHOI'O
IIoJIcTa. KpOMe TOro, Kak M y MJICKOIIUTAOIIUX, OTHOCUTCIIbHAA MacCa CCpAla ITUIl 3aBUCUT OT

pasmcepa Tcia. VY Gonee MenKux BUJ0OB BBUAY OOJIBIIIETO COOTHOIICHUS IJIomaau rMmoBEPXHOCTHU TCIIa
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K 00beMy Tejda W, COOTBETCTBEHHO, OOJBIIMX TEIUIONMOTEPh W JHEPreTHYSCKHX 3arTparT Ha
HO/IJICP)KAHUE TEMITEPATyphI TeNa, 0a30BbIi YPOBEHb META00IN3MA HAPSITY C OTHOCUTEIBHON MacCoit
TeJa OKa3bIBaeTCs BhIle (puc. 4). Y NTHI[ 3aBHCUMOCTh MAcChl CEp/Illa OT MAcChl TeJIa BBIPAKACTCS
kak Mp = 0,014xMp>®!, rie Mh 910 Macca cepana, a Mp — Macca Tena; Torna Kak y MISKOHTAIOIIHX
3Ta 3aBUCUMOCTH BHITIINT Kak Mp = 0,0058xM,% (Bishop, Butler, 1995; Prothero, 1979). Cront
OTMETHTh, YTO y ITHI[ OTHOCUTEIIbHAS Macca Cep/Iiia MOXKET 3aBUCETh HE TOJIBKO OT Pa3MEpOB TeJa,
HO M OT UX CIIOCOOHOCTH K IMOJIETY — TaK, KOJHOPH B CHIy 3KCTPEMAalIbHO HH3KOH Macchl Teia U
YHHUKaJIBHOTO crocoba moseTa (Tak HasbiBaeMblii hovering flight), Biekymux 3a co6oit HeBepOATHO
BBICOKHE YHEPTEeTHYECKUE MOTPEOHOCTH OPraHM3Ma, BBINAJAI0T U3 MPEJIOKESHHON BBIIIE CXEMBbI, U
3aBMCHUMOCTh MACChl MX CEp/lla OT MAaccChl Tela OMHMChIBaeTcs BhIpaxkenueM My = 0,025xMp>%
(Bishop, Butler, 1995), B To Bpems kKak y MpakKTHYECKH HECHOCOOHBIX K MOJIETY THHAMYOOpPa3HBIX

OTHOCHTEJIbHAS Macca cepia He gocturaet gaxe 0,3% (Altimiras, Giraldo-Deck, Garitano-Zavala,
2013).

OTHOCHTEIBHASA
macca cepana (%)

1
1 10 100 1000 10 000

Macca Tena (1)

Puc. 4. 3aBUCHMMOCTb OTHOCHTENBHOH MacChl CEepAlla HTHI OT Macchl UX Tena. JlaHHBbIE,

OTHOCSIIIMECS K PA3JIMYHBIM BHJIaM KOJUOpHU, 0003HAUYEHBI Ha TpaduKe TPEYroJbHBIMU CUMBOJIAMH.

ITo (Bishop, Butler, 1995).

Kak ObU10 CKa3aHO BBINIE, CEPJIIIEC MTHUIl YETHIPEXKAMEPHOE W COCTOMT M3 2 Mpeacepauii u 2
xenynoukoB (puc. 5). Ilo cBoeMy cTpoeHHIo cepialle NTHI] TOXO0XKE Ha Cepaue ApYyrux
MpPEACTaBUTENCH TPYNIbl apX03aBpOB, KPOKOJUIOB — OJTHAKO, B OTJIUYUE OT KPOKOAMIIOB, CEPALIE
ITULl XapaKTEPU3YETCs MOJIHBIM PA3IECICHUEM BEHO3HOM U apTEpUAIbHON KPOBU 3a CYET HAIMYUS
MOJTHON MEXOKENTYIOYKOBOM MEPErOpoIKU, a TAKKE PEIYKIIMA BTOPOUM IYT'M A0PThI, BBIXOIAIIEH U3
npaBoro keiaynaouka (Bettex, Pretre, Chassot, 2014; Stephenson, Adams, Vaccarezza, 2017). Kamepsr
cepAla MNTHIl aHaJOTHYHbI TAKOBBIM Yy MJIEKOMHUTAIOIIMM: KpPOBb, MPOXOASIIAs 4Yepe3 IpaBoe

npeJcepne U MpaBblil Kemya0ueK, MONagaeT B JISTOYHbIM KPYT KpOBOOOpAIEH!s Il HACBIIICHHUS
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KHCJIOPOJIOM, TOT'/1a KaK KPOBb, IPOXOJIAIIAs Uepe3 JIEBYIO MOJIOBUHY CEP/ILIa, TOMA1aeT B CUCTEMHBIN
KpOBOTOK. B mpaBoe mpezicepiue BanalOT CUCTEMHbIE (TI0JIbIE) BEHBI: IMpaBas W JieBas BEPXHUE
MOJIbIC BEHBI M HIDKHSS TOJas BeHa (Ha3bIBacMbIe TAKXKE JIGBOM M MPaBOM KpPaHUAIBHBIMH U
Kay/JaJbHOM BEHaMH, COOTBETCTBEHHO); U3 MIPABOT0 KeJIy104YKa BBIXOIUT JIETOYHbIN CTBOJ. B j1eBbie
npeJicepine BIaIaloT JIBE JIETOYHbIE BEHbI — B OTJIMYHE OT MJICKOMHUTAIOIINX, UX YUCIIO HE BApbUPYET
MEXIy pas3auuHbiMu Bugamu ntull (Kroneman u ap., 2019) — a U3 J€BOro enymI0ouka BBIXOIHT
aopTa, KOTopas y ITHUll, ONATh K€, B OTIMYHE OT MIICKOMUTAIOLIUX, BEAET CBOE MPOUCXOKICHUE OT

MpaBoOi CHUCTEMHOM Iyrd aopThl, TOTJA KaK Y MJIEKONUTAIONIMX OCTAeTCs jeBas CUCTEMHasi J1yra

(Holmes, 1975).

BeHo3HbIil cuHYC, SBISIOMMNACS y PENTHIINH, BKIIOYas KPOKOIWIJIOB, HanOojiee AMCTAIbHBIM
OTJIEJIOM CepJilla U y4acTBYIOIIUN B HAMOJIHEHUU MPABOrO MpeAcepAusi, B TOW WM UHON CTENeHU
WHKOPIIOPUPOBAH B TIpeacepaus (aTpuayn3oBaH) y NTHUIl, Kak u y muekonuTatomux (Cook u mp.,
2017; Jensen u ap., 2014). Ilo Bceil BUAUMOCTH, 3TO CBS3aHO C BBICOKOW YaCTOTOM CEPAECUHBIX
COKpAIllCHUH U MOTEpEd POJIM BEHO3HOI'O CHHYCAa B HAIIOJHEHUU IPEICEPAUH y TEIUIOKPOBHBIX
JKUBOTHBIX. TeM He MeHee, y OoJjiee TPeBHUX OCCKUIIEBBIX MTHI (CTPAyChl, SMY) BEHO3HBIN CHHYC
peayuupyeTcss He O KOHIAa M COXpaHseTcs Kak HeOoJblias KaMepa, B KOTOPYIO BIAJaroT MOJIbIe
BeHbl (Jensen u np., 2014; Tajali, Ghazi, Partou, 2009), a y HEKOTOPBIX MTHII, IO BCEH BHIUMOCTH,

coxpaHnsieTcs CHHOATpualbHbIHN KinanaH (Kroneman u ap., 2019).

[pencepaus cepaia NTUI, KaK M y MJICKOMHUTAIOIINX, MPEICTABISAIOT COOON TOHKOCTEHHBIC
KaMepbl, PaCTATHUBAIOIIMECS MPU 3alOJHEHUU KpoBbIO. IIpaBoe mpejacepane, Kak IMPaBHUIIO,
3HAYUTENHHO OOMNbBIIEC JIEBOTO MO pa3MepaM — BO3MOXKHO, 3a CYET IMPOU3OIICAIICH B XOie
9BOJIFOIIMOHHOTO Pa3BUTHUSI HHKOPIIOPAIIMU BEHO3HOTO CHHYca. MHOKap Mpeacepansi OpraHiu30BaH
B TOJICTBIC IYYKH, (OPMHPYIOIIHE TaK Ha3bIBacMble Ipebenuarsie MbImisl (Musculi pectinati). B
KpPaHHALHOM HAalpPaBJICHHH I'PeOEHYATHIE MBIIIIBI CXOAATCS B OJHY OOJBIIYIO MBIIICYHYIO apKy,
HPOXO/IAIIYIO [0 KPAaHUATBHOM MTOBEPXHOCTH 000MX TPEICEePIHii CripaBa HAICBO (TaK Ha3bIBacMast
rorepevHas apka, OHa COCTaBJsieT OKoJIo 25% Macchl BCEro MHOKapjaa IMpeacepauii). ¥ MHOrMX
BHUJIOB MTHUI[ HET (YHKIIMOHATBHBIX KJIAMaHOB HAa BXOJIE B MPEACEPINs, YTO CBUACTEILCTBYET 00 UX
HE3HAYMTEJILHON POJIM B HATIOJIHEHHH KETYI0UKOB B Xoz1e cepaeunoro mukia (Dzialowski, Crossley,

2015; Kroneman u ap., 2019).

[Ipencepausa NTULl OTAENIEHBI OT KEIYJIOYKOB KilanaHaMu. JIEBBIN MpecepIHO-KETyA0UYKOBBII
Ki1altaH HMECT 3 COCANHUTCIBbHOTKAHHBIX CTBOpKI/I, 3a$IKOpeHHBIX Ha HaHI/IJIJIHpHBIX MBbIIIIax
JKEIIyI04YKa ¥ aHAJIOTUYHBIE 110 CBOEMY CTPOEHHIO JIEBOMY IIPEACEPIAHO-KEIYIOYKOBOMY KIIallaHy
MiekonuTamux. CTpyKTypa e IpaBoro MpeacepIHO-KeIyI0YKOBOT0 KilaraHa MTUI] COBEPIIICHHO
uHasg (puc. 5): OH MpEeACTaBIseT COOON CHUPATBHYIO MBIIICUYHYIO CKIAIKY, 3aKpPhIBAIOIIYIO

OTBEPCTUE MEXKIY MPEACEepPAUEM U XKelyIoukoM, umeroniee Gopmy nomymecsna (Lu u ap., 1993a).
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CTOUT OTMETHUTH, YTO KJIalaH CXOJAHOI0 CTPOEHUS XapaKTepeH AJIsi KPOKOAUIIOB M OJTHOMPOXOIHBIX
miekonutaomux (Cook u ap., 2017; Wade, Neely, 1949). IIpaBsrii mpencepaHO-KeTyI0UKOBBIMA
KJIallaH COCTOUT OOJIBIIEH YacThIO U3 KENyI0YKOBOT0 MHOKAp/a, OCHOBAHUE KJIallaHA CPAIIEHO CO
CTEHKaMH TMpeJcepans U >KeTyJouyka, CBOOOIHBIM Kpall KilalaHa BIAeTCsl B IMOJIOCTh MPaBOTo
JKEeNyZIoUKa M YaCTMYHO CpalleH C €ro BHEIIHEW CTeHKOW TaK Ha3bIBA€MOW TparenueBHIHON
Mbimneid. [Ipu 3ToM y KiamaHa OTCYTCTBYIOT KaK CYXOXKHIJIbHBIC XOpJbI, TaK W MAMHUSIPHBIC
MBIIIIIBI, HA KOTOPBIX KIamaH MOT Obl OBITH 3asKOpEH — TeM HE MEHee, JOMNIUIeporpapuuecKue
HCCIIEI0BAaHMS MMOKA3bIBAIOT OTCYTCTBHE 00paTHOrO TOKa KpoBH uepe3 kiaman (Prosheva, Kaseva,

Dernovoj, 2019).

Puc. 5. Aratomuueckre 0COOCHHOCTH CTPOCHUS ceplia NTHIl. A - (pOHTAIBHBIA cpe3 cepaua
KYpHIIbI, TEMOHCTPUPYIOIIUI CTPOCHUE M B3aUMHOE PaclojOKeHHe Kamep cepaua nrui. RA —
npaBoe npeacepaue; LA — neBoe npencepaue; RV — npaBbiii sxenymouek; LV — neBblit xkenyaodexk;
IAS — mexmipencepanas neperopojka; 1VS — mexokenynoukoBas neperopojka; TA — mornepedHas
apka; RAVV — npaBsiii ipeacepaHo-KenyI0uKoBbIi KiamaH; AOL — aopTtanpHas CTBOpKa JIEBOTO
MpeACepIHO-KeyJOYKOBOTO KianaHa; PL — 3aiHss cTBOpKa MPaBOro MpecepIHO-KeIyI09KOBOTO
kianana; RSVC — npaBas BepxHss nmosast BeHa; NCS — HekopoHapHbIid cunyc aopTsl. 1o (Lu u np.,
1993a). b — cTpoeHue MpaBoro MpeacepaHO-KeyI0YKOBOrO KilarnaHa B cepaie Kypuibl. RAVV —
MpaBbIld TPEJCepaHO-KENyN0UKOBbIN KianaH; AF — ¢ubpo3noe kombia; A0 — aoprta; IVS —
MEXOKeNy10ouKoBas neperopoaka; RV — mpasblii xenynouek; RA — npaBoe npeacepaue; LA — neBoe

npeacepaue; CS — koponapsrii cunyc. ITo (Prosheva, Kaseva, Dernovoj, 2019).

KenynoukoBblii MHOKapJ OTUI] UMeeT Ooyiee CIOKHYI apXUTEKTypy IO CpPaBHEHUIO C
npencepaHbiM. Kak My MIICKOMHUTAIOIMIUX, BBICOKHA 0a30BBI ypOBEHb METa0OIU3Ma TTHII
MPEABSIBISET BBICOKHE TPeOOBaHUS K CIIOCOOHOCTH Cep/lla MOAJNCPKUBATh BBHICOKOE JABJICHHUE B

KpOBOTOKE, IOATOMY MHUOKap]l >KEITYJOYKOB MTHUIl B 3HAUYUTEIHHOW Mepe KOMIAKTHU30BaH. JIeBblii
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KEITyIOUeK CepIia MTUI] 3HAYUTEITBHO OOJIBIIE MPABOTo, €r0 CTeHKa B 2-3 pas3a TOJIIEe U UMEeT B 5
pa3 OOJNBIIYIO CTENEeHh KOMIAKTU3AIMH 110 CPABHEHUIO C MHOKAPJOM TPABOTO KEIYAOUYKA — IS
CpaBHCHH:, Y MIICKOIMATAIOIINX PAa3HUILA B CTCIICHU KOMITIAKTU3aIUU MCKAY KCIYyJOYKaMH CCpala
Bcero Jumib TpexkpartHas (Sedmera u np., 2000). KpoMe Toro, MoiocTs JEBOTO KEMyA0uKa UMEET
MEHBIIUI paguyc KPUBHU3HBI IO CPAaBHEHHUIO C TpaBbIM. B COBOKYIIHOCTH, 3TH OCOOCHHOCTH
CTPYKTYPBI TO3BOJISIOT JIEBOMY JKEITYA0UKY CO3/aBaTh 00Jiee BEICOKOE 1aBJICHHE B CUCTEMHOM KpyTe
KpoBOOOpareHusi, n30eras 4pe3MepHOro HAMPSIKSHHs] CTEHKH JKelynouka. [IpaBas CTeHKa JIEBOTO
XKeyouka (POpMHUPYET MEXIKEITYI0UYKOBYIO TIeperopoiky. CBoOOIHAs CTEHKa IPaBOTO JKEITyI09Ka
3HAYHUTEIBHO TOHBIIE, OHA 000paYMBACTCS BOKPYT MPABOW CTEHKH JICBOTO KEIyq0uKa, GOopMUPYS

1oJIOCTh B (hopMe nosymecsiia, He qoxosiyo a0 Bepxymku cepana (Dzialowski, Crossley, 2015).

Kinanansl Ha BBIXOZE M3 IPABOTO U JIEBOTO JKEIYAOYKa B, COOTBETCTBEHHO, JIETOYHBIN CTBOJ U
aopTy, UMEIOT MO 3 MONYJyHHbIX CTBOPKH. CTBOPKM OOOMX KIIAaIlaHOB 3asKOPEHBI C MOMOIBIO
COEMHUTENBHOTKaHHBIX KoMmuccyp (Kroneman u ap., 2019). CTBopku aopTajipHOro KianaHa 6osiee
KECTKHEe M OOBEJUHEHBl COCAMHUTEILHOTKAHHBIM KOJBIIOM, JIEXKAIlUM BHYTPH KOJIbLIA U3
MHUOKapIUaIbHBIX KJIETOK, KOTOPOE TAK)K€ B PallOHE KOPOHAPHOW CTBOPKH aOpPTaJIbHOIO KIIAIlaHa
COEJIMHEHO MBIIICYHONW apKOM ¢ OAHOM M3 CTBOPOK JIEBOIO MPEACEPAHO-KEIYAOUYKOBOTO KJlalaHa.
3HayeHWE JaHHONH aHATOMHYECKOW CTPYKTYypbl TOKa HesCHO. TeopeTHuecku, MoJ00HBIN
COUHKTEPOINIOOOHBI MEXaHU3M INPH C)KUMAHWU KOJIbLIa MOXKET PEryJiMpoBaTh OTTOK KPOBU W3
JICBOTO JKEIIyJ0YKa MIIM K€ Y4aCTBOBATh B 3aKPBITUU JKECTKHX CTBOPOK AOpPTAJIBHOIO KiallaHa —

OJTHAKO, BBISICHEHHE €T0 TOUYHOM poiu TpeOyeT nanpHenmux uccnenoBanuid (Lu u ap., 1993a).

24.1.2.  Kopouapuas cucmema cepoya nmuy

Heobxonumas ans cHaOXeHHs MUOKapJa KUCIOPOJIOM M NHUTATEIbHBIMU BEIIECTBAMH KPOBb
IOCTYIAET M0 KOPOHAPHBIM apTepusM (puc. 6). OT 0CHOBaHMS aOpPThI BbILIE a0PTAIbHOIO KJIalaHa
OTXOIAT IPaBbI BEHTPAJIBHBIA M JIEBBIM CHHYCHI aOpThl. Y HEKOTOPBIX ITHIl YKUCJIO BXOJOB B

KOPOHAPHYIO CHCTEMY KPOBOOOPAIICHUSI MOXKET BapbUpOBaTh (OT 2 110 4).

[IpaBblif BEHTpaJbHBIM CUHYC BEJIET B IPABYI0 BEHEUHYIO APTEPUIO, JIEBBIN — B JIEBYIO BEHEUHYIO
aprepuro. [Ipu nanpHeleM BETBIECHUU 4acThb KOPOHAPHBIX APTEPUM NMPOXOAUT 10 MOBEPXHOCTH
cepAla, Torga Kak OOJIBIIMHCTBO COCYIOB YXOAWUT B TOJIILY MHOKapJa >KEIyI0YKOB, CHaOkas
HIDKEJEXKallUe CIIOM KIETOK. Y OOJIBbIIMHCTBA BUIOB ITHI JOMHUHAHTHOM ABJISICTCA paBasi BEHEUHas
apTepHs C OTXOIAIIKMMHU OT Hee COCYIaMHt, OJTHAKO BO3MOKHBI BAPUAHTBI C JOMUHUPOBAHUEM JIEBOU
BEHEUHON apTepuM U €€ OTBETBICHUN WU K€ PAaBHBIM Pa3BUTUEM IIPABOU U JICBOM BEHEUHBIX
aprepuii. BeHO3Has KpOBb U3 MUOKapa coOMpaeTcst 5 rpynnamMu KOPOHAPHBIX BEH M BO3BpAIaeTCs
yepe3 KOPOHApHBIM CHHYC B IIpaBoe Ipeacepaue. Menkue KOpOHapHBIE BEHBI MOTYT BIAAATh
HETOCPEACTBEHHO B IpaBoe Mpeacepane uin nmpassiii xkenynodek (Dzialowski, Crossley, 2015; West,
Langille, Jones, 1981).
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Puc. 6. A — pacnonoxxeHue KOpPOHApHBIX COCYIOB B cepaue Kypulbl. CIUIOMIHBIE JHHUU
0003HAaYalOT PACIIONOKEHHbIE Ha TOBEPXHOCTH CEpAIlda YacTH apTepuil; MPEPHIBUCTHIC JIHHUH
OTpakalOT KOpOHapHbIe aprepuu B Tojme muokapnaa. Ilo (West, Langille, Jones, 1981). b -
pacrpenenenrue KpOBOCHA0KEHHUS Pa3IMYHbIX OPraHOB NTHIIBI B IPOIIEHTaX OT CEpAEYHOr0 BhIOpOCa.

ITo (Dzialowski, Crossley, 2015).

Cepaue nrun neppy3upyercss KpoBbIO BeCbMa HHTEHCUBHO 110 CPAaBHEHMIO € TIPOUYMMH OpraHaMu
(puc. 6); B IOKOE cepJieuHasl MbIIIIA CHA0XKAETCS KPOBBIO CHIIbHEE, YEM CKeNIeTHas MYyCKyjarypa
(Johansen, 1964; Jones u np., 1979). Ilpu duzndeckux Harpyskax KpOBOCHAOKEHHE >KEIYI0YKOB
cepama ntuir MokeT Bo3pactathk BuBoe (Ellerby u np., 2005). ITo Bceld BUIUMOCTH, KPOBOTOK B
KOPOHAPHBIX COCYAAX NTHII, KAK M Y MIIEKOIHUTAIOLINX, UMEET MECTO OBITh TJaBHBIM 00pa3oM BO
BpEeMsl TUACTOJIBl — TAKUM 00pazoM, MPpH YBEIMUEHHH IUACTOJIMYECKOr0 MHTEpBaJla IPU YCIOBUU
COXpaHEHHsI apTepUAILHOTO JIaBJICHUS Ha MPEKHEM YPOBHE KPOBOCHAOXKEHHME MUOKapa JOJKHO

yeunuBatbes (Dzialowski, Crossley, 2015).

24.1.3.  Vaempacmpykmypa muokapoa nmuy

C rucTOJIOrM4ecKOi TOUKHU 3pEHUS PEICEPAUS U KETYJOUKHU NTHUL] YCTPOEHBI BECbMa CXOJHO, HE
CUMTas 3HAYUTENIBHO OOJbIIEH TOJIIIUHBI CTEHKH XKely104koB. CTeHKa KaMep cep/lia NTUll, Kak u 'y
MJIEKOMUTAIOIINX, COCTOUT U3 3 cioeB. BHemHuit ¢1oii, 3nuKap, 1 BHYTPEHHUM, S3HA0Kap/l, COCTOSIT
U3 PBIXJOW COEIMHHUTENIbHOW TKaHU U 3JIACTUHOBBIX BOJIOKOH, OTPAHUYEHHBIX CIIOEM ILIOCKOIO
SMUTENUS WIM SHIOTENHS, COOTBETCTBEHHO. MeEXay 3MMKapAOM M SHIOKApAOM pacrlojiaraercs
COOCTBEHHO MHOKapH, COPMHUPOBAHHBIM MOMEPEUYHO HCUEPUYECHHBIMU MBIIICYHBIMH BOJOKHAMH.
MexmnpencepaHas U MEXOKETyT0YKOBas MEPErOpOAKH OONagar0T JBYMS CIOSIMH SHIOKapa,
oOpalleHHBIMH B CTOPOHY COOTBETCTBYIOIIUX CEPJCUYHBIX KaMep M pa3IeICHHBIMU CIIOEM MUOKap/a

(Dzialowski, Crossley, 2015).
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Puc. 7. PempesenratuBHble  MHUKpodoTOrpaduu  HM30JIMPOBAHHBIX  HKETYIOUYKOBBIX

KapAnoMHOIMTOB 35101uKa (A) u kpsicel (b) (Bogdanov u ap., 1995).

HecmoTpss Ha 3HauMTeNnbHbIE aHATOMMYECKHE CXOJACTBA MEXKIY CepAllaMH MNTUL H
MJIEKOMTUTAIOIIUX, YIBTPACTPYKTYpa MHOKAp/a Y 3THX IPYIII )KUBOTHBIX KapAUHAIBHO PA3INYACTCs.
Crporo roBopst, MOpGOJIOrHs U yIbTPAaCTPYKTypa KapJIUOMUOLIUTOB MJIEKONUTAIOIINX YHUKAIbHBI
Cpeay MO3BOHOYHBIX, TOT/1a KAK KapIMOMHUOLUTHI IITUI] B 3HAUUTEIBHOM CTENIEHH — 10 KpaliHel Mepe,
B IEPBOM NPHUONMKEHHH — HAMOMUHAIOT Kapauomuouuthl pentwimit  (Hirakow, 1970).
KapanomMuomuTsl NTHIl PEICTaBIAIOT cOO0M CHIIBHO BBITSHYTHIC KICTKH BEPETEHOBUIHON (HOPMBI
C BBIp@KEHHOM MOMEPEeYHOM HcuepueHHOCThIO (puc. 7). lnamerp KapAMOMUOIIUTOB ITUL COCTABIISET
B 3aBUCHMOCTH OT BHJIa U Bo3pacTta oT 3 10 10 Mxwm, aimuHa — mopsaka 150-200 MkM; TakuM 00pazom,
JMaMeTp KapIUOMHOLUTOB MTHI[ OKa3bIBACTCS TOPa30 MEHbIIe, 4eM y MiekonuTaromux (Hirakow,

1970; Kim u ap., 2000; Perni, Iyer, Franzini-Armstrong, 2012; Sommer, Johnson, 1969).

HecmoTpst Ha mNpHUCYTCTBYIOIIME TPOTHUBOPEYMsS B paHHUX paboTaXx OTHOCHUTEIHHO
YABTPACTPYKTYPHI CEPICYHBIX MHOIUTOB MTHUL, OOLICTIPUHSATON ABISETCA TOYKA 3PEHUS, COTJIACHO
KOTOpPOH, HECMOTpSi Ha BBICOKME CEpACYHBIH PHUTM M COKPATUMOCTh CepAla MNTUI, B HUX
KapAMOMHOLIUTAX OTCYTCTBYIOT nomnepeunsie (T-) TpyOouku, XxapakTepHble IJIi MUOKapAHAIbHBIX
KJIETOK MJIEKOITUTAIOIUX U 00eCIIeYNBAIOIIUE OBICTPOTY JIEKTPOMEXAHUUECKOTO COMPSIKEHUS B UX
cepaue. CTpykTypa CapKOMEpoOB B KapJHOMHOLMTAX MTHI[ HE OTJIMYAEeTCS OT TaKOBOH Yy
MJICKOITUTAIOIINX, 3a HCKIIOYEHHEM OTCYTCTBUS M-TI0JOC, OOBEAMHSIOUIMX MHO3UHOBBIC

(GWIaMeHTHl; BIMSHUE 3TOW YIBTPAaCTPYKTYPHOH OCOOCHHOCTH HAa COKPAaTHTENBHYIO (DYHKIIHIO



28

muokapaa ntui HescHo (Bossen, Sommer, Waugh, 1978; Dzialowski, Crossley, 2015; Hirakow,
1970; Sommer u ap., 1991).

24.14. Dnexmpomexanuuecxoe conpsicenue u cmpykmypa CIIP 6 cepoye nmuy

DNEeKTpOMEXaHNUECKOoe COMpPSHKEHHE B MUOKap/e MTHUL], KaK U B IPOYMX MONEPEUHONOI0CATHIX
MBIIIIAX TI03BOHOUHBIX, BKJIIOYAeT MmoabeM ypoBHsA Ca?* B murommasme KIETKH B OTBET Ha
7eKTpuUeckoe BO30yXkaeHue, cBasbiBaHue Ca?’ TPONOHMHOM C TIOCTEIYIOIIMM H3MEHEHHEM
KOH(OPMAIIUHU TOCIETHETO W OCBOOOKICHUEM CAaTOB B3aMMOICHCTBHS aKTHHA ¢ MHO3HHOM (Bers,
2001). Kak u y MiekonuTaromux, ncrodankom Ca’* st cokparieHnii MHOKap/a MTHIT ABJIACTCS He
TOJILKO BHEKJICTOYHAs Cpe/la, HO M CapKOIIa3MaTUYECKUH PETUKYIIYM, SBISIONINIICS OCHOBHBIM
neno Ca?* B muokappe. Beixon Ca®* u3 CIIP sBnsercs Ca*-3aBUCHMBIM U IPOUCXOJUT B OTBET HA
ces3piBanne Ca’" pHaHOIMHOBBIME perientopamu Ha Mem6pane CITP (Fabiato, 1983; Shiels, Galli,
2014). B mMuokapae MiekomuTaromux Bbixox Ca’* mpomcxomut B Tpex THmax mucrepH CIIP: Ha
nepudepun, B mecrax Bzaumoaeiicteust CIIP ¢ capkoiremmoii, B 1uagax — MecTax B3auMOICHCTBUS
CIIP ¢ T-tpyOoukamu, — 1 B Tak Ha3biBaeMoM «kopOyssspHoM CIIP», 6orarom puaHOJMHOBBIMU
pelnenTopamu, HO He B3aUMOICUCTBYIOUINM HU € capKoeMMOii, Hu ¢ T-TpyOodkamu, mpuieM BBULY
00JBIIOr0 JAMaMeTpa KapIUOMHOLUTOB MIJIEKOMHUTAIOMIMX B3auMonencTBue T-Tpybouek ¢
nucrepHamu CITP mpuobGperaer ocobenno Oomnbinoe 3HaueHue (Forbes, Mock, Niel Van, 1990;
Loughrey, Smith, MacEachern, 2004; Richards u np., 2011; Snelling u ap., 2015). B muokap/e ntui
U XOJIOHOKPOBHBIX MO3BOHOYHBIX, OJIHAKO, BBUAY OTCYTCTBUS CHUCTEMbI IONEPEYHBIX TPyOOUeK,
KanbIuizaBucuMbIi Beixos Ca’* n3 CIIP mpoHCXOaUT TONBKO B MepH(pEpHUecKuX IUCTEPHAX U B
kopOymsipaoM CIIP. IIpu 3ToM MuOKapae ntul; ocobeHHo Oorat kopOynspHbIMH 1cTepHamu CIIP
10 CPaBHCHHMIO C MHOKapIOM IMpouux mo3BoHo4HbIX (Perni, lyer, Franzini-Armstrong, 2012).
OnHako, B TO BpeMs KaK y XOJIOAHOKPOBHBIX TO3BOHOYHBIX MHHIIMAIUS BBIOpOCa Ca?* u3 CIIP
MIPOUCXOJUT B MEPBYIO O4Yepelb Ha mepudepund MUOIUTOB, Yy NTHII, MO0 BCe BUIAMMOCTH, 32 CUET
0COOEHHOCTEH pAacHoNOKEHUsT pPUaHONMHOBBIX penentopoB Ha CIIP, umeer Mecto OBITH
B3auMo/IeiicTBHE Mex Ty niepudepudeckum u kopoymspasiv CITP (Perni, lyer, Franzini-Armstrong,
2012; Sheard u np., 2019). Dto oOecrneunBaer mTHIIAM 00Jiee CHHXPOHHYIO aAKTHBAIHIO
pYaHOAMHOBBIX perenTopoB Ha MeMOpaHe CIIP, ObIcTpHIif 3amyck COKpallleHus U, CIeI0BaTEIbHO,

0oJiee BBICOKYIO YacTOTY cepedHoro putma (puc. 8).
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Puc. 8. KasnblimeBble TpPaH3WCHTHI, MOJYyYEHHBIC METOJOM KaJbIHEBOTO HWMHU/DKHHTA B
U30JIMPOBaHHBIX KapaunomuoruTax dpopenu (A), kpoicel (B) u kypuisl (B). ITo (Creazzo, Burch, Godt,
2004; Shiels, White, 2005).

24.15. Ilposooswas cucmema cepoya nmuy

Bbicokasi WacToTa COKpAIllCHHH cepilia NTUI] TpeOyeT OBICTPOTrO paclpOCTPaHEHHsI BOJIHBI
BO30YXKICHHsI 10 BCEMY CEpJlly. JTO, B CBOI Ouepe/b, TPeOYeT HAIUYMs XOPOIIO Pa3BUTOU
npoBojIIeil cucreMsl cepaa (puc. 9). YV XO0J0JHOKPOBHBIX IMO3BOHOYHBIX OHA IPAKTHUYECKU
HEepa3BUTA U IPEJICTABICHA TOIBKO IICHCMEKEPHBIMH KJICTKaMHU B BEHO3HOM CHHYCE (CHHYCHBIH y3eIT)
U DBOJIIOIMOHHO KOHCEPBATUBHBIM MEJUICHHBIM YYaCTKOM TMPOBEICHHS MEXKIY MPEACEPIHBIM U
KEIyTOYKOBBIM MHOKApAOM (NP 3TOM aTPUOBCHTPHUKYJISIPHBIA y4acTOK HE H30JUPOBaH
COCJIMHUTENIBHOW TKaHb0). JKemymouKoBbIii MHOKap B XOJ€ CEPACYHOTO IUKJIA aKTHBHPYETCS B
HAIPaBJICHUU OT OCHOBAaHHWS K BEPXYIIKE; CXOJHBIM MATTEPH aKTHBAIIMHM XapaKTEPEH JJIs cepJell
SMOPHOHOB MIICKOIMTAIOIIMX M IITHI[ C HEpa3BUTOW mpoBoasmieii cuctemoit (Burggren, Farrell,
Lillywhite, 2011; Jensen u np., 2012; Moorman, Christoftels, 2003; Poss, 2010). Oqnako, y B3pOCIIbIX
NTHI] ¥ MJICKOTIUTAIOIINX ATTEPH aKTUBAIIUH )KETYI0YKOB MCHSIETCS, M aKTHBAIIMSI BHEITHUX CTCHOK
JKEITYT0YKOB IMPOUCXOJINUT B HAITPABJICHUHU OT BEPXYIIKH K OCHOBAHHIO CEPJILIA, YTO CBUACTEIBCTBYET
0 pa3BUTHUH MPOBOJAIIEH cucTeme xenynoukoB [ 'uca-ITypkunbe (mydok ['uca, Hoxkku mydka ['uca u

BosiokHa [Typkunbe) (Sedmera u ap., 2005; Sedmera, 2011).
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Puc. 9. IIpoosias cucrema cepaua mruil. [To (Davies, 1930).

Bo30yxnenue B cepAiie NTHI TEHEPUPYETCS B CHHOATPHAILHOM Y3J1€, paCIOJI0KEHHOM B IIPAaBOM
npencepaInuu B 00JaCTH MECT BXOXKICHUS MOJIBIX BEH, MOJI0KEHUE BOJIUTEINSI pUTMA B IIpeJienax TKaH
y3na moxet MeHatbes (Hill, Goldberg, 1980; Kroneman u np., 2019). Hanuuue odopmiaenHoro
aTPUOBEHTPUKYIIPHOTO y3j1a B CEpAlE NTHIl B TEUEHHE JOJITOr0 BPEMEHH SBISJIOCH CIIOPHBIM
BOIPOCOM: YacThb MOP(OJOTHYECKUX M TUCTOJIOTMYECKUX H3BICKAHUH TOBOPAT 00 OTCYTCTBHUHU
BBIPAKEHHOT'O aTPHOBEHTPUKYISIPHOTO y3ia B cepaue mrui; (Murakami, Saito, Mochizuki, 1985;
SzaboOa, Viragh, Challice, 1986; Truex, Smythe, 1965), OoOJBHIMHCTBO HCCIIEIOBATENCH
CBHUJICTEIILCTBYIOT O €r0 HaJHMYUU U OOBICHAIOT DPACXOXKICHHUS 3HAYUTEIHHON MEXBHIOBOU
BapUaTUBHOCTBIO PACHOJIOKEHUS U CTPYKTYphI y31a (Kim, Yasuda, 1979; Lu u ap., 1993b; Mathur,
Shrivastava, 1979; Moore, 1965; Parto, 2012). Hanuuue crienuani3npoBaHHOTO MyTH NPOBEICHUS
BO30OYKJICHHS U3 CYIPaBEHTPUKYISIPHON 00JIaCTH Cceplla B KETyT0UYKH 00ecIeunBaeT NTUIaM (Kak
¥ MJIEKOTIMTAIOIIMM) B 4 pa3a 60j1ee KOPOTKYIO aTPUOBEHTPUKYIISPHYIO 33A€PKKY 0 CPAaBHEHUIO C
TAaKOBOW y pENTWIMH — U, COOTBETCTBEHHO, MO3BOJSET pa3BUBATh 00Jiee BBICOKYIO YaCTOTY
cepaeuHblx cokpamieHuii (Boukens u np., 2019). YV nTHun ecth aTpHOBEHTPUKYISPHOE KOJBIIO,
chopMUPOBaHHOE OJHOW M3 HOXKEK Iy4yka ['uca (Tak Ha3pIBaeMOW BO3BPATHOW BETBBHIO).
ATPHOBEHTPHUKYJSPHOE KOJBIIO OTHOAET MpaBO€ aTPHOBEHTPHUKYJISPHOE OTBEPCTHUE M OCHOBAHHE

CTBOJIA A0PTHL, IPOXOS Yepe3 MPaBbIN NPEIACEPIHO-KEIYJOYKOBBIN KIIallaH. Y Pa3HbIX IPYIII IITHII
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9Ta BCTIOMOTaTeIbHAs YaCTh aTPUOBEHTPUKYIISIPHON MPOBOISAIICH CHCTEMBI MOXET OBITh pa3BHTa B
pa3IM4HOMN CTETICHH, Y HEKOTOPBIX BUJIOB aTPHOBEHTPHKYJIISIPHOE KOJIBIIO He 3ambIkaercs (Murakami,
Saito, Mochizuki, 1985; Szaboa, Viragh, Challice, 1986). ®yHkiust aTpruOBEHTPUKYISIPHOTO KOJIbIA
B CepAlle NTHUI[ HEsACHA, OJHAKO, HEKOTOPHIC HCCIICAOBATENN IIPEAINOJIAraloT, 4YTO OH MOXKET
BBITTOJIHATE POJIb ATPHOBEHTPUKYIISIPHOTO y3I1a, o0ecTieurBast 3a7ep KKy MPOBEICHHS BO30YKICHUS
MeXIy mnpeacepausmu U kenynoukamu (Prosheva w mp., 2015). Ilydok I'mca oTHOCHTENHHO
JUIMHHBIN. /[Be OcTaBIIMecs HOXKKM ITydka I 'Mca UayT U pa3BEeTBIISIIOTCA BHYTPU MEKKEITYTOUKOBOM
neperopojiku. PacrpocrpaneHne aIeKTprHIecKoro BO30YKICHHUS B TOJIIIE JKEITYI0YKOBOTO MHOKap/Ia
o0ecreunBaeTCsl HAJTMYMEM CIICIUATH3MPOBAHHBIX KJIETOK MHOKapaa — BojokoH [lypkunbe (Kim,
Yasuda, 1979; Murakami, Saito, Mochizuki, 1985; Szaboda, Viragh, Challice, 1986). Crowur
OTMETHUTb, 4TO BOJIOKHA [lypKkuHBE Takke 0OHApYKEHBI B TPEICEPTHOM MUOKAP/IE MITHII, HO UX POJIb
takxe He BriosHe sicia (Bogusch, 1974). C oaHo# cTOPOHBI, BOJIOKHA B IMIPEACEPAMSIX OPraHH30BaHBI
TaK, 4TOOBI MPEUMYIIECTBEHHO MPOBOAMTH BOJHY BO30YXKICHHUS K aTPHOBEHTPUKYISIPHOMY Y311y
(Davies, 1930; Hill, Goldberg, 1980). C nmpyroii croponsl, BoiokHa [IypkuHbE B TpeiCcepaAUsx
pacroiaoxeHsl TP Py3HO, K MOTYT MIPEACTABIISATH COOON PyAMMEHTAPHBINA OCTATOK, y4aCTBOBABIINI

KOraa-To B ((OPMUPOBAHHMH IIPOBOIAIIEH cHcTeMBbI cepama (Sommer, 1983).

B npoBopsiieii cucreme cepAa NTUI BEIEIAIOT TPH (HEKOTOPbIE UCCIIeI0BATEIH — YEThIpE) THIIA
kiaerok. Ileiicmekepubie (mnmm  P-)  kimerkn OOHApyXKMBAIOTCS B CHHOATPHAIBHOM U
aTPUOBEHTPUKYJSIPHOM y3J1ax U Yy4YacTBYIOT B PHUTMHUYECKOH TEHEpaluu 3JIEKTPUYECKOrO
BO30OY)K/ICHHS, BBIMOJHSA TakKUM oOpa3oM (yHKIMIO BOIuTENs puTMa. P-kieTku HeOombiue,
OKPYTJIOH ()OPMBI, C OTHOCHTEIHHO OOJBIIIUM SIIPOM U MAITBIM KOJIMYECTBOM MHOGMDUOpUILT. P-KkiteTku
AIIEKTPUYECKH CBSI3aHBI TOJBKO C TAaKUMH K€ P-KiIleTKaMH WIM C TEepeXOAHBIMH (MM Tak
Ha3bIBaeMbIMU T-) KieTKaMH, HO He C paboYMMM KapAHMOMHUOIMTAMU. T-KJIETKH TaKkkKe HMEIOT
HeOOoJbIINE pa3Mephl MO CPABHEHHIO C pabOYMMH KJIETKaMH MHOKapjaa, 0ojee BBITSAHYTHIE IO
cpaBHeHHMIO ¢ P-kietkamu, cogepxar Ooinbine MHOGUOPWIIT W OOECHEUMBAIOT Iepelravy
AIIEKTPUUYECKOTO BO30OYXKACHUS OT MEHCMEKEepHBIX KiIeTOK K pabdounm. Hu P-, Hu T-xnetku He
coJiepkaT CEKpeTOpHBIX Tpanyi. Bonokna [Typkuabe oOHapykuBaroTcs B cocTaBe myyka ['uca u ero
HOXEK, a Takke B ceTu Ilypkunbe. Bonokna IlypkuHbe OTHOCUTENBHO KpYIHBIE, COAEPKAT Majo
muopubpui. Pazmep BoiokoH IlypkuHbe rpajyanbHO YBETHYHMBACTCS 110 MEpE MPOJBMXKEHUS OT
HOXeK Imyuyka ['mca k 6ojee TUCTaTbHBIM YacTsAM MPOBOASIICH CHCTEMBI; B TOJILE KeTyT0YKOBOTO
MHOKapJla OHU pACIOJOKEHBl BOJM3M KOPOHApHBIX apTepuil U mapamienbHo uM. HekoTtopsie
UCCJIEIOBATENN TaKXKe BBIACISIOT Y€TBEPTHIA TUI KJIETOK B MPOBOJALICH cucTeMe cepaua NTHI] —
[Mypxunbe-nonoousie kierku (Purkinje-like cells), Bctpewaromuecst B aTpHOBEHTPUKYIISIPHOM y3JIe
U aTPUOBEHTPUKYISIPHOM KOJBIE cepiaua NTull. Mopdonornyeckn OHM HAllOMHUHAIOT BOJIOKHA

[lypkunbe, oOHAKO HMEIOT MeHbIUi pasmep. [lypkuHbe-mOAOOHBIE KIETKM MOTYT OBITh
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anexTpudecku cBsi3anbl ¢ T-kietkamu (Davies, 1930; Hill, Goldberg, 1980; Lu u ap., 1993b). Kak u
Yy MIICKONUTAIONINX, KJICTKH TMPOBOMSAIICH CHUCTEMBI Ceplla MTUIl XapaKTePU3YIOTCS OCOOBIM
NAaTTEPHOM OJKCIPECCUH KOHHEKCUHOB, (DOPMHUPYIOIIUX DJIEKTPUYECKHE KOHTAKTHI MEXKIY
KapAMOMUOIIMTaMU. B YacTHOCTH, B KadecTBe MapKepa MpOBOJIALICH cHCTEMbl cepAlla MTHUIL
YKa3bIBalOT KOHHEKCUH C MOJIeKyIsipHOU Maccoit 42 k/la (Cx42), tnHaMuKa SKCIIPECCHH KOTOPOTO B

X0JIe OHTOTeHe3a KOPPEIUPYIOT ¢ GOPMHUPOBAHUEM 3peoil mpoBosmiel cucremsl (Gourdie u fp.,

1993).

2.5. Ocob0eHHOCTH (DM3HOJIOTHH CEPIIA ITHIL

2.5.1. Tlapamerpsl paGoThl H NPOU3BOAUTEILHOCTH CEPANA MTHI

HecMmoTpst Ha TO, 4TO B CpeAHEM OTHOCHUTENbHAs Macca CepAlla NTHUL] MPEBBIIIAET TAKOBYIO Y
MJIEKOIIUTAIOIUX U, TeM 0oJiee, Y XOJIOJIHOKPOBHBIX ITO3BOHOYHBIX, IPOU3BOIUTEIBHOCTh CEpALIA
OTHII U €r0 CHOCOOHOCTh O0eCleuYMBaTh TKAaHM OpPraHM3Ma KHUCIIOPOJIOM pAa3HATCA B TMpejaenax
JAHHOTO KJIacca JKUBOTHBIX B 3aBUCHMOCTM OT pa3MepoB Teina W o0pa3a IKU3HH.
[Tpon3BOIUTENBHOCTD CEPALA, @ UMEHHO €ro CIOCOOHOCTh CO3/aBaTh JIaBICHUE B IIUPKYIATOPHOM
pycie U NpoKauuBaTh 00beM KpOBH, HauOoOJIee IBHO ONPENENAIOTCA €ro pa3MepaMu U CTPYKTYpPOi
(HampuMep, HalIMYMEM MM OTCYTCTBHEM pa3BUTOW IMPOBOAAILIEH CHUCTEMBI), KOTOPbIE B CBOIO
ouepelb OTMPECNAIOT YAAPHBIN 00beM Cep/illa U YacTOTy €ro COKPAIEHUH, Cllararoliue CepIedHbIi
BeIOpoc (Young u ap., 2002). Kak yxe ynmnoMuHaIOCh BBIIIE, Macca cepia NTUIl AJTIOMETPUIYECKU
U3MEHSETCA BMECTE C pa3MepaMu AKHUBOTHBIX ; AJIs ITHIL Macca ceplia IpoNnopIoHalIbHa Macce Tela
B crenean 0,91 (Bishop, Butler, 1995; Bishop, 1997; Brush, 1966); orHocuTenbHas mMacca cepia
OTHIl UMEET TEHICHLMIO CHMXXAThCS 10 MEpe YBEIUYEHHUS pa3MEpoB Tela — OJHAKO, MO MOBOJIY

MaTCMAaTUYCCKOI'O BbIPAKCHU 3TOI 3aBUCUMOCTHU HET CAWHOI'0 OTBCTA.

Ilpu >TOM, BO3MOXHOCTH CepIla JJOJDKHBI COOTBETCTBOBAaTh DHEPreTHYECKUM 3ampocam
OpraHu3Ma XMBOTHOTO, U, B YACTHOCTH, MIOKPBIBATh MOTPEOJICHNUE KUCIOPOIa BO BPEMSI aKTUBHOTO
nosieta. [lorpebnenne kucnopona (V02) NTUIlaMU TIPH TIOJIETE MPOTIOPIIMOHAIBHO Macce Tella B
creien ot 0,73 no 0,87, mo pasmuuneiM orieakam (Bishop, Butler, 1995; Butler, 1991),
MaKCHMaJIbHOEe MOTpeOsIeHne KUCIOPOAa MPOMOpIHoHanbHO Macce Tena B crencau 0,88 (Bishop,
1999); a orpaHMuMBaeTCs AaHHBII apaMeTp, COrJIaCHO ypaBHeHHIO DHKa, CepACYHBIM BBIOPOCOM,

KUCJIOPOIHOM EMKOCTBIO KPOBH U CIIOCOOHOCTBIO TKaHel skcTparuposars Oz u3 kposH (yp. 1):
Vo, = fp X Vg X (Cagy — Cvgy) (1)

rne fhn — wacrtora cepaeunbix cokpaiieHuid, Vs — ymapHbiii o0beM cepamna, Cao. u Cvor —

KoHmeHntparus Oz B apTepralbHOM U BEHO3HOM KpoBH, cooTBeTcTBeHHO (Fick, 1870).

I[ToMuMO COOCTBEHHO MaKCHMAaJIbLHOTO Vo2 MMPOU3BOAUTCIILBHOCTL CCPALlda MOKHO OLICHUBATH I10

COOTHOIIEHUIO V02max ¥ V02 B IOKOE (M1 6a30BOT0 YpOBHS MeTa00IM3Ma) — JaHHBIH Oe3pa3MepHbIi
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napamerp (T.H. adpoOHas MPOM3BOAUTEIILHOCTh WM aerobic scope) xapakrepusyeT auama3oH
BO3MOXKHOU Harpy3KH ceplieuHo-cocyaucToit cuctemsr (Lasiewski, Dawson, 1967). B uucrom Buze
JTAHHOE COOTHOIIICHHE MPAKTHYECKH HE 3aBUCHUT pa3MepoB )KUBOTHBIX (puc. 10, A). Oxnako, Bishop
B CBOEM WCCICIOBAaHHM YTBEPXKIAET, YTO €CIM HOPMHPOBATH JIaHHOE COOTHONICHHE IO
OTHOCHUTEJIBHOW Macce ceplla W KOHIEHTpAIlMM TEeMOTJIOOMHAa B KPOBU JKUBOTHOTO, YTOOBI
UCKITIOYUTHh BTOPOCTENIEHHBIC (DAKTOPHI M OIEHUBATh HCKIIOYHTEIHHO CIIOCOOHOCTH CEpACYHO-
COCYAHMCTON CHUCTEMBI, BBISBISIETCS CHIIbHAs 3aBHCHUMOCTh TaK HA3bIBAEMOHN CTaHAAPTU30BAHHOM
a’poOHOI Mpon3BOANTEIHLHOCTH (ASst) OT pa3MepoB B Macchl Tefa >kuBOoTHOTO (prc. 10, Bb); pacueTs
OKa3bIBalOT, 9T0 ASst mpomopuuoHaabHa mMacce Tena B crenenn 0,15 (Bishop, 1999) — 1o ecrs,
OTUIBI W MIJICKOMUTAIONUX KPYMHBIX pa3MepoB HMEIOT Ooyiee MIMPOKUN  JUAa3oH
MPOU3BOUTEIILHOCTH CEPACUYHO-COCYUCTON CHCTEMbl TIO CpaBHEHHI0O ¢ 0Ooiee MEITKUMH
KMBOTHBIMHU. Ha mepBbIii B3TJIs1/1 TaHHOE YTBEPKIACHUE MTPOTUBOPEUUT C UMEIOIUMHUCS TAHHBIMH O
KpaiiHe BBICOKOU y/IeIbHOM MHTEHCUBHOCTH METab0IM3Ma U BRICOKOM OTHOCHUTEILHOM Macce cepiell
MEJNIKUX NTHIl — HartpumMep, koiaubpu (Bishop, Butler, 1995; Suarez, 1992). Oanako, 3KCIEpPUMEHTHI
C JIOTIOJTHUTENLHOM HArpy3KOW MOKa3aji, YTO KOJUOPU MPAKTUYECKU TOCTUTAIOT MAaKCHMAalIbHBIX
3HaYeHu# VO, yxe B mojiere 0e3 Harpy3Kd, TOTJa Kak C JOMOJHUTEIFHBIM TPY30M BpeMs TOJeTa
cokparmaetcs 10 Heckonbkux cekyna (Chai, Dudley, 1996; Wells, 1993), a uXx MUTOXOHIPHH JaXKe B
COCTOSHUM TIOKOS (DYHKIIMOHHPYIOT C HauOoNbIIeld W3BECTHOW CpeAM TO3BOHOYHBIX Macc-

cnenupuIHON MHTEHCUBHOCTBIO (Suarez u nip., 1991; Suarez, 1992).
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Puc. 10. A — 3aBucuMoCTh a3pOOHON MPOU3BOAUTENFHOCTH PA3IUYHBIX BUIOB MIICKOITUTAIOIINX
U TTUI] OT Macchl Tena. Jleraromue NTUI] 0003HAYEHBI TPEYTrOJbHBIMU CHUMBOJIAMH, XOJSIINE U
Oerarorye NMTUIBI — KBaJApaTHBIMU, Oeraromue miekonuTaromue — pomOamu. [lo (Bundle u np.,
1999). b — 3aBHCHMOCTH CTaHAAPTH30BAHHOW a’POOHON MPOM3BOAUTEILHOCTH PAa3IMYHBIX BHJIOB

MIICKOTTUTAIOLIHX (KPYTJIbIe CHMBOJIBI) ¥ NITHIL (TPEYTOJIbHBIE CHMBOJIBI) OT Macchl Tena. [1o (Bishop,

1999).
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TakuM 00pa3oM, HECMOTpPS Ha TO, YTO IO CPABHEHHIO C JPYIMMH KJIAacCaMH TO3BOHOYHBIX
KMBOTHBIX MTHIBI OOBIYHO XapaKTEPU3YIOTCS OOJIbIIEH OTHOCUTENBHOM Maccoi cepaua (Hartman,
1955), Gonee BhIcOKMM cepaeunbiM BbiOpocom (Grubb, 1983; Spector, 1956) u Gosiee BBICOKO
uHTeHcuBHOCTRIO Metaboiam3ma (Clarke, Portner, 2010), ux cranmapTu3oBaHHas a’poOHas
NPOU3BOJUTEILHOCTh M €€ 3aBUCHMMOCTh OT pPa3MEpOB Tejla HE OTIUYAIOTCS OT TaKOBBIX Y

MIJICKOIIMTAOIIUX.

C apyroii CTOPOHBI, CPaBHEHHE adPOOHOMN MPOM3BOIUTEIHHOCTH NTHI] U MIICKOTIMTAIONIUX O€3
HOPMHUPOBAaHUS JAHHOTO TapaMeTpa IEMOHCTPHUPYET, YTO a’dpoOHasi MPOU3BOAUTEIHHOCTH MTHII
YCTYIAcCT JHUIIb TaKOBOU Y aKTHUBHO 6eFaIOH_II/IX MJICKOIIMTAOIINX — TAKHMX, KAaK KOIIBITHBIC HWJIN
ncoBele. [l momera TpeOyercs Kak MHUHUMYM 15-kpaTHoe yBelIMYeHME MHTEHCHBHOCTHU
MeTabonu3Ma U TMOTJIOIIEHUsT KUCIOpoa MO CPaBHEHUIO ¢ 0a30BBIM ypOBHEM, B TO BpeMS Kak Y
OOJIBITMHCTBA MJICKOTIMTAIONTUX JaHHOE cooTHomieHue He mpesbimaer 10 (Bundle u mp., 1999;
Ellington, 1991; Seeherman u np., 1981). MeHee akTUBHBIE TITUIIBI, HE CIOCOOHBIE WITH TPAKTHYECKH
HE CHOCO6HBI€ K TOJICTY, — TAKHC, KaK MWUHIBUHBI WA JOMAIIHHUC KYpPUIIBI, - CHOCO6HBI npu
(bU3UYECKON Harpy3Ke IOCTUTATh YBEIMYCHHS adpOoOHOro MeTaboau3Ma HapaBHE C OOJIBIIMHCTBOM
miekonuraronmx  (Brackenbury, el-Sayed, 1985; Kooyman, Ponganis, 1994). B to ke Bpems
BTOPUYHO TMOTEPSIBIIME CHOCOOHOCTH K TOJETy, HO NpU 3TOM aKTUBHO Oeraromue HaHTy,
OTHOCAIIHNECA K 6GCKI/IJIGBBIM nNTUliaM, HMCIOT BBICOKYIO OTHOCHUTCIIBHYHO MaACCy cCCplga U
JEMOHCTPHUPYIOT BECbMa BBICOKHE MMOKa3aTeIN a’dpOOHOMN MPOU3BOIUTEIBHOCTH HApaBHE C AaKTUBHO
Oerarormumu mitekonutaronumu (Bundle u ap., 1999). Takum 06pazom, CHOCOOHOCTH MTHIT K TTOJIETY
KOPPENHPYET C HATMYUEM BBICOKOTIPOU3BOAUTEIHHOTO CePIa, CIOCOOHOTO paboTaTh MPH MIUPOKOM
JUarna3oHe Harpy3ok. B To ke Bpemsi, CepIeYHO-COCYAMCTas CHCTeMa HENETAIOIIMX IMTUI[ MOXET

OBITH HE MeHEe d(PPeKTHBHA.

25.1.1.  Yacmoma coxpaweHnus u yoapHuiii 00vem cepoya nmuy
YnaapHbslii 00beM cepilia HanpsSIMYyI0 3aBUCHT OT €r0 Pa3MEpOB U AIJIOMETPUYECKH MEHSETCS
BMECTE C U3MEHEHHSIMU pa3Mepa Tejla U cep/ila )KUBOTHOTO. boJbIias OTHOCHTEIbHAS Macca cepana
obecrieunBaeT MTHUIAM, KaK CIIOCOOHBIM K TIOJIETY, TaK M HEJICTAIOIINM, OOJBIIHKN YIapHBI 00bEeM B
nepecyeTe Ha Maccy Tejia 1o CPAaBHEHUIO ¢ MIIEKOITUTAIOIIMMHE; OJTHAKO, YIapHbII 00bEeM B repecyere
Ha Maccy cep/iia Mexy dTUMH Tpynnamu He pasziudaercs (Grubb, Jorgensen, Conner, 1983; Grubb,
1982).
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Puc. 11. Ouenka mioTHOCTH XapaKTepHBIX 3HAYEHUI OCTATKOB MacChl cep/na (10cie MPOBEACHHS

PErPECCHOHHOTO aHallu3a) AJisl NTHI] ¢ pa3nuyHbiMu Tuniamu nojerta. [To (Nespolo u np., 2018).

Bonbmiolt ynapHbelii 00beM SIBISCTCS KPUTHUHBIM JUIS NTHUL, TEPEABUTAIOIIUXCA C MOMOIIBIO
aKTUBHOTO TojieTa. Tak, MHOrocTOpoHHee uccienoBanue Altimiras u np. mokasano, 4ro B ciydae
NTHUI] CEMEWCTBA THHAMY, CIIOCOOHBIX K KpPaTKOBPEMEHHBIM IEpernapXUBaHUsIM, HO HE CIOCOOHBIX
MOJIHOLICHHO TEpEeABUTaThCs C TOMOIIbI0 AKTUBHOTO MAIIYIIEro IMoJieTa, OTrpaHUYHUBAIOIIUM
(axTOpPOM SBJISAETCS UMEHHO IPOM3BOIUTEITHOCTh CEPJICYHO-COCYAUCTON CUCTeMBbl. Bee BUbI NTHIL,
OTHOCAIIMECS K CEeMEHCTBY TMHaMy, 00JagaloT KpaiiHe Masloil OTHOCHUTENIHOM Maccoil cepaua —
Bcero muub okouto 0,3%, 4To B HECKOJIBKO pa3 MEHBIIE, YEM OTHOCUTENIbHAS Macca CEpALA Yy II0X0
aeraronmx Kypooopasusix ntuil — 0,81% (Bishop, 1997). Ilpu tom, 4To KypooOpasHbIC U THHAMY
UMCIOT CXOJHYIO OTHOCHTEIbHYIO MaccCy JeTarenbHbix Mbim (Magnan, 1922), tuHamy HMEIOT
MEHBIIUI yoapHbBIi 00BbEM cepialla W, COOTBETCTBEHHO, CEpJEYHBbIM BBIOpOC, a TaKkxke
XapakTepu3yroTcs 0Oojieeé MHTCHCUBHBIM HAKOIUIEHHEM JIakTaTa Npu (PU3MYECKUX Harpys3kax H
M30BITOYHBIM MOTJIOLIEHEM KUCIOPO/a ociie X okoH4YaHusl. [Ipu 3ToM yacToTa cokpaleHus cepaia
TUHaAMy He OblJla CHHKEHA 10 CPaBHEHMIO C APYTUMHU MNTUIAMH CXOAHBIX Pa3MEpOB — TO €CTh,
JUMUTUPYIOIIUM (aKTOPOM, OIPAaHHMUYMBAIONIMM CEpJCUHBI BBIOPOC, OKazajcs HEAOCTaTOUHBIN
yIapHbIii 00beM cepana (Altimiras u ap., 2017). Bonee Toro, pazHsie 1o 3HEPro3aTpPaTHOCTH BHIBI
1oJieTa MPeAbsIBIAIOT pa3Hble TPeOOBAaHUS K TIPOU3BOAUTENLHOCTH CEPIICUYHO-COCYIUCTON CUCTEMBI,
YTO TaK >K€ HAXOJUT B Pa3IMUMAX B OTHOCHUTEIbHON Macce cepama (Nespolo m mp., 2018) wu,

COOTBETCTBEHHO, CepJIevHOM BrIOpoce (puc. 11).
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Yacrora cokpalieHuil cep/iia NTull, Kak 1 yAapHbIi 00beM, XOTs U B MEHBIIIEH CTENIEHH!, 3aBUCUT
OT pa3MepoB TeJIa M Pa3MEPOB CEpJlla MTHUIl: Yy 00Jiee MEIKUX KUBOTHBIX BBIIIE YHEPTETHUECKUE
noTpeOHOCTH B IepecueTe Ha eAuHUIly Macchl Tena (Speakman, 2005), a cepalie ©MeeT MEHBIIHIA
aOCOJIIOTHBIA pa3Mep, IO3TOMY CEpACYHBIA IMKJ, BKJIIOYAIONIUN IPOIECCHI JJICKTPHUECKOM
aKTHBALIUM M COKpallleHUs MHUOKap/Ja, 00ObeKTUBHO 3aHUMAeT MeHble BpeMeHH. [Ipu cpaBHEeHUH ¢
MJIEKOMUTAIOIUMH YaCTOTa CEPACUHBIX COKPAILIEHUN Y ITUL] OKA3bIBAETCS HE BHIILIE, B HEKOTOPBIX
cllyyasix HIDKE, YeM Yy MIICKONMTAIOUIMX CXOAHBIX pa3MepoB (puc. 12). ITo pacueram, vacrora

cepaeuHbIX cokparinenuii ntuil fh 3aBucuT oT Maccel Texa My npubausuTensHo Kak fh = 488 x My

0187 torma xak JUIS MJIEKONMTAIONIMX JAaHHAS 3aBHCHMOCTb BBIpaXkaercsi Kak fn = 477 x My 0162

(Bishop, 1997).
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YacTtoTa cokpalleHui cepgua, ya/MuH

Puc. 12. Tlpenenbl BapuaTUBHOCTH YaCTOTHI CEPACUYHBIX COKPAIICHWHA B Pa3IMYHBIX TPYIIIax

MIO3BOHOYHBIX B 3aBHCHMOCTH OT Macchl Tena skuBotroro. ITo (Lillywhite, Zippel, Farrell, 1999).

[Ipu 3TOM, HECMOTpPS HA 3BOJIOLHOHHYIO OJM30CTh NTHI[ K APYIMM IPEICTABUTEISIM TPYIIIIbI
apx03aBpOB, KPOKOJMJIAM, YacTOTa COKPALICHWH CepAlle NTHIl HEU3MEHHO OKa3bIBaeTCs
3HAYUTEIBHO BBIIE, AaXKE B CIydae NTHI] ¢ HAMMEHEe MPOU3BOAUTEIBHBIM CEPILEM — HAIPUMED,
tuHamy (Altimiras u np., 2017). Pa3nuuus coxpaHstorcs, 1axe MPH UCKYCCTBEHHOM YCTPaHEHHUHU
PasHMIIBI B TEMIEpaType Tela, YTO CBUACTEIBCTBYET O 3HAUUTEIbHBIX aHATOMHUYECKUX Pa3IHIHiX,
¥, HECMOTPS Ha TOSIBICHHWE 3a4aTKOB IPOBOJIICH CHCTEMBI )KETYJA0YKOB B CepAle KPOKOIUIIOB,
NPOBOJAIIAs CUCTEMA Cep/lla NMTUIl Oojee COBEpIIEHHA M IMO3BOJIIET AOCTHraTh ropasio Oosee

BBICOKHX 3HAYCHHI 4acTOThI cokpamenuit (Boukens u ap., 2019; Jensen u np., 2018).

OO0mwmit cepIedHbIi BBIOPOC Y ITHUIl, TAKUM 00pa30M, 3aBUCUT OT pa3MEPOB TeJla U OMPEEISIETCS

cneayromum cootHomennem: CO = 307 x Mp2%° (Seymour, Blaylock, 2000). JIns MaekonuTarommx
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OblTa BHIBEJICHA aHANOTHYHAs 3aBHcnMocTh: CO = 166 x My%"® (Holt, Rhode, Kines, 1968) — Takum
00pa3oM, NpH paBHOW Macce Tejla CEpAEYHbI BHIOPOC y ITHUIl OKAa3bIBAETCS BBIIIE, YEM Y

MIJICKOIIMTAOIIUX.

[lpr HEOOXOAWMOCTH YBEIMUYCHHS IOTJIONICHUS KUCIOPOJa OPraHU3MOM H, CIICIOBATEIBHO,
CepACUHOro BBIOpOCa, y NMTHIl — Kak U y Miekonutaromux (Baudinette, Seymour, Orbach, 1978;
Evans, Rose, 1988) — B HanOoJibIIICH CTENICHN U3MEHAETCS MMEHHO YacTOTa CePICYHBIX COKPAIICHUH,
KaK y JICTAIONIMX, TaK M y HE CIIOCOOHBIX K TOJIETy BUAOB. Tak, mpu Oere y sMy HaOItogaeTcs
NPUOIM3UTEILHO YETHIPEXKPATHOE YBEJIMYEHUE YAaCTOThI CepleuHbIX cokparieHuii (Grubb,
Jorgensen, Conner, 1983), y roay0eii B mosere HaOJIIONACTCS YBEIMYCHUE YaCTOTHI COKPALICHUI
cepaua B 5,8 pa3 (Butler, West, Jones, 1977), a y 6enomiekux ka3zapok — 1o 7,24 pa3 (Butler, Woakes,
1980). CtouT OTMETUTH, YTO HECMOTPS Ha TO, YTO OEr Kak Crocol MepeaBHKEHUS TakkKe, KaK U
TIOJIET, IPEIBSIBISIET CEPhE3HBIE TPEOOBAHUS K (YHKIIMOHATILHOCTH CEPACYHO-COCYTUCTON CUCTEMBI,
JUTst OOJIBIIIMHCTRA TITHIL MTOJIET SBJISIETCS 00JIee SHEPTOEMKOM aKTUBHOCTHIO: CPABHEHHE MOTJIONICHHUS
KHCJIOPO/Ia M YacTOThI CEPJCUYHBIX COKPAIICHUN HECKOJIBKUX BHJIOB ITHUI[ MPH MEPEMEIICHHH IO
0eroBoil JOpPOKKE W TOJIETe B a’poTpyde MOKa3bIBaeT, 4YTO, BO BpEMs IOJIETa HE TOJIBKO
YBEIMYIHUBAIOTCS 002 ATHX MapaMeTpa, HO UX 3aBUCUMOCTh PUOOpETaeT MHOHM XapaKkTep: MpH paBHOM
YBEIUYCHUU YaCTOThI COKPAIICHUU Cep/ila, MPUPOCT MOMJIOIMICHUS KHUCIOpOJa TpPU IMOJETe

okasbiBaetcs 6onbine (Ward u mp., 2002).

JlaHHBIE OTHOCUTEIHLHO CIIOCOOHOCTH IITHUIl U3MEHSTH IO/ HArpy3KOH yHapHBIH 00BeM cepla
pa3HATCS B 3aBUCHMOCTH OT MCIIOJIb30BAaHHOHN B pab0OTe HKCIEPUMEHTAIBHOM MOJIENT U KOHKPETHOTO
BUJa IITUL. TaK, OMUCAHHOC H3MCHCHHUC 3aBUCHMOCTU TIOTJIOIICHUA KHUCIOpOAa OT YaCTOTHL
CepACYHBIX COKpAIEHUI TPU TOJIETE TI0 CPABHEHUIO C XOAb0OOH, BeChMa BEPOSTHO OOYCIIOBICHO
yBenu4YeHUEM ynapHoro oorema cepamna (Butler, Woakes, Bishop, 1998; Ward u ap., 2002). Ucxons
N3 COBOKYITHOCTHU NAHHBIX, ITOJTYUCHHBIX B HCCKOJIbKUX UCCIICAOBAHUX, BlShOp IMMPCAIIOJIOXKUII, YTO

B MMOKOE yJIapHBIA 00bEM JIOJDKEH 3aBHCETh OT MAcChl cepiyaa NTUIlsl kak 0,18 X Mp1 0

, @ BO BpeMs
nonera — kak 0,3 X Myt® (Bishop, 1997). C apyroii cTOpPOHBI, B Pa3IMYHBIX HCCIIEIOBAHMSIX,
IPOBE/ICHHBIX Ha TOJy0sAX, OBUIO TOKAa3aHO, YTO TPH TEPEMEHICHHH 10 OEroBOil JOpPOXKKE WX
yaapHblii 00beM Bo3pactaeT npubnmsutenbro Ha 40% (Grubb, 1982), roraa xak B apyroit padore
TIPH [I0JIETE B a9pOTpyde royOu JeMOHCTPUPOBAIH BEChMa HE3HAUUTEIIbHBIC H3MCHEHHUS YIAPHOTO
obnema cepaia (Butler, West, Jones, 1977). Dmy npu Oere 3aMeTHO YBEIUYHMBAIOT YAAPHBIH 00beM
Cep/Ia, OTHAKO ATH U3MEHEHHUS OBUTH MEHEE BBIPAKCHBI, YEM JJISl YACTOTHI CEPICYHBIX COKPAIICHUI
(Grubb, Jorgensen, Conner, 1983). B To e Bpemsi, y YTOK Ipu (pHU3MYECKOH HAarpy3Ke Ha OEroBoit
JOPOXKE yIapHbIil 00beM cepaiia BoBce He u3mensiics (Bech, Nomoto, 1982; Grubb, 1982). ITo Bcei

BUJUMOCTH, CIIOCOOHOCTh NTHUIl YBEIMUMBATH CEPICUHBIN BHIOPOC 3a CUET yBEIWYEHHs yIapHOTO
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o0bema ceplla 3aBUCUT OT BUAA HArpy3ku, oOpa3a >KM3HM M CHUCTEMATHYECKOTO IMOJIOKEHUS

XKHUBOTHOTO. JlaHHBII Bompoc TpeOyeT OoJiee 1eTaIbHOTO JaTbHEHIIEro U3y4eHusl.

25.1.2.  Jlasnenue 6 cucmemMHoM U 1e204HOM Kpyee Kpo8ooobpaweHus y nmuy

Hecmotps Ha TO, 4TO AaBlieHHE B T€X WM UHBIX y4acTKaX KPOBEHOCHOW CHUCTEMBI ONpeesieTcs
LEJIBIM PSAZOM (PaKTOPOB, OT TOHYCA CTEHKH COCy/ia U 00beMa IUPKYIUPYIOIIEH B COCYTUCTOM pycCIie
KPOBHU JI0 apXUTEKYpPhl COCYAUCTON CETH U COOCTBEHHO CBOMCTB KPOBH, B 3HAUUTEIBbHOM CTEMEHU
JAHHBI TIapaMeTp TakKe Ompeaensercs padoTol cepama. B 9acTHOCTH, WMEHHO TOSBICHUE
YETHIPEXKAMEPHOTO Cepala B SBOJIONUOHHBIX psAgaX MNTHUL M MIEKOMUTAIOUIMX T103BOJIHIIO
MOJTHOCTBIO Pa3AeIUTh KPYT'H KPOBOOOPAIIEHHUS U CO3/1aTh CUCTEMY BBICOKOTO JIaBJICHUS B OOJIBIIOM
Kpyre, CHU3MB JIaBIICHUE B MajOM Kpyre KpoBOOOpaIlleHUs U MPEJOTBPATHB MOBPEXKIECHUE JIETKUX
U3-3a U30BITOUHON (UIBTPALIMU KUAKOCTU B JETOYHBIX Kamwuisipax. B paay mo3BOHOYHBIX, MpU
nepexojie OT MONUKWJIOTEPMHH K TOMOMOTEpMHUH HAONIONAeTCsl TEHAEHUUS K YBEJIMYEHUIO
apTepHaIbHOTO JIaBIICHUS B CUCTEMHOM KPOBOOOpAIICHWUHU, MPU 3TOM JUIsl MTHUIl, KaK TPaBUIIO,
XapaKTepHbl HauOoJiee BHICOKHE 3HAYCHHUsS JAHHOTO MapaMeTpa CPeId MO3BOHOUYHBIX KHUBOTHBIX
(puc. 13). Bonee BbICOKHE 3HAUCHHS apTEPHAIBHOIO JABJICHHUS IO3BOJIAIOT OOJiee MHTECHCHBHO
nepdy3upoBaTh TKaHW OpraHW3Ma, CHaOXkasg WX KHCJIOPOJOM H 00ecreunBas BBICOKYIO
WHTECHCUBHOCTh METAa0ONMU3Ma, — Y MTHUI] U MIEKOMHUTAOIINX apTepUATbHOE TaBICHHUE B CpPEIHEM
IPUMEPHO B 5,2 pa3a BBIIIE 10 CPABHEHUIO C MOUKHIOTEPMHBIMH TIPEICTABUTENSIMU TO3BOHOYHBIX
(Burggren, Farrell, Lillywhite, 1997; Smith, 1994). Panee ObLIM HPEANPUHATHI ITOTBITKH
CHCTEeMAaTH3UPOBATh M YCPEIHUTH JIaHHBIC 00 apTepraIbHOM JaBicHUH B opranusme nui (Altman,
Dittmer, 1971; Sturkie, 1986), ognako, u3-3a pa3jiu4uii B METOJMKAX PETUCTPAIIUH apTEPUATBHOTO
JABICHUSI U COCTOSHUU JKUBOTHBIX B XOJE OSKCIIEPUMEHTA CIOKHO IPOBOJUTH KaKue-IH00

MpaBOMEPHBIC 000OIICHUS UMEIOIINUXCS JaHHBIX.
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Puc. 13. YcpennenHoe cucTeMHOE JaBJICHUE B PA3JIMUHBIX KJIACCaX MO3BOHOYHBIX KUBOTHBIX. [1o

(Jensen u np., 2013a).



39

Her ocHOBaHU# cUMTaTh, YTO ApTEPUATILHOE AABJICHHUE KAKUM-THO0 00pa30M 3aBUCHT OT MAcChl U
pasMepoB Tela OKMBOTHOrO. TeM He MeHee, HEKOTOpble HWCCIIEA0BATEId IPEIaraoT
MaTeMaTHYECKOE BBIPAKEHUE KOPPEISAIUN MEKIY apTepHaIbHBIM JaBJICHHEM M Maccoil Teja
KHUBOTHBIX. COIJIACHO 3TUM PacdeTM, JUIsS MTHUI] CHCTOJIMYECKOE AaBjieHue Ps M muactoimyeckoe
naBieHne Pp 3aBUCAT OT Macchl Tena CleayomuM oopaszom: Ps = 158,8 xMp%%2; Pp = 122,9 x M0
(W18 MIIEKONHUTAIONINX, COOTBETCTBEHHO, Ps = 1152 xMp®%®; Pp = 78,7 x M>®) — onnaxo,
MIOCKOJIBKY TOKa3aresb crerneHn Mp 030k k 0, TaHHAs 3aBHCHMOCTb, €CJIH U MMEET MECTO OBITh,
Kpaitne crmaba (Seymour, Blaylock, 2000). B coorBercTBHHM ¢ 3aKoHOM Jlamiaca HapsHKCHUE CTEHKU
cepana (0osiee KOHKPETHO — HKEITYI0YKOB) MPSIMO MPOMOPLIHUOHAIBHO JTABICHUIO KPOBU U PAUYCy
Cep/ieuHol KaMephbl (B HEKOTOPOM MPHOIMKEHUH JIJIsl PACUCTOB CEPJIE MOXKHO CUYHTATH IIAPOM)
(Woods, 1892) ; y nTuIi OHO B CpeJHEM HECKOJIBKO BhIIIE, 4eM y Miekonutatromux: 15,5 k[1a npotus
13,9 xlIla. HecmoTps Ha TO, 4TO pa3Mep cepila auIOMETPUYECKH 3aBHCUT OT pPa3MEpOB Telia
JKMBOTHOTO, HAMPSDKEHUE CTEHKH JIGBOTO JKeNy04Ka (G) MPaKTUIECKH HE MEHSCTCS: ISl ITHI OHO

0,03

3aBHCHT OT Macchl Tena Kak 6 = 14,2 x Mp®® mg Mnexonmraromux o = 11,4 x Mp®% (Seymour,

Blaylock, 2000).

CTOUT OTMETHTD, YTO AK€ Yy HauMeHee (PU3MUEeCKH aKTHBHBIX MpEACTaBUTENEH Kiacca MTHIL C
MUHUMAJIBHONH OTHOCHUTEIBHOW Maccoil cepana (Hampumep, THHaAMy) apTepUalbHOE ABJICHHE B
CHCTEMHOM KpPYTe TaKKe MOAIEPKUBAETCS HA OTHOCUTEIBHO BEICOKOM YPOBHE 32 CUET TEX MJIM MHBIX
ajanTagui — TaKMX KakK BBICOKAs YacTOTa CEPACYHBIX COKpPALICHUH WIM JOMOJHUTEIBHO

YTOJIIIIEHHAsI CTEHKA JIEBOTO Kemynouka (Altimiras u mp., 2017).

Kak w y wmiekonmurarommx, y NOTHI[ IpU HEOOXOAWMOCTH YBETWYCHHUs Mepdy3uu TKaHEn
(Hanmpumep, Tpu (PU3NYECKUX Harpys3Kax) HaOJIIOAeTCs YBEIMYCHHE apTEPHAIBHOTO 1aBIICHUS.
OpnHako, MHOTHE MCCIIEIOBATENIN OTMEYAIOT, YTO OTHOCUTEIBHBIA MPUPOCT JAHHOTO MOKAa3aTes 1o
CPaBHEHHIO CO 3HAUEHUSMHU B COCTOSIHUM TIOKOS y TTHI] OKa3bIBAETCS HEBEIUK IO CPABHCHHIO C
MJICKOTIMTAIOIIMMHU: JUISI IITHI] B TIOKOE B CPEHEM XapaKTEPHBI 3HAYCHUS apTePHUAILHOTO JaBICHUS
nopsinka 18,4 xlla, Torma kak BO BpeMs pa3dWYHBIX BHUIOB (PU3MUECKOW AKTHUBHOCTH OHO
nogaumaetcs 10 20,4 xI1a (Grubb, 1982; Grubb, 1983; Woakes, Butler, 1986); y miekonmuTaromux
B IIOKO€ apTepHaJIbHOE JIaBJIEHMS HAXOIUTCSA Ha ypoBHE okono 14,66 klla, Torna xak BO Bpems
dbusznyecKoil Harpy3ku oHo MoxkeT momaHumatbes 10 20,26 klla (Jones u np., 1989; Taylor u np.,
1987). MoskHO ObLTO OBI TTOCTABHUTH T10]] COMHEHHUE JAHHBIC, TIOJYYEHHBIE B 9KCIIEPUMEHTAX OT ITTHI]
BO BpeMs Oera Wiu IJ1aBaHbs, IOCKOJIbKY 3TO SHEPreTHUYECKU MEHee 3aTpaTHbIE BUJbI (PU3NUECKOM
AKTUBHOCTH I10 CPABHEHUIO C MOJIETOM — OJIHAKO, OBLIO MMOKa3aHo, 4TO y roiry0eii Bo BpeMs mojera B
a’poTpyde apTepuanbHOE NaBICHUE TaKKEe U3MEHATECS KpallHe He3HAUMTENIBHO, TOTAa KaK 9acToTa
CEpJICYHBIX COKpAIIEeHUM M CepJeUHbIil BHIOPOC JKMBOTHBIX MOTYT BO3pacTaTh B HECKOJBKO pa3

(Butler, West, Jones, 1977). IlpuauMas BO BHHMAaHHE OIMCAHHYIO BBIIIC BBICOKYIO
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IIPOU3BOAUTENBHOCTD CEPALIA IITUL, MOXKHO IIPEAIIOIOXKHUTD, YTO CTOJIb HE3HAUNUTEIBLHOE YBEIUYCHUE
apTepUaNbHOTO JAaBJICHHS y NTHUI[ IIPH HArpy3Kax CBA3aHO C HEKUMH OCOOEHHOCTSIMH PETYISLUN

JTaBJIEHUSI HA YPOBHE COCYJIOB.

V 1rui, Kak y MIEKOTUTAOMINX U MPOYHMX TTO3BOHOYHBIX, PETY/SIIUS apTEPUATLHOTO TaBICHUSI
OCYHICCTBIIACTCA 3a CUCT T'yMOPAJIbHBIX W HCPBHBIX BO3HCﬁCTBHﬁ, MOCJICAHUC OIOCPCAYIOTCA
[JIaBHBIM 00pa3oM 3a cyeT OapoperentopHoro pediaekca — OJHAKO, PpACIONIOKCHUE W
byHKIIHOHHPOBaHKE OApOPEIENITOPOB y MTHIL M3yUeHbI KpaitHe ciado (Durfee, 1964). lo cux mop
NPaKTHYECKM HEM3BECTHA CTEMEHb MHEIWHHU3AIMA OapOpEHENTOPHBIX BOJIOKOH B COCTaBe

A0PTAJIBLHOI'O HECPBA, a TAKKC BO3MOXKHAs POJIb CCPACUHBIX 6ap0peueHTOp0B.

[TokazaHo, 4TO y NITHUII TIPH COXPAHCHUH (PYHKITMOHATBHOCTH OapOpeIenTOPHOTO PePIIEKTOPHOTO
nyTd Oojiee BBICOKHE 3HAYEHHUS apTepUaibHOTO JaBICHUS KOPPENUPYIOT C Ooliee HHU3KUMU
NOKa3aTeIsIMH 4acTOThl cepaedHbix cokpamenuit: HR = -0,502 x Ps + 233, torma kak mocie

. 2 2
JICHEepBAIlMK JJaHHAsI 3aBUCUMOCTh rcue3aet. OHaKko, HU3KHUi mokasatens I~ perpeccu (I~ = 0,386)
CBHUJICTEIILCTBYET O TOM, YTO JAPYrHe, HE3aBUCHUMBIE OT apTEPUATBHOTO JAaBJICHUS (DaKTOPHI,
OKa3bIBAIOT HA YaCTOTY CePICUHBIX COKPAIICHHUIT ITUI] TOpa3o OoJiee BhpakeHHOE BinsHKe (Smith,

1994).

2.5.2. Daexrpodusznoornyeckue 0cO0eHHOCTH PadOTHI CepaANa MTHIX

25.2.1.  Pacnpocmpanerue 31eKmpuuecko20 8030yicoerus 8 cepoye nmuy u Kougueypayus
INEKMPOKAPOUOSPAMMbl

OnexkTpokapauorpagus  SBIsIETCS  HauOoyiee  JOCTYNMHBIM  HEWHBAa3WBHBIM  METOJZIOM,
MO3BOJISIIOIIUM TOTYYUTh WH()OPMAIIMIO O CYMMapHOW AJICKTPHUYECKOW aKTUBHOCTH cepana. [Ipu
PETUCTPAINH DJIEKTPOKAPIUOTPAMMBI IITHUII, KaK U Y TPOYHUX MO3BOHOYHBIX, YaIIle BCETO HCIOJIb3YIOT
MOBEPXHOCTHBIC WJIM TOJKOXKHBIC 3JICKTPOJAbl W TPU CTAHIAPTHBIX OTBEACHUS JWHTXOBCHA
(Dzialowski,  Crossley, 2015). IlepBele  mHOHEepCcKHEe  pabOTBI MO0  PErHCTPAIIUU
9JIEKTPOKAPAMOTPAaMMbI IITUI] ObLTH omnyOnukoBaHbel Oomee 100 ner wmasam (Lewis, 1916). B
MOCJICAYIONUE TOAbl OBUIM MPEINPUHATHI HECKOJBKO TIOMBITOK ONUCaTh KOH(UTYpAIUIO
anektpokapauorpammer mrui (Kisch, 1951; Sturkie, 1949), onnako u3-3a HeAOCTaTKA JaHHBIX U, B
YaCTHOCTH, WHPOPMAIIUU O PACIPOCTPaHEHUH BO3OYKIACHUS B CEpIIle NTHII, B TEYCHUE IOJITOTO
BPEMEHH HMMEJIU MECTO OBITh CHOpPHl O TOM, Kak BoINIAAuT TunuuHas OKI ntun. B cBszu ¢
OTJMYHUSMH B CTPOCHUH IPOBOIAIICH CUCTEMBI U PaCPOCTPAHECHUH BO30YKICHHSI B CEPILIE MITHI] [0
CpPaBHEHHMIO C TaKOBBIMU Y MJICKONMUTAIOMIUX, B OOJBIIMHCTBE OoTBeAcHUH QRS-komIuiekc Ha
JJIEKTPOKAPANOTPpaMMe TITUI] UMEET OTPHUIlATeIbHOE HampasieHue (puc. 14), a ajnekTpuyeckas och
Cep/iia HarpaBJieHa B IPYTYI0 CTOPOHY OTHOCHUTEIIFHO TaKOBOHM y Mitekonuratonux (Boukens u p.,

2019; Dzialowski, Crossley, 2015; Prosheva u np., 2015). Tak, no nanasim Kisch u McKenzie, Will
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u Hardie OKI" nrur Bkarodaet P-ponny, QRS-kommuteke u T-Bosny (Kisch, 1951; McKenzie, Will,
Hardie, 1971). Mangold cuuntai, uto B DKI' ntuil HeT R-koMIoHeHTa, HO €CTh TIyOOKHid S-3y0err
(Mangold, 1919). Sturkie Bbiaensu1 B Kapauorpamme NTHil P-BoJIHY, TOMUHAHTHBIC S-3yOen u T-
BOJIHY, MalleHbkui R-3y0ern, Torma kak Q-3y0err, 1mo ero MHEHHIO, OTCYyTCTBOBajid. Kpome Toro,
PacXoKIACHHUS BO MHEHHSAX OTHOCHTEIBHO KOH(HUIypaIMH DJICKTPOKAPIAAOTPAMMBI MTHI[ OBLTH
CBSI3aHBI C MEXKBHJIOBOW BapHaOCIbHOCTBIO: HA CETOMHSAIIHUN JCHb MMPUHSATO CYUTATh, 4T0 Q-3y0err
JICWCTBUTEIILHO OTCYTCTBYET B aniekTpokapauorpamme Kypuiisl (Goldberg, Bolnick, 1980; Liu, Li,
2005), moxer ObITh HeOOMbIIMM y HHACHKH (McKenzie, Will, Hardie, 1971) u 6oee BbIpa)keHHBIM

B asiekTpokapanorpamme yTku (Cinar u nip., 1996).

A, B

SOmrals 95254

k
10nm/nV
.......... i i
............... /-glo Normal range Eel neiEa
A i _ ~
Qn‘\\ _ — :
Bl T b 5 1 R v e |
+1 > Ju V ' - ‘ | ‘ V‘. V‘

Puc. 14. A — snexTpuueckas oChb CepAlla NTHULl U OCHOBHBIE OTBEICHUS NPU PETUCTPALUN
3NIEKTpOKapauorpaMmsel. b — cxema pacrpocTpaHeHus Bo30yXASHUS 0 JKEITyI0UKaM cepiia THII.
B - mpumepsl 3JEeKTpOKapAMOTpaMMBbl NTUILl B 3 OCHOBHBIX OTBEACHUSAX. | — THUNHWYHAs
anexTpokapanorpamma rruil. [To (Boukens u np., 2019; Dzialowski, Crossley, 2015; Prosheva u ap.,

2015; Yogeshpriya u ap., 2018).

Kak u y Apyrux 1mo3BOHOYHBIX, aKTHBAIMS MPEICEPAUN OTpaXKaeTcss Ha AJIEKTPOKApAHOTpPaAMMe
nTHIl B BUzie P-BonHBL B OoTiiMume OT X0J0AHOKPOBHBIX TTO3BOHOYHBIX, Y KOTOPBIX BEHO3HBIN CHHYC
COXPAaHACTCA B BHUIC OTHGHBHOﬁ KaMCpbl CCpana, y HOTUL] BBUOY 3HAYUTEIILHOU CTEIICHU €ro
aTpuaJIM3allii  OTCYTCTBYeT BoimHa SV, XapakTepHas s KapAHOTPaMMbl SKTOTEPMHBIX
MIO3BOHOYHBIX U OTPaKaoIIasi akTUBAIMIO BEHO3HOTO CHHYCA JI0 aKTUBAIMK Tpeacepanii. MaTepBai
PR oTpaaer aTpuOBEHTPUKYISPHYIO 3anepkKy Bo30yxneHus (Boukens m ap., 2019; Davies,

Francis, 1946).
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QRS-kommIeKe, OTpa)xaromuid AETOIAPU3AINIO KEITYA0YKOB, KaK YK€ TOBOPUJIOCH BBINIC, Ha
KapIuoorpaMMe NTHIl OTiuyaercs 1mo cBoed ¢opme or QRS-kommiekca Ha Kapauorpammax
MJIEKOITUTAIONINX MM SKTOTEPMHBIX MO3BOHOUYHBIX. M3-3a MpakTHYecKH MOJIHOTO OTCYTCTBUS Q-
3yO11a, Majioil aMIuuTyAsl R-3y01ia ¥ TOMUHAHTHOTO OTPHUIIATEIHHO HAIpaBICHHOTO 3y0la S ux
COBOKYITHOCTh Ha KapJuorpaMMe NTHUIl HHOTJa OMpeAensioT Kak I'S-komruieke (Yogeshpriya u np.,
2018). IIpuumnbl Takoit Mmopdosnorun QRS komIuiekca He BHOJHE SCHBI U, IO BCEH BUAUMOCTH,
KpPOIOTCS. B OCOOEHHOCTSIX CTPOCHHS CETH BOJIOKOH [lypKkuMHBE B JKelIyJodKax cepila NTHUIl U
II0CJIEI0BATENBHOCTH aKTUBALUM JKEITYyJ04YKOBOrO MHMOKapja. ABTOpbI paHHUX padoT B 00jacTu
JIEKTPOKApAXOrpagUy NTHULl HPEANoiarajly, 4YTO CYOSIUKapIUaIbHBIE CIIOM JKENyJO0YKOBOTO
MHOKap/ia MTUI] aKTUBUPYIOTCS HECKOJIBKO paHbllle CYO3HIOKAPAUAIBHBIX, YTO MOXKET OTPakaThCs
Ha popme QRS-kommnekca (Kisch, 1951). [ipyrue uccienoBareinn, OQHAKO, IPEAIONIAraroT, YTO 13-
32 OTCYTCTBUS M30JMPYIOIIEH COEAMHUTEIBHOTKAHHOM OOOJOYKM BOKPYr HOXKEK Iydka ['mca B
ceplie NTHLl BO30YXIEHHE JOIKHO OBICTPO PACHPOCTPAHATHCS B 00JIACTH MEPETOPOAKH, & OTTYAA B
ocTalbHOM MHOKapn xemynoukoB (Davies, 1930; Lu u ap., 1993b). Dnexkrpuueckoe kapTUpOBaHHE
[0Ka3aJlo, YTO MATTePH aKTHBALMU SKEITYJZOYKOBOTO MHMOKapJa NTHUI[ OTIMYAETCS OT TaKOBOTO Y
MIIeKONHUTaoMMX. B To Bpems kak y OOJBIIMHCTBA MJIEKOIUTAIOIINX €CTh JIBE€ OCHOBHBIX 00J1aCTH
nepexoAa BOo30YXKIEHHUs C SHAOKApIUAIbHOW CTOPOHBI Ha 3MUKAPAUANBHYIO, Yy NTUL aKTHBALHs
SMHKapAa KEeNyJ0YKOB MyIbTU(OKaNbHAs (MM MO3au4Has); Y HEKOTOPHIX BUAOB BO30OYKICHHE
JIBIDKETCS] HE OT BEPXYILKHU Cep/lla K OCHOBAHUIO, a OT JIEBOTO kellyao4ka Kk mpasomy (Kharin, 2004;
Offerhaus u ap., 2021). OnucaHHbIA MAaTTEPH AKTUBAIIMM MHOKapAa MOXET JIeKaTh B OCHOBE

xapakrepHoi s ntutl hopmbl QRS-komekca.

T-BomHa oOTpaxkaer Tpolecc pemoispuzanuu xkemymoukoB. HWutepBan QT  orpaxkaer
JUTUTEIIBHOCTDh TIOTCHITMAJIA ACHCTBUSA B jKelymoukoBoM wMmuokapae (Boukens u ap., 2019). B
JKEITYJIOYKOBOM MHOKApJe ITHI[ PENOJsSpU3aius ONpeaeisieTcss B IEPBYIO OdYepelb, IO BCEH
BUIMMOCTH, JIOKaJIbHBIMH paSJ'II/I‘-II/ISIMI/I JJINTCIIBHOCTU ITIOTCHIIMAJIOB I[eﬁCTBHH. OGH.IPII’I HaTTepH
pENONISIpU3aIUH KEITYA0YKOB (110 KpaliHel Mepe, SMHUKapIUaIbHBIX CIIOEB MHOKap/a) y ITHUI] CXOXK C
TaKOBBIM Y MJICKOTTUTAIOIIMM U MPOUCXOIUT B HAITPABJIICHUH OT BEPXYIIKH CEPJIIIa K €r0 OCHOBAHUIO

(Kharin, 2004).

Y MeNKuX BUIOB ITHULl C BBICOKOW YaCTOTOM CEPIEYHBIX COKPALECHUN, MAJION JUIMTEIBHOCTHIO
MHOKapAHaIbHBIX MMOTEHIUAIOB JEHCTBUSA U OBICTPOH penoyispu3alliy Ha 3JEKTpOKapAHOrpamMMme
oOHapy’KuBaeTcs Takke J-BOJIHA, XapaKTepHas TakKe U MEJIKUX MIIEKOMMUTAIOUINX CO CXOIHBIMU
XapakTEepUCTHUKaMU paboThl cepana (HampuMep, TPbI3YHOB). J-BOJIHA OTpakaeT pPaHHIOK
PENOJIAPU3ALUIO JKEIYJOYKOBOIO MMOKApAa, TOrAAa KaK MO3IHAS PENoJsipU3alus M0 MPEKHEMY

OTpakaeTcs Ha AnekTpokapauorpamme B Buae T-ponubl (Offerhaus u mp., 2021).
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25.2.2.  Kougueypayus snekmpuueckoi akmugHOCMU MUOKApPOa nmuy
BonpmmHCTBO MCCnenoBaHUil B 3TOM 00JacTH pa3po3HEHBI W OBUIH BBIIIOJIHEHBI B CEpPEIUHE

NpOIIJIOr0 Beka Ha 3MOPHOHAIBLHOM MHOKApjie MTHIl, B TOM 4ucie KyabTuBupoBanHoMm (Fingl,

Woodbury, Hecht, 1952; Lehmkuhl, Sperelakis, 1963).

Lieberman u de Carvalho mgocraToyHo neTaqbHO OMHCATM XapaKTEPHYI KOH(HUTYpaiuio
ANEKTPUUYECKON aKTUBHOCTHM BEHO3HOIO CHHYCAa, CHHOATPUAJIILHOIO KJIalaHa, Mpencepaus,
ATPUOBEHTPHUKYJIIPHOTO KOJIBIIA U KEITyA0UKa SMOPHOHOB KYpHIlsl B Bo3pacte oT 3 g0 20 aneil. B
paboTe Moka3aHO, YTO MOTEHIHANIbl JNEHCTBUS MEHCMEKEPHOro THMa TeHepUpYITcs B 00JIacTH
nepexo/ia eule He MOJHOCThIO aTPUATM30BAaHHOTIO BEHO3HOTO CUHYCA B IIPEICEpANs, a dJEKTpUYecKas
AKTUBHOCTh aTPUOBEHTPHUKYIISIPHOTO KOJbIA, PACMOJIOKEHHOTO MEXIY MPaBbIM IpPEACEepAUeM U
KEIyJ0YKOM, B 3HAYUTENbHOM CTENEeHW HAllOMHHAET TaKOBYI0 B AaTPUBEHTPUKYJISPHOM Y3II€
Kposiuka. B paboTe Takke MmokazaHa pa3HULAa B KOHPUTYpalluU JIEKTPUUECKON aKTUBHOCTU MEXKIY
AMOpPUOHANEHBIM PA00YMM MHOKAPAOM MPEACEPAN U KEITYAOYKOB: MPEACEPAHBIE MOTCHIIHAIBI

JICHCTBUS UMEITH 3HAYUTEIHbHO MEHBIYIO auTensHocTh (Lieberman, Paes De Carvalho, 1965).

HanOosnee ncuepnpiBaronue JaHHbIE KacaTeIbHO KOH(UTYPaLlUH JIEKTPUUECKON aKTUBHOCTH TEX
WIM WHBIX OTJIIEJIOB Cep/la B3pOCIBIX NTULl ObUIM HoiydeHsl B padore E.N. Moore (puc. 15). B
UCCIICIOBAaHUM OBLIO TOKA3aHO, YTO B CEpIE B3POCIBIX KypHIl U WHJAEEK KapAWOMHOIMTHI C
NEeHCMEKEPHBIM THUIIOM aKTUBHOCTHU U, COOTBETCTBEHHO, BOAUTENb PUTMA PACIOJI0XKEHbI B 00JaCTH

CHHOATPHAIIBHOTO KJIarmaHa B ciHoaTpuaibHoM y3ie (CAY).

[eiicmekepHbIe KIETKU MTHIL XapaKTEPU3YIOTCS OTCYTCTBUEM CTAaOMIIBHOTO MOTEHIMAIA TTOKOSI U
HaJM4YMEeM MEIJICHHON auacTojudeckon aenosspuszammu (M/IJl), mpu 3TOM B 3aBUCHMOCTH OT
BBIPAKEHHOCTHU MEUCMEKEPHBIX XapaKTEPUCTUK KIETKH CKOPOCTh IMACTOIMYECKON ASTOpU3alU
B pa3nuuHbIX obmacTsix CAY MoXkeT BbIlle MM HWXKe. Tak, KapJHOMHOLUTHI B JIEBOM CTBOpKE
CHHOATPUAIBHOTO KJIalaHa cep/iia MTUIl XapakTepu3yroTcs obicTpoit M/IJ1, iiaBHO nepexoasiieii B
TEHEpalMl0 TNOTEHIMAla JEUCTBUSA, TOIZA KAaK B IPAaBOM CTBOpPKE KJalaHa KapAUOMMOLIUTHI
xapakrepusytorcs Oonee memieHHor MJIJ[ ¢ BbIpakeHHBIM MEPEXOJ0M K TepeaHemMy (QpoHTY
NOoTeHIMaNa JACUCTBUS M, BEPOSTHO, OTHOCATCA K JIATEHTHOMY THEHCMEKEpHOMY MHUOKApIY.
[ToTeHnmanel qEHCTBUS, 3apErUCTPUPOBAHHBIC B pabodeM MUOKap/IE )KEeTyT0YKOB, UMETH OOJIBITYIO
JUTUTENIBHOCTD 110 cpaBHeHUIO ¢ 1] mpencepaHoro Muokapaa. neKTpudeckas akTUBHOCTh BOJIOKOH
[lypkuHbE CUIIBHO OTJMYaiach OT TAKOBOW B MPOUMX OTAENaX cepana nTul. [loTeHunansl qeicTBus
B BoJIoKHax [lypkuHbe BO BceX OTAeNax cepila MTHUI] XapaKTepHU30BAJIHCh BBIPAXKEHHOHN (a3oi
paHHE# penospu3aluy, 3a KOTOPOH cliefioBajia TaKkKe SpKO BhIpakeHHas (aza miato. [lpu aTom,
HecMoTps Ha To uTo M/IJI B BonmokHax [lypkuHbe nTHlL, 10 BCEH BUIUMOCTH, OTCYTCTBYET, CKOPOCTb
HapacTaHus nepeaHero (poHTa B HUX ObliIa 3HAYUTENIHLHO HUXKE M0 CPABHEHUIO € TAKOBOH B paboueM

MHOKapje. JInuTenbHOCTh MOTEHUUANOB JeHCcTBHA B BOJOKHaX IlypkuHbe Tarkke Oosblie MO
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CpaBHEHHIO C TAaKOBOW B pa0OYMX KapIUOMHOIUTAX — YTO, BEPOSITHO, 0OECIICUMBACT IITUTEIbHBIN
nepuos; pedpakTepHOCTH M TPEJOTBpAIIACT BO3MOXKHBIE JKCTPACHUCTONBI H  (PUOPUILIAIIUIO

xenynoukoB (Moore, 1965).

MexnpeacepaHas
IleBag cTBOpKa neperopojka
CUHOATpUaneLHoro KnanaHa

MMpaBas cTBOpKa M
CUHOATPpUAanbLHOro KnanaHa
3 IleBoe npegcepgue:
pabounit Mm1okapg

. IleBoe ®

MpaBoe npeacepave: S
HIPERCE RS

BOJOKHa MypKuUHbe

N

.
.
ae®

] Meokenygo4KoBas
Mpasbin neperopoaka
aTPUOBEHTPUKYNAPHDIA KranaH
A >

MpaBbIl xenynouek:
BOMNOKHa MypkuHbe ,.*"

N

MpaBbilii HemnyAouek: paGouui MMOKap
paGounii Muokapg .

Puc. 15. XapakrepHas koH(UTypaIust SJEKTPUISCKON aKTUBHOCTH B PA3IMYHBIX OTIENAaX CEpla

JleBblii xenynouek:
BOrokHa MypKuHbe

sl N

JleBbIi Xenygodek:

-

B3pocibix nruil. ITo (Jones, Johansen, 1972; Moore, 1965).

Cepus pabor, BeimonHeHHas B. [IpoiieBoit U coaBTOpaMu, TOCTaTOYHO MOAPOOHO OMUCHIBAET
3JIEKTPUYECKYK0 aKTUBHOCTBH IMPABOrO aTPUOBEHTPHUKYJSIPHOIO MYCKYJBHOIO KianaHa ¥ IpaBOTo
aTPUOBEHTPUKYJIAPHOTO KOJbLA B cepaue ntul. [lokazaHo, 4To B 3aBUCUMOCTH OT PACIOIOKEHUS
OCTPOr0  CTEKJIIIHHOTO  MHUKPODJIEKTPOJa, B  NPaBOM  aTPUOBEHTPUKYISIPHOM  KJIAIllaHe
PETUCTPUPYIOTCS pa3jNYHbIe BUIBI MMOTEHIIMAIOB JCHCTBUS, XapaKTEepHbIE Kak Ui paboumx
JKEITYJOYKOBBIX KapJAHMOMUOLUTOB, TaK U JJIs KJIETOK MPOBOISALIEH CUCTEMBI CEpAla, a TAKXKE IS

MEeMCMEKEPHBIX KapJIMOMHOILIMTOB C pa3in4yHoil ckopocthio MJI/I. HecMoTps Ha TO, 4TO yacTtoTa
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rernepamus [1J] aTprOBEHTPHUKYIAPHBIM KJIarmaHOM MPUONIM3UTEIBLHO B 2 pa3a HUXKE TaKOBOW IS
CUHOATPHAIILHOTO y3J1a, MOXKHO MPEATOI0KUTh, YTO UMEHHO 3Ta CTPYKTYpa OepeT Ha cedst yHKITHIO

BOJUTENS pUuTMa B ciydae notepu ¢pynkuun CAY (Prosheva, Kaseva, 2016).

B HexoTopbix paboTax npeAnpuHUMAINCh MOMBITKYA H3YYUTh BKJIAJ TEX WU UHBIX HOHHBIX TOKOB
B (hOpPMHUPOBAHME HIIEKTPUUECKOW AKTUBHOCTH CEpALA NTHIl — OJHAKO, BBHJY HECEIEKTHBHOCTHU
UCTIONBb3YyEeMBbIX ~ METOJIOB  (HampuMep, HECENEKTUBHBIA  OJOKAaTOp  KalUeBBIX  KaHAJOB
TETPAdTUIAMMOHUN WJIM HM3MEHEHHE HOHHOTO COCTaBa PAacTBOPOB) BO3MOXKHAS HHTEpIIpETAIUs

o 100HBIX JaHHBIX BechMa orpanudeHa (Pappano, 1976).

2.5.2.3.  Honmuvie moku, popmupyrowue 31eKmpulecKyro akmusHoCms cepoya nmuy

OcHoBHasi Macca JaHHBIX KacaTeIbHO HWOHHBIX TOKOB, (OPMHUPYIOIINX 3JIEKTPUUECKYIO
AKTUBHOCTh MHOKap/a MTHUILl, MOJy4eHa B HCCIICIOBAHUSX, BBIMOJHEHHBIX Ha KapJAHMOMHUOIUTAX
SMOpPHMOHOB TTHI], W30JMPOBAHHBIX WM KyJIbTUBUPOBaHHBIX. OJHAaKO, B XOJI¢ OHTOTeHEe3a
ANIEKTPOPUZNOIOTUYECKUN (EHOTUIT MHOKApIa MOXKET TMEepPecTpauBaThCcs — 3TO HM3BECTHO JUIA
MJIEKOTIMTAIONINX; ISl HEKOTOPBHIX BUAOB NTHI] (OTHOCSIIMXCS K TaK HAa3bIBAEMBIM THE3/IOBBIM
NTHUI[AM) TIOCJIe BBUIYIUICHUS U3 fAllla XapaKTepeH MOCTENEeHHbIN Mepexo]] OT MOMKHIOTEpMUU K
romoitorepmun (Jstnes u nap., 2001; Pearson, 2015; Sirsat u ap., 2016), uro ¢ GonbIION HONCH
BEPOSITHOCTH JOJDKHO OBITH TAaK)Ke CBSI3aHO C MEPECTPOMKON DIEKTPUYECKONH M COKPATUTEILHOU

AKTHBHOCTH CEp/IIa.

Heckonbko mnmoHepckux paboT, BbIMONHEHHBIX H. Satoh Ha KymbType KapAMOMHOLHUTOB,
MOJYYCHHBIX U3 JKENyJOYKOB 3MOPHOHOB KYpHUIIbI, MPOJECMOHCTPUPOBAIN HATHMYUE OCHOBHBIX
WOHHBIX TOKOB, ()OPMUPYIOIIUX DICKTPHUUECKYIO aKTUBHOCTh MHOKapa. bhIIO MOKa3aHO HaauuKe
OBICTPOTO HATPHEBOTO TOKA, UMEIOLIETO JTOCTATOYHO OOJBINYI0 MHUKOBYIO aMIUIMTYIAy B 0OJNacTH
MaKCHMMyMa BOJIbT-aMIepHoOU XxapakTepuctuku (0osiee 1 HA) (Satoh, 1995d); nmponemoHcTprUpOBaHO
HaJIMYUe KaJMEeBOTO TOKa 3ajaepkaHHoro BeimpsimiieHus (Satoh, 1995a; Satoh, 1995c), a rtaxxke

TPaH3UTOPHOTO BRIXOIAIIET0 KanueBoro Toka ly (Satoh, 1995b).

WccnenoBanus, BeimonHeHHbie 1. Creazzo u coaBTOpaMu, MOAPOOHO OMHCHIBAIOT KPYTrOBOPOT
Ca’' s SMOPHOHAIIBHBIX KapAMOMUOIIMTAX MTHII. BbII0 Moka3aHo, 4To capKoJeMMaIbHBIN BXO/T Ca%
B SMOPHOHATBHBIX KapJAMOMHONUTAX obecrieunBaercs kak Ca?" Tokom L-trma, Tak u TokoM T-THma
(Brotto, Creazzo, 1996), HexapakTepHbIM jjisi pabouero MUOKapAa B3POCIBIX MIICKOMHUTAOIINX
(Clozel, Ertel, Ertel, 1999; Xu, Best, 1992). B To xe Bpems, IOKa3aHO, MMKOBAas aMIUIUTYyAa U
OTHOCHUTEIIbHBIN BKJIAJl KaJbIIUEeBBIX TOKOB L- 1 T-TUMOB B X0/1€¢ SMOPHMOHAILHOTO Pa3BUTHS TTHI]
M3MEHSIOTCS, Hapsay ¢ cojaepkanmeM Ca’’ B capkommasMaTHYecKoM peTHKyiIyme M OydepHoit
emkocThio s nonos Ca?* (Creazzo, Burch, Godt, 2004; Kitchens, Burch, Creazzo, 2003). Takum

06pa30M, HECMOTpPA Ha TO, YTO HUCCIICAOBAHUSA 3M6pI/IOHa.HBHOI‘O MUOKapaa MNTUI NPCACTABIIAIOT
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OHpCI[CJ'ICHHBIfI HHTCPEC, UMCIOMIUECCA JAaHHBIC OTHOCUTCIBHO €TI0 SHCKTqueCKOﬁ AKTUBHOCTU H

BHGKTpO(i)I/BI/IOHOI‘I/I‘-IGCKOFO (beHOTHHa HCJIb3s MOJIHOCTBIO NICPCHOCHUTDH Ha B3POCIIBbIX KUBOTHBIX.

HccnenoBanust amekTpou3nonoruyeckoro (GeHoTUa MUOKapAa B3pOCHBIX MTHI] eme Oolee
oTpeIBOYHEL. B0gdanov c¢ coaBTOopamMmM B CBOEM HCCIIEIOBAaHMU IIPOBEN IPSIMOE CPAaBHEHUE
capkoneMManbHoro Ca?* Toka B M30IMPOBAHHBIX JKEMYIOYKOBBIX KApAHOMHOIMUTAX KPBICH U
35671MKa ¥ TPOAEMOHCTPUPOBAJ, YTO, HOMUMO OOJIBLION MHKOBOH aMmauTyasl cymmapHoro Ca?*
TOKa, MHOKApJl B3pOCIIOTO 3a0/IMKa XapakTepusyeTcs HanuuueM (dyHkuuonaabHoro Ca?* Toka T-
THIa, KOTOPHIH, 0 MHEHHIO aBTOPOB JIONKEH obecreunBaTh ObICTPBIH BXon Ca?* B KieTKy, uTo
MOYET OBITh KPUTHYHBIM /7151 OBICTPOIl YacTOTHI coKpaleHus cepamna ntui (Bogdanov u np., 1995).
B To e Bpems, Ipyrue uccieoBaTeln yTBepkaaioT, uto Ca?* Tok T-Tuma B MHOKap/ie B3pOCIBIX

NITUI HA TIpUMeEpe UHAEHKHU oTcyTcTBYeT (Kim u mp., 2000).

M. Vornanen mpoBen macmTaOHOE HCCIEIOBaHHE OBICTPOTO HATPUEBOrO TOKa Ina B psny
MIO3BOHOYHBIX, CPABHUB YYBCTBUTEIIHOCTh CEPJEUHOrO INa K TETPOAOTOKCHHY Y Pa3HbBIX TPYIII
YKUBOTHBIX U BBISIBUB MOJIEKYJISIPHBIE OCHOBBI UMEIOIINXCS paznuunii. [lokazaHo, 4TO MUOKap/ 1 NTHIL
XapaKTEepPU3yeTCsl KpaiiHe BHICOKOW MUKOBOM aMIUTUTYAONW OBICTPOTO HATPUEBOTO TOKAa — Haubosee
BBICOKOM Cpe/Id UCCIEeIOBAHHBIX BHIOB TO3BOHOYHBIX — U [IPH 3TOM, B OTJIMYHE OT MIIEKOIMUTAIOIINX
U PENTWINHA, TMPOSBISAET BBICOKYIO YYBCTBUTEIBHOCTh K CEJIEKTUBHOMY OJIOKaTopy KaHAaJIOB
HATPUEBOI'0 TOKAa, TETPOJOTOKCHHY. [locnennee oObsCHIETCS TEM, YTO B MUOKap/Ie MTHULl OKA3aJICh
BTOPUYHO yTEpsSHA PE3UCTCHTHAs K TETPOJOTOKCHMHY H30dopMa HaTpueBbiXx kaHaimoB Navl.5,
npuoOpeTeHHas B X0J/Ie 3BOJIIOLUK B rpymie npecMbikatomuxcs (Vornanen, Hassinen, Haverinen,
2011).

G. Iribe u coaBTOpBI B CBOEH pabOTe MPOJAECMOHCTPUPOBATH HAIWYHE YYBCTBHTEIBHBIX K
PACTSDKEHUIO KaJblMA3aBUCUMBIX KalueBbIX kaHanoB BKca — oiHaKko, B crily Manol aMIUTATYAbL,
JTaHHBI TOK BHOCUT BECbMa OrPaHUYCHHBIA BKJIAJ MO CPABHEHUIO C MAXKOPHBIMH TUIIAMU MOHHBIX

ka"ayioB B Muokape (Iribe u ap., 2010).

Wtak, Ha CErOAHSIIHUM J€Hb HIEKTPOPU3UOIOTHUECKUI (EHOTHI MHUOKapJa ITHUL, €ro
MOJIEKYJISIPHBIE OCHOBBI M BKJIaJl OTAEIbHBIX TOKOB B (DOPMUPOBAHHUE IIEKTPUUECKON aKTHUBHOCTU

cepana B3pOCIbIX ITHI OCTACTCA MPAKTUYCCKU HEM3YUCHHBIM.

2.6. Daexkrpodusuonoruyeckuii GeHOTHII MHOKAPIA U NMPOGIeMA MOHCKA MOAEIbHBIX

00LEKTOB B DKCIIEPUMEHTAJLHOH KapIHO0JOTruH

OpHol U3 akTyalIbHBIX MPOOJIEM COBPEMEHHO (PU3HOIOTHH U, B YACTHOCTH, JIEKTPOPU3NOJIOTUN
cepaua SBISETCA TOWCK PEJIEBAHTHBIX JKUBOTHBIX MOJENEN JUIsi MPOBENECHMS HCCICAOBAHUM.
[MaTtomoruu cepAma ©, B YAaCTHOCTH, CEPACYHBIC APUTMHUU SBISIOTCS OJHOW W3 HamOomee

pacnpocTpaHeHHBIX TpUYUH cMepTH Jroaeid (Abdalla u ap., 2020; Sharma, Kafle, Alurkar, 2020). B
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CBSI3M C ATUM 3HAYUTENIbHOE YHUCIIO HCCIeAOBaHUN B o0nacT (yHIAaMEHTAIbHON U MPUKIATHON
¢usuonorun cepiamna chOKyCHpOBaHBl HAa MOUCKE HOBBIX NPENapaToB C MPOTUBOAPUTMHUYECKON
aKTUBHOCTBIO, @ TaKXXe Ha TIIOMCKE HOBBIX SKCIEPUMEHTAIBHBIX Mojeneil. bonpmmHCTBO
Pa3HOBUIHOCTEH apUTMHIl CBSI3aHBI C PA3TUYHBIMH TUCHYHKIUSMU HOHHBIX KaHAJIOB MHOKap[a,
BPOKJACHHBIX MM BBI3BAHHBIX PEMOJEITUPOBAHUEM CEPACYHON TKaHU, MPU 3TOM 3aMETHYIO POJIb B
Pa3BUTHU ApUTMUN HUTPAOT AUCPYHKIMH KATUEBBIX KAHAJIOB, YYACTBYIOUINX B PEMOJSPHU3AIUN
MHOKap/a M, CJIeI0BAaTEIbHO, ONPEACISAIOMUX JIUTEIbHOCTh MOTEHIMANa JACHCTBHUS U TEpHoja
pedpaxtepHocTH. [ Muokapaa OOJbUIMHCTBA TO3BOHOYHBIX KMBOTHBIX OCHOBHBIMHU KaHaJlaMH,
nepenocaumMu Moubl K, apnsrorcs KVLQT1 (u3Bectrbiii kak KCNQ1 u Kv7.1), nepenocsmuii
MEJICHHBI TOK 3ajep)kaHHOTo BhImpsMieHus lks; ERG (taxke m3Becten xak KCNH2/6/7 wnu
Kv11.1-3), nepeHocsmuii OBICTPBII TOK 3aaepKaHHOTO BhIMpsimiieHus lkr; rpymnmna kanaiaoB Kv4.2,
Kv4.3, Kvl.4, Kv3.4 nepeHOCUT TPaH3UTOPHBIM BBIXOMSAIIMA TOK lo; kaHamel Kv1.5 m Kv3.1
MIEPEHOCAT YIbTPAOBICTPBIN TOK 3ajaepkanHoro BeimpsmicHus lkur (Carmeliet, 1999; Grant, 2009;
Nattel u np., 2007). HecmoTpst Ha TO, 9TO OONBIIMHCTBO NEPEUUCICHHBIX HOHHBIX KaHAJIOB CepIa
JIOCTaTOYHO KOHCEPBATUBHBI W MOTYT OBITh OOHApPYXKEHBI JaKe Y MPUMHTHBHBIX TPYIII
03BOHOUHBIX kHMBOTHBIX (Haverinen, Vornanen, 2009a; Vornanen, Hassinen, 2016), maxe B
npeJenax Kjiacca MIEKOMUTAIOIIUX OTHOCUTENbHBIN BKJIa1 U HA00Op JaHHBIX HOHHBIX KAHAIOB MOYXKET
CHIIBHO pasznuuathes. llpm sToM HaOmomaemblil 3PQGEKT THIOTETUYECKOTO HCCIEAYEMOT0o
KapJIMOTPOITHOTO TpernapaTa OyAeT 3aBUCETh OT MMEIOLIErocs B MHOKapJe >KUBOTHOTO MATTEpHA
MOHHBIX TOKOB, 3aBUCSIIETO KaK OT SKCIPECCHH (GOPMUPYIOLIUX MOPY 0-CyOBEAMHUI] KAaHAIOB, TaK
U OT HaJWYMs Pa3IMYHBIX BCIIOMOTAaTENbHBIX CYOBEIUHUI] KaHala M HMMEIOIIUX MECTO OBITh
B3anMoJieiicTBri Mexx 1y HuMu (Barhanin u ap., 1996; Deschénes, Tomaselli, 2002; Weerapura u ap.,
2002), a TakKe, B HEKOTOPBIX CIIy4asX, OT YacTOThl CTHMYJISLMU Iperapata WiIH TeHepaluu
noteHimanoB B HeM (Lu u np., 2001; Varré u np., 2000), 4ro Aenaer MOUCK <UICATBHOTO»

MOJICIIBHOTO 00BEKTAa eIrle 0osee 3aTPyTHUTEIbHBIM.

B norenmumanax AeWCTBUS  YENIOBEUECKOro MHOKapAa (asza paHHEH penoispu3aniu
obecrieurBaeTcst TOKOM lto, a paza mo3mueit penonspuzanuu — TokaMu lkur, Ikr 1 lks (Cavero, 2001;
Jost u 1ip., 2005). CxoaHbIH 37eKTPOPU3HOTOTUUECKUN (PEHOTHIT XapaKTepPeH I MUOKap/a COOaKH
u kponuka (Cui m mp., 2011; Nerbonne, 1998; Nerbonne, 2000). B Muokapme CBHUHBH, 4acTo
HA3bIBAEMOM OJIHUM U3 HaumOoJiee CXOXKUX C YeIOBEYEeCKHM, Cl1ab0 MpeAcTaBlieH TOK lkur u
TIPaKTHYECKU OTCYTCTBYIOT KaHabl Ca?’-He3aBHCHMOTO KamueBoro Toka o1 (Lacroix u ap., 2002; Li
u 1p., 2003; Mow u ap., 2008; Nerbonne, 1998). IIpu 3ToM nake Hanbosiee peieBaHTHBIC MOJICITbHBIC
O00BEKTHI JEMOHCTPUPYIOT OTIWYHBIC OT YEJIOBEKAa OTBETHI Ha MPOTHBOAPUTMUYECKUE MPETapaThI

(Janse, Opthof, Kléber, 1998), a ux BbICOKast CTOMMOCTb U CIIOKHOCTH COJCPIKAHMsI B COBOKYITHOCTH
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C OMpeAeNieHHbBIMU 3THYeCKUMH (HaKTOpaMH TPUBOAIT K BeChbMa pPEIKOMY HCIOJIb30BaHUIO

NEPEYHCIICHHBIX MOAEIBHBIX KUBOTHBIX B J1a00OPATOPHOM MPAKTHUKE.

BOJBIIMHCTBO HCCieIoBaTeNEl B 00JaCTH SKCIIEPUMEHTAILHON (DU3UOJIOTHH CEP/IIA HCIIOIb3YIOT
B CBOMX paboTax KpbIC, MBIIIEH U MOPCKUX CBMHOK. OIHAKO, DJIEKTPO(PHU3NOIOrHYECKHH (PEHOTHIT
MHOKap/a 3THX JKHBOTHBIX OTJIMYACTCSA OT YEIOBEUYECKOIO €lle CuibHee. B Muokapme MOpCKoi
CBHHKH OTCYTCTBYIOT TOKH lto ¥ lkur; B MHOKap/ie KPbIC U MBIIICH OTCYTCTBYIOT TOKH 3a/I€P’KAHHOTO
emmpsviieHust Ik uw lks (Nerbonne, 1998; Nerbonne, 2000), uro gemaer OGOJBIIUHCTBO
IPOTHBOAPUTMHYECKHX IIPENApaTOB, IPEAHA3HAUYECHHBIX IS Ye€JI0BEKa, HEd(P(PEKTUBHBIMH B JaHHBIX

*)HUBOTHBIX Mozeisx (Janse, Opthof, Kléber, 1998).

B mocnenHne rofapl MHOTHE MCCIIEI0BATENN MpeiaraloT aanuo-pepro (Danio rerio) B kauectse
OKCIIEPUMEHTAIILHON MOJIETH Il CKPUHHMHTA JIEKaPCTBEHHBIX MPENaparoB M HCCICAOBaHUN B
obyacTd  (DU3HOJIOTHH CEP/lla, BBHIY BBICOKOH pPEHTA0EIBHOCTH, IMPOCTOTHI T'€HETHYECKUX
MaHUIYJISAIAN U IPYrUX KadeCTB AaHHOTO JKMBOTHOTO, TAKUX KakK OOJBIIOE YHCIIO MOTOMCTBA M
ONTHYECKas MPO3payHOCTh Tena. OHAKO, HECMOTPS Ha KaXYIIYIOCS CXOXKECTh KOH(HUTyparmuu
9JIEKTPHUUECKOM aKTHBHOCTH CEpJlla YeloBeKa M JaHHO-pepro, HaOOp (GOPMHUPYIOMIMX €€ MOHHBIX
TOKOB CHJIbHO pa3indaercs Mexay stumu Buaamu (Nemtsas u 1p., 2010; Vornanen, Hassinen, 2016).
Paziauuust B 31€KTPOPHU3HOIOTHUCCKOM (DEHOTHITE MEKIY UYCTOBEYECKUM CEPALIEM W MHOKApIOM
3eMHOBOJHBIX M MPECMBIKAIOIIUXCS eIe OoJiee BBIpAXKEHHBIC, YTO JejJaeT JaHHbIE KIIacChl
MO3BOHOYHBIX MAaKCHMaJbHO HEPEJIEBaHTHBIMU MOJCIbHBIMU oOBbekTamu (Abramochkin, Kuzmin,

2018; Abramochkin, Matchkov, Wang, 2020; Warren u ap., 2010a).

TakuM 00pa3oM, BOIIPOC MOUCKA IKCIIEPUMEHTATBHBIX )KHBOTHBIX I KapAHO(OH3UOTOTHICCKIX
WCCJICIOBAaHUA M CKPUHUHTA JIEKAPCTBEHHBIX MPENapaToB OCTACTCS OTKPBITHIM. JlJis ero pemeHus
HeoOXoauMbl (DyHIaMEHTaIbHBIE MCCIIEIOBAHUS, 3aTPArvBalOIINe HOBBIC BUIBI U TPYIIHI BHIIOB
JKUBOTHBIX U CTABSIIHME ENBIO MOUCK AIEKTPOPUZUOIOTHUECKOTO (PeHOTUIIA MHOKapAa, Haubosee
CXOJHOTO ¢ 4YeJloBeYecKMM. Ha cerogHsuiHui JIeHb OJTHOM W3 HaMMEHEe M3YYCHHBIX B 00JIacTH
3EKTPOPU3HOIOTHH CepIia TPYIIT KHBOTHBIX SIBIISTIOTCS MTHIIBI, pacCMaTpUBacMble Ha MPUMEPE

STIOHCKOTO TIeperenia B HacTosIIel padboTe.
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3. MATEPHAJIBI U METO/IbI

3.1. O0beKT uccjieT0BAHUS

Bce sxcrniepuMeHThI ObUTH IPOBEACHBI C HCIIOIb30BaHHUEM U30IMPOBAHHBIX TKAaHEBBIX MPENapaToB
(peructpainusi 3JEKTPUYECKOW aKTUBHOCTH C HCMOJIb30BAHHUEM MHUKPODJIEKTPOJOB M ONTHUYECKOE
KapTUPOBAHUE DJIEKTPUUECKONH aKTUBHOCTH) WM M30JMPOBAHHBIX KAPIUOMHOLUTOB (PETUCTPALIHS
MOHHBIX TOKOB METOJIOM IATY-KJIAMII), BBIJCIIEHHBIX W3 CEpJIa B3POCHBIX SIOHCKUX TEpPEreioB
(Coturnix japonica), a Takke Ha aHECTC3UPOBAHHBIX SIMOHCKHUX Iepernenax (perucTparius
3JIEKTpOKapaArorpaMmel). B pabore OBLIM  HCHOMB30BaHBI SAMOHCKHE TEperneabl ICTOHCKON
Pa3HOBUIHOCTH OOOMX TOJIOB, Bo3pacToM 2-4 mecsima ¢ mMaccoir Tena 200-300 rpammoB. JlanHas
1opo/Jia repernenoB Obula BEIOpaHa Kak SHIIEHOCKas U XapaKTepU3YIOILascs, COOTBETCTBEHHO, Ooee
HU3KUM TEMIIOM POCTa MacChl Tejia [0 CPABHEHUIO C MSICHBIMU ITOPOAAMH, 1JIsi KOTOPBIX MOXKET OBITh
XapaKTepeH BBICOKUH PHUCK Ppa3BUTHUS AMJIATAIIMOHHON KapAMOMHOMNATHM, aclUuTa M CHHApPOMA
BHE3aIHOM CMEPTH M, C BBICOKOW JOJIEd BEPOSTHOCTH, COOTBETCTBYIOILIHME IATOJIOTHYECKUE
U3MCHEHUSI B DJICKTPUYECKOM M COKPATUTENIBHOW aKTUBHOCTH MHUOKapaa. Hecmorps Ha TO, 4TO
MOOOHbIE MATOJIOTUU JIJISI MSICHBIX PAa3sHOBHJIHOCTEH SMOHCKUX IIEPENeioB HE OTMEUYEHBl B
JUTEpaType, JdaHHas 3aKOHOMEPHOCTh XapaKTepHa JJIsl APYruX BUAOB gomarrHeil nrui (Jackson,
Kingston, Hemsley, 1972; Julian, 1987; Julian, 1998; Magwood, Bray, 1962; Nain u ap., 2008).
[tunpsr 66U oNy4eHs! ¢ pepmbl «OproBckuii qBopuk» (Poccusi, MockoBckas o0i1., T. MBITHIIN).
[lepen sxcnepuMeHTaMu XHUBOTHBIX coaepxainu npu temmeparype 24°C, B pexume 12-gyacoBoro
CBETOBOTO JIHs, MHILY (KOMMepUecKas KopMOBasi CMECh JIJIsl TIEPETIENIOB) U BOY MpeaocTaBisuin ad
libitum. Bce sKcrmepuMeHTHI W MaHHUMYJISALIHAHA C SKMBOTHBIMH TIPOBOJMIN B COOTBETCTBHUH C

nupextuBoi 86/609/EEC no obparienuto ¢ 1ab0paTOPHBIMH KUBOTHBIMHU.

3.2.  Daexrpoxkapauorpadus HAPKOTH3IMPOBAHHOIO Nepemnesa in Vivo

3.2.1. Perucrpamus 3JeKTPOKAPAUOrPAMMEI iN ViVOo

DJIEeKTpOKapAHOrpaMMy PETUCTPUPOBAIN Y HAPKOTU3UPOBAHHBIX IIEPENEOB C MOMOIIBIO
MOJIKOKHBIX ~ 3JIeKTponoB. Ilepex HawaaoM dKCHEpUMEHTa TIEPENesioB  HAapPKOTHU3UPOBAIU
uzopaypanoM (3,5% B Kuciopoae, CKOpOCTh MOAaYu 2 JI/MUH), KOTOpBIA MOKa3al cels Kak
3 (EeKTUBHBII aHECTETHK C MHUHHMAaJIBHBIMHU cepaeyHo-cocynucthiMu 3ddexramu (Naganobu,
Hagio, 2000). /[lns craOwim3anuu TeMIepaTypbl Tella HAPKOTU3UPOBAHHBIX IKHBOTHBIX
ucrnonb3oBaaun TepMmokoHTtposuiep (Bio-tcl, HII® «buorexnonorum», Poccust). I[logkoxHbie
AJIEKTPOJBl pacrioiiarajii Tak, 4YTOObI OTBEICHHE JJISi PETUCTPAIMH DIIEKTPOKAPIUOTPAMMBI
cootBeTcTBOBaJO Il 0OTBeIEHNIO DHHTXOBEHA, PACHIOIOKEHHUE IEKTPOIOB MPOUIUTIOCTPUPOBAHO HA
puc. 16 (Einthoven, Fahr, Waart De, 1913; Strunk, Heather Wilson, 2003; Szabuniewicz, McCrady,
1974; Yogeshpriya u ap., 2018). DaekTpokapauorpaMmy perucTpUPOBATH C TTIOMOIIBIO YCHUITUTEIIS

PL3516 Power Lab 16/35 Animal Bio Amp (ADInstruments, CIIIA), mony4aemblii CHTHAT



50

3aMUCHIBAIM U 00padaThIBaIM C MOMOIIBIO TMakeTa mporpamMMmHoro obecrneuenus Lab Chart Pro

(ADInstruments, CIIIA).

Puc. 16. A — pacnonoxenue s37eKkTpofoB s peructpamuu OKI' smoHCKoro mepemnena B
npeapAyIuX uccneaoBanusax (Szabuniewicz, McCrady, 1974); b — pacmoiokeHue MOaKOKHBIX

anexTponoB s peructpauu JDKI' B nanHO# padore.

3.2.2. BBeneHHe AaroHHUCTOB M AHTATOHHCTOB PEUENTOPOB MeIHMATOPOB ABTOHOMHOI
HEPBHOIi cHCTEeMBbI SITOHCKOMY Nepernesry

BBeneHue aroHUCTOB M aHTarOHUCTOB MEIHWATOPOB CHMITATUYECKOW M MapacHMIIaTUYEeCKOM

CHCTEM OCYIIECTBISIM IyTEM HHBEKIHMU B TOpPaKoaOAOMHUHAIBHYIO TOJIOCTh mepemnena. Jlis

uccienoBanus (YHKIIMOHUPOBAHUS Cepjla mepernena in Vivo 1moa MaKCUMaabHONH CHUMITATHYECKON

Harpy3Koil )KUBOTHBIM BBOJUJIM OJOKATOp MYCKapHWHOBBIX XOJIMHOpelenTopos arpomnut (0,5 mr/kr

Macchl TeJla) U HECEICKTHBHBIM aroHHCT aJpeHoperentopoB u3omnporepeHos (200 MKr/Kr Macchl

tena) (Cyr, Dickens, Romero, 2009; Fregly, Simpson, Palmore, 1976).
3.2.3. AHaim3 3JIeKTPOKAPANOTrPaAMMBI Meperneia

C nomorpto BecrpoeHHoro Moxayisi ananuza DKI' B mporpamMmuom obecriedenuu Lab Chart Pro

OLCHUBAJIU CJICAYIOIIUC MMapaMCTPhI:
-R-R HWHTCPBAJI U HAaCTOTY CCPACHHBIX COKpaH_[CHI/II\/'I;

- P-R wmHTepBan, oTpakaromuii aTPUOBEHTPUKYISAPHYIO 3aJEPKKy MPOBEACHHS BO30YXKICHUS
(Oomee TOYHBIM TIApaMeTpPOM sABIseTCS WHTepBan P-Q, ommako, Q-3y0er; HepasIuyuM Ha

3JIEKTPOKApANOTrpaMMe NTHULL);
- TeabHOCTh QRS-KOMITICKCa, OTPAXKAIOIIYI0 BpeMs ACTIOSPU3AIINH KEITYT0YKOB;

- Q-T unTepBai, OTpakaroOIIMA 001Iee BpeMs JETOISIPU3AIIN U PETIOISPU3AINH KETYI0IKOB;
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or,

- Q-T unTepBai, cCKOppeKTHpOBaHHbIH 1Mo Gopmyite baszerra (QTc): QTc = N

- Tp-Te wuHTepBan, COOTBETCTBYIOIIMHM NEpUOAY OT MUKa T-BOJHBI 0 €€ OKOHYAaHUS U

OTpakaroIIUi BpeMsl PeroIIpU3ali KelyI0UYKOB;

- MEKLIMKIIOBBIN nHTEpBan TP.

3.3. BHYTpHKJIETOUHAS pPerucTpanys NOTEHIHAJOB JeiiCTBHS B MHOIOKJIETOYHBIX

npenaparax MUHOKapaa mepemnesjia

3.3.1. Bblae/ieHHe nMpenapaToB MHOKAP/AA AMOHCKOr0 Mepernesia

JIns modydeHHs JKM3HECTIOCOOHBIX MPEnapaTroB IPaBOTO IPEACEpAus M MPaBOTO JKEIyJ0YKa
SMOHCKOTO TIeperesia KMBOTHBIX JCKAMUTHPOBAIM C TOMOUIBIO THJIBOTHHBI JUISI MEJKHX
naboparopubix xkuBOTHRIX (Open  Science, Poccust), npenBapuTenbHO HAPKOTU3UPOBAB
m3odaypanom. [locie nexamuTanuy mepenesaM BCKPHIBAJIM TOPAKOAOJOMHHAIBHYIO IOJIOCTb,
U3BJICKAIM CepAle M TOMeN[aJ €ero B MPEHapoBalbHYI0 BaHHOYKY, 3allOJHEHHYIO
(U3UOJIOTHUECKUM PACTBOPOM KOMHATHOM TeMIIeparypsl cieayroriero cocrasa (B8 MM): 129 NacCl,
4 KCl; 20,9 NaH2POs4; 0,5 MgSOs4; 20 NaHCOs3; CaCly; rimroko3a; pH 7,4. B cpenHio BETBb a0pThI
BBOJVJIM KaHIONIO, COCMHEHHYIO CO IITIPHUIIEM, COJCPXKAIIUM TOT K€ PAacTBOP, OCTABIINECS JBE
BETBH a0PTHI NEPEKUMAIIH U TIEPEB3bIBAIH TuratypaMu. Cepaiie MpoMbIBaIl PAaCTBOPOM, BEITCCHSS
KPOBb W3 JKEIYIOYKOB, MPEACEPIUil M KOPOHAPHBIX COCyHOB. [lociie 3TOro MpoOM3BOIMIH

IpenapoBKy HEOOXOAMMBIX JJIsi pabOTHI OTAETIOB Cep/lia.

Jlis BeIIENEHUs] TIperapaToB MPaBOro IMpeacepAus cepiaue (UKCHpOBaId B MpenapoBajbHOM
BaHHOYKE INPABbIM KEIyJOUYKOM BBEpX, JIENAJU pa3pe3 MO I'PaHULE NPEACEPANI U JKEITyJOUKOB U
BBIpE3AJIM YIIKO MpPEJCepAHus BMECT€ C MEXBEHHOH obmacteio. Jlis paGoThl ¢ mpenapaTamu
npelcepins B HaBA3aHHOM PHUTME YJAJsUId BCIO MEXBEHHYIO 00JacTh, COAEp Ayl BOIUTENb

pUTMa cepara.

Jlnist BBIOENEHHs MperapaToB MPaBOrO JKEIyJAOodKa ceplue (UKCHpPOBAIM B IMpErnapoBAIbHOM
BaHHOYKE MPaBbIM KEIyJI0YKOM BBEpX, MOCIE JeNadd HaJApe3 BbIIIE BEPXYLIKA CEPAlld, BBOIUIN
OpaHIly HOXHHI] B TOJIOCTh MPABOro KEIyJ0UYKa U MPOJOJKAINA pa3pe3arh, CHayalla ¢ MpaBoro,
3aTe€M C JIEBOTO Kpas MOJIOCTH KEIYyA0YKa, A0 MPEACEpAHO-KETYI0UKOBON T'PAHUIIBI, TIOCIIE YETO

OTJEISUTH CBOOOIHYIO CTEHKY IIPABOTO XKEITyI0UKA.

3.3.2. JIn3aiiH JKCHePpUMEHTAIbHONH YCTAHOBKH H PErHCTPAIMS MOTEHIHAIOB 1eiiCTBHS B
M30JIMPOBAHHBIX MpenapaTax MHOKAap/a mepernesia

[Mocne BbifENeHHs, IPENapaThl MUOKApa Meperesa MOMEINAIN B KCIEPUMEHTAIBHYIO KaMepy

SHIOKAPUAIBLHOW CTOPOHOM BBEPX M 3aKPEIULUIM C MOMOINBI SHTOMOJIOTMYECKHX OYJIaBoK.

[Ipenaparsl cynepdy3upoBaiyu MOAUPHUITTPOBAHHBIM (DU3NOJIOTHIECKUM PACTBOPOM (COCTaB yKa3aH
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B pazzaene 3.3.1) mpu temmneparype 42°C co ckopocthio 10 Ma/mMun, pH moanepxuBanu Ha ypOBHE
7,4 mocpeaCcTBOM HempepbiBHOW a’panuu kapooreHoM (95% Oz; 5% CO.). Ilpemapartsl pabodero
MHUOKap/ia mepenena (mpenaparsl yiika mpaBoro Mpeacepaus M MpemapaThl MPaBoOro KeIya0uKa)
BBUJY OTCYTCTBHS B HUX CIIOHTAHHOW D3JICKTPUYECKOH aKTUBHOCTH TMOCTOSIHHO CTHMYJIHUPOBAIIN
IEKTPUUECKUMH HUMITYJIbcaMH C dYacToTo 6 [, 9YTO COOTBETCTBYET 4YacTOTE CEpIEYHBIX
cokpamenuii nepernena (Cogger, Otis, Ringer, 1974; Valance u ap., 2008; Wilson, 1972).
CTUMYISIIMIO OCYIIECTBIISUTH C IMOMOIIBIO OUMOIAPHBIX CEPEOPSHBIX IEKTPONOB (quaMerp 1 Mm,
paccTostHEe MEKIY JJIEKTpoAaMu 2-3 MM), COeaMHEHHBIX co crumysstopom (DL360, NB-lab,
Poccust). Ctumynupyromue 3JIeKTpoabl (UKCHpOBaiM Ha TOBEPXHOCTH TKAHEBOTO Iperapara
BOJIM3U €ro TpaHUIbl. DKCIEPUMEHTH HAUMHAIM TOCJIE TMepuoja afanTalud Ipenapara K

IKCIIEPUMEHTAIBHBIM yCIIOBUSAM (60 MUHYT).

Jns peructpanmu mnoteHimanoB gedctBus (I1J]) wmcmonp3oBamum CTaHAAPTHYIO TEXHHUKY
BHYTPUKIIETOYHOTO OTBEICHUS OJIIEKTPUYECKOW AaKTUBHOCTH C WCIOJIB30BAHUEM CTEKJISTHHBIX
MUKPO3TEKTPO0B. [IJ OTBOIMIM C TOMOIIBIO OCTPBIX MHUKPOIJIEKTPOAOB, M3TOTOBICHHBIX U3
O6opocunukaTHbIX CTeKISHHBIX KammwuisipoB (WP, CIIIA; Buemnuii tuamerp 1,2 MM, BHYTPCHHUH
nuametp 0,6 mM) ¢ momometo mysuiepa (P-30, Sutter Instrument, CIIIA) 1 3armoTHEHHBIX PAaCTBOPOM
KCI (3 M); conpoTuBiieHHE KOHYHMKOB 3allOJHEHHBIX MHKPOJIEKTPOIOB cocTaBisuio 15-40 MQ.
MUKpO3JIEKTPOBI ¢ MOMOIIBIO CIEIUATBHOTO XoJjaepa nonakimoyanu k ycuwmmreno (1600, A-M
System, CIIIA); ycuneHHBIM cUTHAT MOCTYIAJ Ha aHAJIOTOBO-IIM(poBoii mpeodpazoBaTens (E-154,
L-card, Poccus), a 3arem 3ammchiBajicsi W oOpabaThIBaiCs Ha IEPCOHAIBHOM KOMIIBIOTEPE C
NOMOIIIBI0 TTporpammuoro obecrieuenus PowerGraph Professional 3.3.8 (JIluCodt, Poccus). Cxema

OTHMCAaHHOM 3KCTIEPUMEHTAILHON YCTAaHOBKU IPE/CTaBIeHa Ha puc. 16

Hacoc Tepmocmam Ycunumens ALl

Pacmeop Mukpoanekmpod MukpomaHunynamop [1K

Puc. 17. CxemMa yCTaHOBKHM Ul PETUCTPALMM DJIEKTPUYECKOHM AKTUBHOCTHM MHOTOKJIETOYHBIX
TKAHEBBIX IPENApaTOB C MOMOIIBIO OCTPBHIX CTEKISIHHBIX MUKPO3JIEKTpoJoB. IIyHKTHUpHAs nUHMS

0003HAa4aeT aHAJIOTOBbII CUTHAJL.
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3.3.3. AHaJIu3 MOTEHUHMAJIOB AeHCTBUA

AHanu3  3aperMCTPHPOBAHHBIX MOTCHIIMAIOB JCUCTBHS OCYIICCTB/SUIM B MPOrpamMMme
MiniAnalysis (Synaptosoft, CIIIA). OuenuBanu murtensHocts [1]1 Ha ypoBHE 25%, 50% u 90%
penomsipuzanu (JTT25, AIT150 u ATT190, cOOTBETCTBEHHO).

B skcnepuMeHTax, BKIIOYABUIMX PETUCTPALUIO DJIEKTPUYECKONM AKTUBHOCTH IEHCMEKEPHOIO
MHUOKapJa, oueHuBanu aiurtenbHocTh 1] Ha ypoBHe 50% penonspuzanuu, a TakXke CKOpPOCTb
HapacTaHWsl MEIJIEHHOW nuactonudeckor penosspuszamu (Vmy)) W YacTOTy CIOHTAaHHOM

HNMITYJIbCallH.

JUis OLEHKH pa3Nuuuii B KOH(PHUIypaluu DSJICKTPUYECKOH aKTUBHOCTH, BBI3BAaHHBIX B XO7E
JKCIIEPUMEHTA alIUIMKalel OJ0KaTOpoB M MHBIX COEIMHEHUH, MWCIIONb30BAIM 3HAYCHUM
JUIUTETIbHOCTH MOTEHLHUAIOB JEHCTBHS, COOTBETCTBYIOUINE MAKCUMAIbHOMY pa3BUTHIO d(ddexTa ¢

MOMCHTA Hadalla moJga4u COCAUHCHUS B OKCIICPUMCHTAJIbHYIO KaMEpy C IMperapaToM MUOKapaa.

3.4. Perucrpaums OMODJIEKTPHIECCKON AKTHBHOCTH METO0M ONTHYECKOT 0

KapTUPOBAHUSA

JInsi noucKa KCTOYHHKA TeHEPAIH SJIEKTPUIECKOT0 BO30YKICHHUS B CEP/IIIe SITOHCKOTO Mepenesna
UCIIONIb30BATIM METOJ ONTHUYECKOT0 KapTUpOBaHWs. TKaHEBbIE INpernapaThl MPaBOrO MPEACEPIHs,
COZIepIKaIlllie MEXKBEHHYIO 00JIaCTh, OKpAIIMBAaJX PAcTBOPOM  IOTCHIIHATIYBCTBUTEIBHOTO
dnyopectientaoro kpacurens di-4-ANNEPS (Sigma-Aldrich, CIIIA) B xonmentpaiuu 5 uM u
MOMEIIAIM B  SKCICPUMEHTAIbHYI0 Kamepy. IlpemapaTel HenpepbiBHO mepdy3upoBaiu
MOIU(HUIMPOBAHHBIM (PU3HOIOTMYECKHM PAacTBOPOM (COCTaB yka3aH Bblme B pasaene 3.3.1) mpu
temriepatype 42°C co ckopocteto 10 mu/muH, pH moanepxuBanu Ha ypoBHe 7,4 3a cUeT a’paruu
kapboreHoM. B mepdy3ronnslii pactBop Takke q06asmsin 10 MkM 6ie66ucraruna (Sigma-Aldrich,
CIIA) mis monaBiieHUs: pabOTHl MHO3MHA B KapAMOMHUOIIUTAX M HUBCIUPOBAHUS COKPATHTEIBHBIX

apTedakToB MPHU PETUCTPALIUU HIIEKTPUIECKON aKTUBHOCTH.

Jliist Bo30OyxeHust (DIyopecleHIInd KpacuTells UCIOIb30Bal HCTOYHHUK CBETA C JJIMHOM BOJHBI
500 um. Jlns peructpanuu (QyopecleHTHOTO CHUTHAja HCIOJIb30BaIH BBICOKOUYBCTBHTEIBHYIO
doromuomuyto Matpuity (WuTech H-469V, CIIIA) B cocTaBe ONTHKO-3JIEKTPOHHON YCTaHOBKH.
Bo30yxnarommii CBET W SMHUCCHOHHYIO (DITyOPECICHIMIO KpacHTeNs pasieiisid C IOMOIIBIO
GUIbTPa, PACIIONIOKESHHOTO Ha BX0J€ (OTOJMOMHON MATPHIIBI U MPOITYCKAIOMIETO CBET C JUTMHON
BOJIHBI Oosiee 610 HM. DOTOAMOAHAS MAaTPHIIA MMETa TeKCArOHAIbHYIO ()OPMY; CaMBbIid JTTHHHBIH PsIT
BKItouan 24 ¢oroanoma. Onrudeckas cucTemMa Oblla HACTPOCHA TaKMM O0pa3oM, YTO IUIOMIAb

KapTUPOBAHMS COCTABIISIIA TPUOIM3HTENHHO 19 MM2,

Yacrora perucrpanuu curraiga coctaBmsia 1,63 KI'm; Takum oOpa3om, HHTEpBals MEXIY

Kkagpamu coctaBisuid 1,63 mc. dnyopecueHuuio peructpuposanu B teueHue 1000 Mmc; naHHBIN
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BPEMEHHOW HWHTEpBaJl BKJIIOYAT HE MeHee 5-6 mukioB Bo3OyxiaeHusl mpemnapara. CUTHAJIBI OT
¢doronmono marpuubl nocrynanu Ha ALl peructpanuio u 00pabOTKy CHUTHAjIa MPOBOIMIU C
ucnonb3oBanueM mnporpammbl Cadrioplex (RedShirtImaging, CIIIA). Ilo kaxaomy ¢oTtoauomy
MAaTpPHIBI OTCICKUBAIIN U3MEHEHHE YPOBHS (IyOPECIEHIINH B TCUCHHE BPEMEHH, B PE3YJIbTaTE YETO
HOJTyYaJId ONTHYECKHE CHTHaibI, cooTBeTcTByonme [1/]. Ha ocHOBe MaHHBIX CHTHAJIOB CTPOMIIH

U30XPOHHBIE KapThl, OTPAXKAIOIIME MOMEHTHI OTHOBPEMEHHOM aKTUBALMU KapTUPYEMOi obacTu.

3.5. Perucrpanus HOHHbLIX TOKOB B M30JJMPOBAHHBLIX KAPJAHMOMHOIUTAX Nepernesia

3.5.1. Belgenenne H30JHPOBAHHBIX KAPAMOMHOIUTOB Mepemneia
Jlist perucTpaiid MOHHBIX TOKOB METOJIOM IATY-KJIAMI aBTOPOM paboThl Obuia pa3paboTaHa
METOJIKA TOTY4EHHS M30JIMPOBAHHBIX KapAMOMUOLUTOB MEperea MoCPeICTBOM YH3UMATHIECKOM

JIUCCOIAAIIHH.

JKVBOTHBIX aHECTE3MpPOBAIM U JEKAIUTHPOBAIM KaK ONUcaHO Bbllle (cM. pazzaen 3.2.1). Ilocne
JEKaruTau ObICTPO BCKPHIBAIH TOPAKOAOIOMUHAIIBHYIO MTOJIOCTh, BBIHUMAJIHU CEp/ILie U TTOMEUaIN
Ha anmapar Jlanrengopda ais perporpaaHor nepdy3uu ¢ MOCTOSHHBIM MPOTOKOM (5,5 MII/MUH).
Cepaue mepenena KaHIOJIMPOBAJIM YEpe3 CPEIHIOI BETBb AOPThI, HE JOXOHAS 1O A0PTAIBHOIO
KJIalaHa, OCTaBIIMeCs JBE BETBU aopThl nepeBs3biBain. Cepane nepy3upoBaiyu HE COAEpKAIUM
noHoB Ca’* mepdy3MOHHBIM pacTBOpOM ciemyromero coctaBa (B MM): 125 NaCl; 4 KCI; 1,66
NaH2POs; 25,2 NaHCO3; 4,9 nupysar Hatpus; 20,5 taypun; 0,55 MgClz; 11 rmokosa; a takxe |
MT/MJI OBIYBET0 CHIBOPOTOYHOTO anbOymMuHa; pH nojaepxuBanu Ha ypoBHE 7,4 yTeM MOCTOSHHOU
a’spanuu kapooreHoM npu Temneparype 42°C, 94To COOTBETCTBYET TeMIeparype Teia nepenena (Ben-

Hamo u np., 2011; Murakami u ap., 2001).

[Tocne BbIMBIBaHMS KpOBU U3 cepaua u 7-10 MUHYT ciycTs cepale nepgy3upoBaiil pacTBOPOM
AQHAJIOTMYHOTO COCTaBa, colepkanum gonoaHutenbHo 0,425 mr/mn kommarenassr 11, 0,025 mr/mn
npoteasbl XIV tuna u 6 MM CaCly. Tlocne 34-39 MunyT mepdy3un pacTBOPOM, COJAEPIKAIIAM
dbepMeHThI, TpeAcepAusl OTICNIN, pa3pe3ald Ha MeNKHe (GparMeHThl W MUIETUPOBAIM s
BBICBOOOKICHHSI M30JIMPOBAHHBIX KIIETOK B pacTBop Kraftbrithe cnenyromero cocraa (8 MM): 50
riyramat kaiusi; 20 HEPES; 20 taypun; 3 MgSOa; 30 KCI; 0,5 EGTA; 30 KH2POg4; 10 riroxo3a; pH
7,2 ipu Temneparype 24°C. Ilocne 37-45 MuHYyT ¢ MOMEHTA Havasia iepy3un TaKyo e MPOoIeaypy
MIPOBOAMIIN C KeNyoukaMu. J{Jis BelJeNieHns MelicMeKepHBIX KapIMMUOIIUTOB U3 00JIaCTH BOJUTENS
puT™Ma oT cepaua uepe3 37-39 MUHYT ¢ MOMEHTa Havyasia nepy3un OTACTSUIA MEXBEHHYIO 00JIacTh
IPaBOTro MpeacepaAns, Hape3alr Ha MeJIKue parMeHThl ¥ uneTupoBainu B pacrBope Kraftbrithe mis
BBICBOOOKICHUS M30JIMPOBAHHBIX MUOLIMTOB. M301MpOBaHHbIE KApAMOMHUOIUTHI MEpernena XpaHuin
B pacTBope Kraftbrilhe mpu koMHaTHOW TemmepaType U UCIOIb30BAIN I padOTH B TeueHHE 8-9

qaCoOB C MOMCHTA BbBIACICHUA.
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3.5.2. Perucrpamusi HMOHHBIX TOKOB B H30JMPOBAHHBLIX KAPIHOMHOIMTAX Iepemnesia
METOI0M IITY-KJIaAMI

WHTterpanbHble MOHHBIE TOKUM PETUCTPUPOBAIM B M30JMPOBAHHBIX KapIUOMHOIMTAX Ieperelna
METOIOM MITY-KiaaMi B KoHpurypamuun Whole-cell. Kietkn momemanu B 3KcrepruMEHTAIbHYIO
kamepy oo0bemom 150 wmxn (RC-26, Warner Instruments, CIIA), 3akpemieHHyl0 Ha
unBeptupoBanHoM Mmukpockone (Diaphot 200, Nikon, Smonus). C moMONIIBIO THIPABIMYECKOTO
mukpoManumnynstopa (MHW-3, Narishige, Smonus) k KieTke TOABOAWIM MATY-MUIETKY,
U3TOTOBJICHHYI0 U3 OecuiIaMeHTHbIX OOpPOCHWIMKATHBIX CTEKISIHHBIX KamwuisipoB (Sutter
Instruments, CIIIA) ¢ momomsio mymiepa (PIP 6, HEKA Elektronik, I'epmanus), 3amoiHeHHYIO
pacTBOPOM, HMHUTHUPYIOIIUM COCTaB BHYTPHKICTOUYHOW cpenbl. COMPOTHBICHHE KOHYMKA
3all0JJHEHHOM PAacTBOPOM IATY-NHUINETKU cocTaBisuio 2-3 MQ. Il tu-nunerka depe3 Xoyaep U
TOJIOBKY YCHIUTENsl ObUTH coemuHeHbl ¢ cooctBenHo ycuutenem (EPC 800, HEKA Elektronik,
[lepmanus), a TakKe C MEIUIMHCKUAM IMIPUIEM JUTS M3MECHCHHS [aBJICHHS BHYTPH XOJJepa H
nuneTkd. KOHTaKT BBICOKOTO COMPOTHBIICHHS MEXIY MITY-THMIECTKON U KICTKOH yCTaHABIMBAIH
IyTeM I0JIa4¥ BHYTPb MUIETKH OTPHUIIATEIFHOTO AaBieHUs. [locie MOCTHKEHUS CONpPOTUBICHUS
koHTakTa 1 ['Q mpowmsBoamim nepdopanuo MeMOpaHbl KICTKH IyTEeM IO/Ia4i PE3KOro Iepernaia
JIABJICHUSI BHYTPH MHUIETKA MM IMOCPEICTBOM JIICKTPUYECKOTO HMITYJIbca, (GOPMHUPYS TaKHUM
obpazom koudpurypamuo Whole-cell mist peructpaiun wHTErpanbHBIX HOHHBIX TOKOB (T.€. TOKOB,
IPOXOJSIIIMX Yepe3 BCIO COBOKYITHOCTh TEX MM MHBIX HMOHHBIX KaHAJIIOB HA MEMOpaHE KJIETKH).
[Mocne ycranoenenusi xoH¢purypauuun Whole-cell kommeHcHpoBanM €MKOCTb KJIETKH, E€MKOCTh
MUIETKH U CONPOTHUBIICHHE KOHTAKTa JJIs 3JMMHHAIMK €MKOCTHBIX TOKOB. Perucrpaiuio TOKOB
HAYMHAIM TIOCNIC TEpHoJa aJanTalud KJICTKH K SKCIePHUMEHTAIbHBIM ycioBusM (1 MuHyTa C

MOMEHTa ycTaHOBiIeHUs KoHpuryparuu Whole-cell).

B xome »KcnepuMeHTa W30JHMPOBAaHHBIC KAPAMOMHOIMTHEI B OKCIEPUMEHTAIHHONH Kamepe
cynepdy3upoBaiii MOAUGUIMPOBAHHBIM pacTBopoM Tupome mpu Temneparype 24°C. Ilpum
perucTpanyy KalueBbIX TOKOB HCIOJL30BaN PACTBOP MOAUGPHUIIMPOBAHHBI THUPOIE CIeIYIOIIEero
cocraBa (B MM): 150 NaCl; 5,4 KCI; 1,2 MgCl,; 5 HEPES; 10 riroko3a; pH 7,4. JIoroJHUTEIBHO B
pactBop nobasisui HUGeaunuH (10 MkM) u TerpomoTokcuH (1 MKM) 1151 TOaBICHUS KaTbIMEBOTO
Toka L-Tuma u OBICTpOro HaTpHeBOro ToKa, coorBercTBeHHO (Brotto, Creazzo, 1996; Kitchens,
Burch, Creazzo, 2003; Vornanen, Hassinen, Haverinen, 2011). [I3T4-numneTky mpu 3TOM 3arioJIHsIN
pactBopoM cienytomiero cocrasa (8 MM): 140 KCI; 1 MgClz; 5 EGTA; 10 HEPES; 4 MgATP; 0,03
NaGTP; pH 7,2. [{ns peructpaiiuy KaJblIMEBBIX U HATPUEBBIX TOKOB MCIIOJIL30BAJIM PACTBOPHI, B
xotopbix noubl K™ 3amensnu na Cs*. Takum oOpazom, MoauduIMpoBaHHbIi pactBop Tupome s
pETUCTpaIiK KaJbIIMEBBIX TOKOB uMe cieaytommii coctas (B MM): 150 NaCl; 5,4 CsCl; 1,2 MgCly;

5 HEPES; 10 rmioko3a; pH 7,4. MoauduuupoBanusiii pactBop Tupose s perucrpanuu
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HATPHEBOIO TOKA OTIMYAJICS CHHXKEHHON KOHLEHTpanus noHos Na* u umen cnenyronmii cocras (B
MM): 20 NaCl; 120 Tpuc; 5,4 CsCl; 1,2 MgCl,; 5 HEPES; 10 rmroko3a; pH 7,4. TTunerounsiii
pacTBOP ISl pErUCTPALMH KaIbLUEBBIX TOKOB uMed cienytouuii coctas (B MM): 130 CsCl; 1 MgCly;
5 EGTA; 10 HEPES; 4 MgATP; 0,03 Nax2GTP; 15 Terpastunammonuii; pH 7,2. [Ipu peructpammu
OBICTPOrO0 HATPUEBOTO TOKA B MUIETOYHBIN pacTBop Takke nodasmsm 10 MM NaCl. Onucannsie
BBIIITM COCTaBbI PACTBOPOB JJIsl PETUCTPAIIMHM HATPHUEBOT'O TOKA CHUXKAJIU TPAHCMEMOPaHHBIN TPaHeT
rnoHoB Na' M MO3BOJSUIM PErMCTPUPOBATH TOK 00Ji€e HU3KOM aMIUIUTYIBI, YTO, B CBOK OYEPE/b,
CHIDKAJIO CABUT mojjepxkuBaeMoro moteHimana (V), KOTopwid, cornacHo 3akoHy Owa,
IPOIOPIIMOHAICH COMTPOTHBIICHHIO KOHTAKTa MEXK/IY MATUY-TUITETKOM U KieTkoi (Rs) u cuie Toka (1).
B xope peructparuu ObICTPOTO HATPUEBOTO TOKA JUISI TOTIOJIHUTEILHOW MUHUMHU3AIIUN OTKIOHCHHUS
MOJICP)KUBAEMOT0  TIOTEHIMAMa OT 3aJaHHBIX 3HAYCHUH  KCIIOJIB30BAIU  DJICKTPUUYCCKYIO

KOMITEHCAIMI0 conpotuBieHus Konrakra (Ks; yp. 2):

IXRgX(100%—Ks)
100%

V =

)

B paGoty BKIItOYaIM TOJIBKO T€ KIETKH, IPU pabOTe ¢ KOTOPHIMU OTKIIOHEHHUE IMOJITIEP)KUBAEMOTO
NOTEHIMaJa COCTaBIsIO He Oonee 2 MB, NHOCKONBKY 3TO TapaHTHPOBAJIO PEIIEBAHTHYIO

CTallMOHAPHYIO KHHETHKY paboThl HOHHBIX KaHaiaoB (Maltsev, Undrovinas, 1998).

HpOTOKOHBI N3MCHCHUA MCM6paHHOFO MoTeHIMaaa, MCIIOJb30BABIIMCCA JIA PETUCTpAllUN TEX
HJIM UHBIX MOHHBIX TOKOB, OTPAXCHBI HA BPE3KaX B COOTBCTCTBYIOIIUX PUCYHKAXx. 3anuce JaHHBIX
MPOU3BOAMIIM Ha MNCPCOHAJIBHOM KOMIIBIOTCPEC C HCIIOJbB30BAHHUECM HNPOrpaMMHOI0 obecneucHUs

WinWCP 5.3.4 (University of Strathclyde, BenmukoOpuranus).

3.5.3. AHa/IM3 HOHHBIX TOKOB, 3aPerHCTPHPOBAHHBIX B H30JJHPOBAHHBIX KAPAHOMHOIHTAX
nepermnesa
OO0OpabOTKy JaHHBIX MPOU3BOJIWIN C HCIOJb30BaHHUEM mporpamMmmHoro obecrneuyenus ClampFit

10.3 (Molecular Devices, CIIIA).

[Ipu 06paboTKe JaHHBIX, TOTYYSHHBIX METOJOM IITY-KIAMII, aMIUIUTYY 3aperucTPpUPOBAHHBIX
VOHHBIX TOKOB HOPMUPOBAJIM 10 €EMKOCTH KapJIUOMHUOLUTA. AMIUIUTYYy TOKOB OLIEHUBAJIN I10OCIIE
BBIUMTAHUSl TOKA, 3alMCAHHOTO B MPUCYTCTBHM CEJIIEKTHMBHOIO OJoKaTopa. AMIUIUTYIY TOKOB C
OTHOCHUTEIJIbHO OBICTPON KMHETHKOW BpPEeMs-3aBUCUMON MHAKTUBAIIMH, @ UMEHHO KaJlbIIMEBOTO TOKa
L-tumna, GBICTPOTO HATPUEBOTO TOKA, BHIXOASIIETO TPAH3UTOPHOTO KAJIMEBOTO TOKA, OLIEHUBAIIN KaK
Pa3HOCTb MEXJAYy IHUKOM TOKAa M €ro XBOCTOBBIMM 3HAQUEHUSMH IOCJIE IOJHOM WHAKTHBALMU.
AMIUTUTYAy KaJUEBBIX TOKOB 3a/I€P>KaHHOTO BBINPSMIICHHS, BBUAY ropasio Oosiee MeaseHHOM
WHAKTUBALlMY, OLICHUBAJIN HA IBYX CTYIEHSAX IPOTOKOJIA: HA IEPBOM, aKTUBALIMOHHOM, — KaK Pa3HULLY

MEX]ly aMIUIUTYAOW TOKa B Haydajle M MOCJI€ MOJHOM aKTUBAIlMU; HA BTOPOM, MHAKTHUBALIMOHHOM,
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OLICHUBAJI PA3HUILY MEXIY ITMKOM TOKA U €r0 XBOCTOBBIM 3HAYEHUEM I10CIIE MOJTHOW HHAKTUBALIAN
(Tak Ha3bIBa€MBIN XBOCTOBOW TOK). AMIUIUTY/ Ty TOKOB BXOJSIIETO BHIIPSMIICHUS BBUY OTCYTCTBUS

HWHaKTHUBallUU KaKoro-i1nbo Tuma OLICHUBAJIN KaK a6COJHOTHyIO AMIUIMTYY TOKaA.

Kuneruky crarpioHapHoit nHakTuBaIu TOKOB (Ne) OLIEHUBAIM, HCTIONB3YS OTHOILICHUE TOKA TPH
3a/IaHHOM TOJIIEP)KMBAEMOM TOTEHI[MAJE K MAaKCUMajlbHOMY TOKYy. KHHETHKYy cTairmoHapHON
AaKTHBAIlMM OLICHUBAJIM, MCIOJIb3ys aHAJOTHMYHOE COOTHOLIEHHWE MPOBOAUMOCTH KaHAJIOB MpHU
3aJIaHHOM TO/IJICP)KUBACMOM NOTeHIIHAIE: J/Qmax. [[pOBOAUMOCTB, B CBOIO OYEpE/Ib, OLICHHBAIH KaK
OTHOILIEHHWE aMILIUTY/Ibl TOKAa K pasHULE MEXAY NOAIEPKMBAEMbIM MOTEHIIMAIIOM U ITOTEHIUAIOM

peBepCHH IS JAHHOTO TUIIAa HOHOB (Yp. 3):

G= —~ 3)

V=Vrev

CremneHb BBIIPSIMICHUS TOKOB BXOJSINErO BBIIPSIMICHUS (B YacTHOCTH, (POHOBOTO TOKa
BXOJISIIIIETO BBIIPSAMIICHUS |k1) OLIEHMBAIM KaK OTHOIIEHHE 3apETrUCTPUPOBAHHOIO B SKCIIEPUMEHTE
TOKa Iki1 K THIIOTETUYECKOMY TOKY, HE TMOJBEPKCHHOMY BBITIPAMIICHHIO (CM. BPe3Ky Ha puc. 33).
3aBUCHMOCTh OIMCAHHBIX BBIIIE COOTHOIIEHUWH OT MEeMOpaHHOro TOTEHIMaNa BbIpaxaaach

¢dynkueit bonpumana (yp. 4):

! 4)

1+e k

Imax

rae V — noaaepKuBaeMblii MEMOpPaHHBIN MOTEHIUAN, Vo5 — moTeHIman 50% BeimpsmiieHus, kK —

HakJioH kpuBo# (Estacion u np., 2010; Maltsev, Undrovinas, 1998).

KuHeTuKy WHaKkTMBallMM TOKOB OLEHMBAJIM II0 BPEMEHHOM KOHCTAaHTE HWHAKTUBALUU T,
IIOJIy4a€MOM B DPE3yJbTaTe BBIPAKCHUSA 3aBUCHUMOCTH IaJCHUS AMIUIUTYIbl TOKAa C TEYCHHEM
BpPEMEHHU B BHJE SKCIIOHCHUMAIbHOW (hyHKIMM YeOblmeBa, MpeacTaBIeHHOW B MHCTPYMEHTapUU

nporpammuoro obecrieuenust ClampFit 10.3.

3.6. Ouenka emkocTH KajgblHeBbIX jgeno CIIP B M30JUMPOBAHHBIX KAPAHOMHMOLMTAX

mepemnesjia

KonunuecTBo kanbuus, JENOHUPOBAHHOTO B CAPKOILUIA3MaTHUECKOM PETUKYIIYME U30JIMPOBAHHBIX
KapJMOMHOIIMTOB IIeperea, OLeHUBAIIH, UCIIOIB3Ys METOJUKY MATY-KJIaMI B KOHuUryparu Whole-

cell ¢ HexkoTOphIMU MOTUPHUKAIIMSIMHA OTHOCUTEILHO METOIa, OMMCAHHOTO B paszene 3.3.

I/I30.HI/IpOBaHHBI€ KapAUOMHUOIUTHI ICPCIIC/Ia BBIACIAIN, KaAK OIMMCAHO BBIIIC. Knerku ImomMenainm
B DKCIIEPUMEHTAIIBHYIO KaMepy yCTaHOBKH, ONMUCAHHON B pazaeine 3.3.2. B xome skcnepumeHTa
KJIETKH HEMPEPBIBHO Nepdy3upoBaay MOIM(GUIIMPOBAHHBIM pacTopoM Tupoje, B KoTopoMm noHbl K*
3aMCHAJIM Ha CS+, Kak omnucaHo BbIe. K KieTke NoABOAMIIN TI3TY-MUIICTKY, 3allOJIHCHHYIO

MOJU(HUIIMPOBAHHBIM THIIETOYHBIM pacTopoM, coxepxkamum (B MM): 130 CsCl; 5 MgCly; 0,025
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EGTA; 10 HEPES; 4 MgATP; 0,03 NaxGTP; 15 terpastunammonuii; pH 7,2. Bonmee Huzkas
koHueHTpauuss EGTA 1o cpaBHEHHUIO CO CTaHIAPTHBIMU MUTMIETOYHBIMH PACTBOPAMHU UMHUTHPOBAIA
yCJi0BUs CBA3bIBAHUS HMOHOB C3.2+ B OUTOINIA3MC KapJUOMHUOUHUTOB IITUIL], YTO HGO6XO,Z[I/IMO JJIA
amexBaTHoI1 3arpy3kn Ca?" B CIIP (Creazzo, Burch, Godt, 2004; Hove-Madsen, Llach, Tort, 2001).
Taxoke nmuneTouHbIi pacTBop coaepxkan 40 MkM B-acimHa — nephopupyroniero noHohopa, KOTOPBIA
obecrieunBaer mnepdopanuo  MeMOpaHBl TMOCHE YCTAHOBJICHHS THTAOMHOTO KOHTAaKTa W
nmpeaoTBpamacT CHUKCHUC MHUKOBOU AMIUIMUTYABI KaJIbIIUCBOI'O TOKa CO BPCMCHECM B XOIC

9KCIIEPUMEHTA 10 CpaBHEHHIO ¢ Kiaccuyeckoi Whole-cell konduryparmueii (Sarantopoulos u ap.,

2004).

Emkocte kanbiueBoro neno CIIP B M30IMpOBAaHHBIX KapJIMOMHUOIMTAaX Ieperena OLEHUBAIU
MIOCPEICTBOM M3MEPEHHS BXOISIIETO TOKA, orocpeayemoro vonamu Na'*, nepexaunBaeMbIMU depes
meMm6pany knetkn Na*-Ca?t-oomennnkoM (NCX) B oTBeT Ha GhICTpYIO ammiuKamuio kopernHa (10
MM). [TockonbKy Ko(pernH BBI3bIBAJl OTKPHITHE PHAHOAMHOBBIX perentopoB Ha MemOpane CIIP u
BeiOpoc Ca?* u3 geno, konuentpauus Ca’’ B mUTOIIa3Me MHOIHUTOB PE3KO BO3PACcTaia. JTo
npuBoAwIO K akTuBanuu oOMeHHMKOB NCX Ha mnazMaseMMe KapAHOMHOIIUTOB, KOTOPHIC
BEIKauMBany HoHsl Ca2* Hapyxy B 06MeH Ha noHbl Na* B cooTHomeHnn 1:3, COOTBETCTBEHHO, UTO
pu noajep;kuaeMom noreHuuane -80 MB mposBisiaock B BUAE BXOAAILIETO (AEHOISPU3YIOILETO)
Toka. TakuM o0pa3oM, HHTErpasl HHAYIHPYyeMoro kodenHom u onocpenyemoro oomeHHuKoM NCX
ToKa (Incx) Mo BpeMeHu OKa3bIBaeTCsl MPOMOPIMOHATIBHBIM KOJIMYECTBY KaJbIIHs, AETTOHUPOBAHHOTO
1o sroro B CIIP knerku (Haverinen, Vornanen, 2009b; Shiels, VVornanen, Farrell, 2002; Varro u ap.,
1993). Komuuectso Ca®* B CIIP oneHuBamyu mocjie pasiddHOro 4ucia ASHOJApU3YIOIHX MyIbCOB
(cm. puc. 39). Ilepen Havanmom kaxgoro skcnepumeHTa CIIP kineTku omycTomanu IyTeMm
anmuMkanuu kogenna. [lonydeHHble 1aHHbIE HOPMHUPOBAIM Ha €MKOCTh KJIETKM U BBIpaKaiH Kak
KOJIMYECTBO IEPEHECCHHBIX 3apsI0B, HOPMHUpPOBaHHOE Ha eMKocTh KiaeTku (nKn/m®). Taxxke
COIEepKaHue Ca** B CIIP BhIpaxanu B Buae MKM. OObeM KJIETKH BBIYHUCISUTM W3 TUIOIIATH
MOBEPXHOCTHU KJIETKH (PACCUUTHIBATIN U3 €MKOCTH MEMOpaHbl KIETKH, CUYUTAs YIEIbHYI0 €MKOCTh
MeM6pans! 1,59 Mxd/cM?), cauTas, YTO COOTHONICHHE TIIONIAIH MTOBEPXHOCTH KIIETOK TaKOH (hOPMEI
K X 00beMy npubau3uTensHo paBHo 1,15 (Vornanen, 1997), a takke 4To 00beM KIETKH, HE 3aHATHIN

MUTOXOHJIPHSIMH, cocTaBisieT nopsiaka 55% (Creazzo, Burch, Godt, 2004; Vornanen u ap., 1998).

3.7. O1eHKa YPOBHSI JKCIPECCHMHM MOHHBIX KAHAJOB B _padoueM MHMOKap/e Iepemnesia

MeToaoM Kogndyecrsenuoi IIIP B peadbHOM BpeMeHH

B paGore onenmBamm kommuectBo MPHK mopooOpasyromux cyObeauHUIl KaHAJOB,
OTIOCPEIYIOIINX OCHOBHBIE PETOJISPU3YIONINE KAIMEBBIE TOKU B MUOKApJIe B3POCIIBIX TMEPENeNioB, a
umeHHO MPHK renos Kv4.3, Kv7.1 u Kv11l.1. Toransayto PHK Beinensmu u3 cBOOOIHBIX CTECHOK

npescepInii U )KeTyJOUKOB nepenenoB. JKuBOTHBIX HAPKOTU3UPOBAIIU U ICKAUTUPOBAIIH, KaK OBLIIO
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OIMCAHO BHIIIE, BCKPHIBAIM TOPAaKOaOJAOMHMHAIBHYIO IIOJIOCTh M BhIpe3anm cepane. Cepare
IOPOMBIBAIM OT KPOBH IyTeM perporpagHoit nepdysun mo Jlanrenmopdy (cm. paszgen 3.3.1)
XOJIOHBIM MOAM(DUIIMPOBAHHBIM (PU3UOJOTHUECKUM PAaCTBOPOM (cocTaB yka3aH B pasnene 3.2.1).
®parmenTsl Tkanu noMemanu B peareHT EXtractRNA (EBporen, Poccus), roMoreHu3npoBaim u
BeiZiessin  TotanbHylo PHK B cooTBeTcTBMM ¢ 0a30BBIMH HPOTOKOJAMH, IONXYYCHHBIMH OT

IMPOU3BOAUTCIIA.

Konnentpanuto PHK B nmpo6ax n uncroty nmpob omenuBaiu Ha criekrpodoromerpe NanoDrop
1000 (Thermo Fisher Scientific, CILIA). IIpo6s ¢ TotansHoii PHK o6pabareiBanu JIHKazoii | u3
pacuera 1 enununa JJHKa3sl | Ha 1 mxr Totansnoit PHK. [ocne ypaBuuBanust konuentpauuii PHK
B IIp0o0ax CMHTE3WPOBANIU MEPBYIO Iienb ToTanbHoi koaupytomei JITHK (k/JHK) ¢ ucnonszoBanuem
obparnoii TpanckpunTazsl MMLV u cnyuaitaeix npaiimepos (MMLV RV Kkit, Esporen, Poccus) B
COOTBETCTBUU C MHCTPYKIUAMH niponsBoauTens. [lonyuennyro k/IHK xpanunu npu temneparype -

20°C, octasmmutiics smoat ¢ PHK — npu -80°C.

KomnuectBennyro I[P B  peambHOM  BpeMEHM  TPOBOAWIM C  HMCIOJIb30BAHUEM
uHTepKanupyomero uHaukaropa SYBR Green | B coderanmum ¢ macCHMBHBIM peQepeHCHBIM
kpacutenieM ROX (QPCRmix-HS SYBR+LowROX, Esporen, Poccust) B Tepmorukiepe (CFX96,
Biorad, CILIA). /Ins npoBeieHus TOIMMEPa3HOI IIETHON PEaKUU B TEPMOIMKIEPE UCIIOIb30BAN
caenyrouye ycaoBus: 95°C B Teuenne 5 muH; 40 nukiios, Bkaovaommx 15 ¢ mpu 95°C, 20 ¢ npu
60°C u 20 c mpu 72°C. OT KaK10T0 )KUBOTHOTO HCCIICIOBAIHM HE MeHee 3 00pa3ioB TKaHH. B kaxaoM
HKCIEPUMEHTE TNapaljIeIbHO aHAIM3UPOBAIM 2 KOHTPOJBHBIX oOpasua (B orcyrcrBue PHK u3

oOpa3ua u 6e3 mpoBeeHUs! 00paTHON TPAHCKPUIILINH).

[paiimepbl OBUTM CKOHCTPYHUPOBAaHBI B COOTBETCTBHHM C TPAaHCKPUITAMH, H3BECTHBIMH IS
smoHckoro nepenena (Coturnix japonica) wim nomamueit kypunbl (Gallus gallus domesticus) u
aHHOTHpOoBaHHBIMU B 0a3ze manHbix NCBI Nucleotide. s kakmoit uCcons30BaHHON B paboTe mapsbl
npaiiMepoB OBIIO TOATBEPKICHO OTCYTCTBHE JAWMEPOB, C(OPMHUPOBAHHBIX MpaiiMepamu.
D¢ ¢eKTHBHOCT TMpaliMepOB OLCHHWBAIM C HCIOJB30BAHHEM METOJa IOCIEI0BATEIBHOTO
pa3BeneHuss oOpa3noB U Belpaxkann kak npupoct kIHK B mpoGe 3a omun mukn TP B % ot
ucxonnoro konuyectsa k/JHK. B pabote Obln rcmonb30BaHbl MpaiiMepsl ¢ 3QPEeKTUBHOCTHIO HE

Hxe 75%.

[IpaiiMepsbl, HCIIONB30BaHHBIE B JTAHHBIX 3KCIIEPUMEHTaxX, IMpescTaBieHbl B Tad. 1. B kauectse
pedepeHCHBIX TeHOB MCIOJIb30BAIM TeHbI THIepanbaerua 3-gocdar-aeruaporenazsl (GAPDH) u
B-aktuHa (Alexander u mp., 1997; Makwana u ap., 2000; Yue, Tomanek, 1999). OTHOCHTENBHYIO

AKCIIPECCUIO TEHOB PACCUUTHIBAIU IO cleaytomieit popmyne (yp. S):
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E(FI/I)ACt(FI/I)

()

ypOBeHb 3KCIIpeCCUHn =
\/E(ﬁ_aKTI/IH)ACt(ﬁ_aKT"H)XE(GAPDH)ACt(GAPDH)

rae ' — ren unrepeca (Kv4.3, Ky7.1 mau Ky11.1), ACt — pasuuiia moporoBbIX IHKIOB MEKIY

00pa3om 1 KaTuOpOBOYHON TTPOOOIA.

Ta6. 1. PHK-TpancKpunThl, HCHOJB30BaHHBIC UIA JU3aifHa NpailMepoB, MpaiMepbl M HX

napaMeTpbl, UCIOIb30BaHHbIE B paboTe.

l'en Ne B 0aze manubix | [Ipaiimepsl, 3°-5°, npamoii (F) u oOparusrii | Ta, | E, AMITITMKOH,
NCBI Nucleotide (R) °C | % ILH.

GAPDH | XM_015873412.2 (F) AAGGAGTGAGCCAAGCACACA 60 | 100 | 109
(R) TCACTGCAGGATGCAGAACTG

B-akTrH AF199488.1 (F) CAGGATGCAGAAGGAGATCACA 60 100 | 101
(R) TAGAGCCTCCAATCCAGACAGAGTA

Kv4.3 AF209722.1 (F) CAGGATGCAGAAGGAGATCACA 60 75 167
(R) TAGAGCCTCCAATCCAGACAGAGTA

K.7.1 XM_015863924.1 (F) CAGGATGCAGAAGGAGATCACA 60 | 96 158
(R) TAGAGCCTCCAATCCAGACAGAGTA

Kvl1l.1 XM_015852747.1 (F) CAGGATGCAGAAGGAGATCACA 60 100 | 156
(R) TAGAGCCTCCAATCCAGACAGAGTA

3.8. Onpenenenne 0eJ1KOB MOHHBIX KAHAJIOB B MHOKAp/e IMepeneja MeT0JI0M BeCTEePH-

0JIOTTHHIA
Jns uneHTudUKaIUU MOJEKYJISIPHOW NMPUPOIbl MOHHBIX KaHAJOB, OMOCPEAYIOIIUX OCHOBHBIE
PENOSIPU3YIONINE KaJUeBble TOKM B MHOKapjAe SIMOHCKOro Tmepemnena B padoTe MPOBOAMIN
KadectBeHHOe ompenenenue OenxkoB Kv4.3, Kv7.1 u Kvll.l meromom BecrepH-OimorTuHra. B
KayecTBe IOJOXKUTEIBHOTO KOHTpOJIsl B  paboTe  HCIOJIb30Bald  CyMMapHBIH  OelloK,
SKCTparupoBaHHBIN U3 pab0ovYero MHOKap 1a B3POCIBIX KPbIC (KOHTPOIIb Jytst Oennka Kv4.3) u Mopckux

CBUHOK (KOHTpOJIb [yt 6enkoB Kv7.1 u Kv11.1).

JXMBOTHBIX  [NEKamWTHPOBAIM,  CEpALE  BBIPE3ATM W PETPOrpagHO  MPOMBIBAIN
MOAU(PUIIMPOBAHHBIM (PU3HOJIOTHUYECKUM PACTBOPOM, KaK OMHMCAHO BhIme (cM. pazaen 3.2.1). U3
cepAla BbIpe3au (hparMeHTbl CBOOOJHBIX CTEHOK IpEICepAMi M KEITyAO0YKOB, KOTOpBIE 3aTeM
U3MeNbYalld B JKUIKOM a3oTe W xpaHwimu npu temmeparype -80°C. IlomyueHHBIH romoreHar
musupoBaiiu B 0ydepe RIPA cieaytomero cocraBa (B MM): 25 Tpuc-HCI; 150 NaCl; 5 D/ITA; 1%
NP-40; 1% ne3oxcuxonar narpus; 0,1% nomeuuncynwsdart Hatpus; pH 7,2-7,4; 6ydep conepxan
cmech uHrHOUTOpOB mpoteas (1:100, Sigma, CILA). [Tocne o6padoTku Oydhepom RIPA o6pa3iisi
HEHTPUPYTUPOBATH 5 MUHYT IPU CKOPOCTH 18 ThIC. 00./MHH NpU KOMHATHOM TeMIieparype, mocie

yero otoupanu cynepHarant. [lomydeHHsie mpoos! Xpanunu mpu temmeparype -20°C.
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Konmenrparuio 6enka B mpobax onpenesuiu mo bpaadopay (Bio-Rad Protein Assay Dye Reagent
Concentrate, Bio-Rad, CIIIA) (Bradford, 1976). Pa3nmeneHue OCIKOB TPOBOJWIA METOIOM
aneKkTpodopesa B MOTUAKPHIAMUIHOM Telie B PUCYTCTBUH ITOJCHUICYIb(ara HaTpust Mo JIaMmitu
(Laemmli, 1970). B pa6ote ucnonb3oBaiu 5% KOHUEHTpUPYIOMUi u 7,5% pasznenstomuii renu. Ha
OJIHY M3 IOPOKEK HAHOCHJIH IIBETHBIE OenkoBbie Mapkepbl (PageRuler Prestained Protein Ladder 10-
170 kDa, Thermo Fisher Scientific, CILIA, 26616), koTopbie ObLIH UCTIOIB30BAHBI IS ONIPEACICHUS
MOJIEKYJISIPHOTO Beca aHAIIM3UPYEeMBIX OelkoB. DiekTpodopes mpoBoawim B ycranoBke Mini-Trans
Blot (Bio-Rad, CIIIA) teuenue 1 gaca; craproBoe HanpsukeHnue cocranisuio 60 B; B xome dhopesa ero
nocteneHHo yBenmuuBaim a0 180 B. Ilpu snexrpodopese MCMONb30BAIM TPHUC-TIUITAHOBBINA
MEKTPOIHbIH Oydep cruemyromero cocraBa (B MM): 25 Tpuc-HCI; 192 rmmmmn; 0,1%

noneuuncynbdar Harpus; pH 8,3.

[Tocne snexktpodope3a OSIKK MEPEHOCHIN C TeJsl Ha HUTPOICIITIONO3HYI0 MEMOpaHy METOJIOM
nepeHoca B kamepe. [ mepenoca ucnonp3oBanu Oydep ciaenyromero coctasa (B8 MM): 25 Tpuc-
HCI; 192 rmumun; 20% stusnossiid cnupt; pH 8,3. Tlepenoc npoBoammu npu 250 MA B Teyenue 1
yaca. J[Is NOATBEpXKIEHMsS YCHEIIHOIO 3JIEKTpoNepeHoca OelKoB MeMOpaHy OKpalluBalu
pactBopom Ponceau S (0,1% pactBop B 0,1% ykcycHoit kucnore). Ilocne Busyanuzanuu
NepEeHECEHHBIX Ha MEMOpaHy O€JIKOB ITPH HEOOXOJMMOCTH BBIPE3aJIH OTACIbHbIC YYACTKH MEMOpPaHbI
C UCCIIelyeMbIMH B JayibHElIel padore GenkaMu, mocje 4ero MeMOpaHy OTMBIBAJIM OT KPacuUTels
(3 pa3a o 5 munyT) B hocharHo-coneBoMm Oydepe ¢ modbaaecarem Tween 20 (PBS-T, 8 MM): 137
NaCl; 2,7 KCI; 10 NaH2POg4; 1,76 KH2PO4; 0,05% Tween 20; pH 7,4. [Tocine oTMBIBKH MeMOpaHy B
TEUEHHUE yaca Npyu KOMHATHOW TeMIlepaType MHKYOHPOBAJIH ¢ OJIOKHPYIOLIUM PacTBOPOM Ha OCHOBE
PBS-T oOydepa u 5% obezxupernoro cyxoro mosnoka (Blotting Grade Blocker Non Fat Dry Milk,
Bio-Rad, CIIA, 1706404XTU) mis OJOKHPOBAaHUS HE3AHATHIX YYaCTKOB MEMOpaHbI |

NpeaoTBpaIICHHUA HGCHCHI/IQ)I/I‘IGCKOFO CBs3bIBaHUs aHTUTCII.

3aTem MpoOBOAUIIN I/IHKYGaI_[I/IIO MCM6paHBI C paCTBOpPaMH MOJHUKIIOHAJIBHBIX ICPBUYHBIX aHTUTCIIL.
Antutena pactBopsuin B PBS-T Oydepe, comepxamem 5% 00€3:KUpEHHOTO CyXOTo MOJOKA.
Nuky6anuro npoBoawu npu +4°C B TeueHue Houu. Vcrionb3yembie B paboTe IEpBUYHBIC aHTUTETIA

U MX pa3BeJIeHUs NPUBEICHHI B Ta0. 2:

Tab6. 2. [lonukioHanbHBIE aHTUTENA, UCIIOJIB30BAHHbBIE AJIS UACHTU(PUKAIIMN TOPOOOPA3YIOIINX

CcyOBEIMHUII KAaHAIOB METOJIOM BECTEPH-0JIOTTHUHTA.

AHTUTETIO Pa3senenue [Ipoucxoxnenue [IpousBoguTens
Anti-Kv4.3 1:400 KPOJIHK Alomone Labs, U3panas, APC-017
Anti-Kv7.1 1:200 KPOJIUK Alomone Labs, U3pawnis, APC-022
Anti-Kv11.1 1:400 KPOJIHK Alomone Labs, U3panns, APC-062
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[Mocne nHKyOAIMK C MIEPBUYHBIMU aHTHTEIIAMH M TOCieaAytomeil otMeiBkE B Oydepe PBS-T (3
pasza 1mo 5 MHHYT) MeMOpaHy B TeueHHe | 4aca MHKyOHMpOBAJIM C PACTBOPOM BTOPUYHBIX aHTHUTEIN,
MOJYYEHHBIX W3 KO3bI MPOTHB KPOJHMKA M KOHBIOTHPOBAHHBIX ¢ Mepokcuma3zoii xpena (1:10000,

Abcam, BenukoOputanus, ab6721). 3arem memOpany otmbiBaiu B Oydepe PBS-T (3 pasa mo 5
MUHYT).

Jlns mposIBKM CHTHaJIa MCIOJb30BaIu kKommepueckuii pactBop ESL (SuperSignal West Femto
Maximum  Sensitivity ~ Substrate, Thermo Fisher  Scientific, CIIIA, Pierce-34,095).
XeMHITIOMUHECIIEHTHBIN CUTHAN JIETEKTHPOBAIIM C HCIOb30BaHueM mpubopa ChemiDoc MP (Bio-

Rad, CIIIA).

3.9. HNMMYHOIIUTOXHMHYECKOE  OKPAIIMBAHME _ M30JMPOBAHHLIX __ KAPAMOMMOIMTOB

nepemnesjaa

[Ipencepanbie U KemyI0YKOBbIE KapJUOMHUOIUTHI Meperneia Moyqaiy MyTeM dH3UMaTH4YeCKOTro
BBIJICIIEHUS, KaK OMucaHo Bhiiie B pasaeine 3.3.1, u xpauunu B pactope Kraftbrihe. Ha mpeamernoe
cTexsio momemand 50 MK CyCHEH3UH KJIETOK, IOCie 4ero J00aBisId PaBHOE KOJIUYECTBO
docharHo-coneBoro Oydepa (PBS), conepxamero 4% mnapadopmanpaeruna. Dukcaruio
M30JIMPOBAHHBIX KJIETOK MPOBOJAMIM B TeueHue 30 MUHYT mpu KomMHaTHOM Temmepatype. Ilocie
OTMBIBKH OT (UKCcHpyromero pacteopa (3 paza mo 5 munyt B PBS) kapaunomuonutsl B Tederue 10
MHUHYT TIpH KOMHATHOH TeMmmepaType mnepmeadunuzoBaim ¢ mnomombio 0,2% camoHuHa,
pactBopeHHoro B PBS. B nanpHelimem Bce ucnonb3yeMble pacTBOpbl Takxke coaepxanu 0,2%
CamoHWHA JUIsl COXpaHeHus mnepdopanuii B MeMOpane kapawmoMuounuTtoB. Ilocne oOGpaboTku
CarlOHMHOM TMPOBOAMIIM OJOKHpPOBaHUE IMyTeM MHKYOAIlMu KapAHOMHUOIIMTOB B TeueHue | yaca mpu
KOMHaTHOW Temneparype B pactBope PBS, conepxamem B nononHenue k canoHuny 10% kosbeit
ceiBopoTKH. [locie ormeiBku (5 mMuHyT B pactBope PBS ¢ 0,2% camonuna) B TedeHue 1 yaca
MIPOBOAMIIN MHKYOAIUIO C IEPBUYHBIMU aHTUTETaMU. [IoMIMO EpBUYHBIX aHTUTEN, TEPEUUCIEHBIX
BBBIIIIE B Ta0. 2 B pazzere 3.6, Takxke ObUIH UCTIOIb30BaHbl IEPBUYHBIC aHTUTEIIA IPOTUB 0.-aKTUHHUHA
(1:1000 B PBS, comepxariem 0,2% canonuHa u 1% ObIUbEro ChIBOPOTOYHOTO anbOymuHa, Abcam;
ab9465; wmplmMHBIE MONUKIOHANBHBIE). [locie WHKyOamMW C TEPBUYHBIMH — aHTHUTEIIAMH
MIPOU3BOIMIIM OTMBIBKY (3 pa3za mo 5 munyT B PBS ¢ canmonnnom). [Tocie 3Toro kapijuoOMHOLKUTH B
TeyeHue | yaca NMpu KOMHATHOM TemrepaType HHKYOMpOBajIM CO BTOPUYHBIMU aHTHUTEIAMH,
KOHbIOTHpOBaHHBIMU ¢ Alexa 488 u pactBopennbsix B PBS, conepxamem 0,2% canonuna u 1%
OBIYbEr0 CHIBOPOTOYHOrO adbOyMHHA. J{J1sl IEpBUYHBIX aHTUTEI MPOTHUB O-aKTMHUHA MCIIOIB30BAIN
BTOpPHYHBIC aHTHUTEJNA, MOJydYeHHBIE M3 Kposmka mpotuB Meimu (1:500; Abcam; ab150125); mis
MEPBUYHBIX aHTUTEI IPOTUB KAJIMEBBIX KAHAJIOB MCIIOIb30BAIM BTOPUYHBIE aHTUTENA, TIOTyYEHHbIE

u3 K03kl mpoTuB kpoiuka (1:750; Abcam; ab150077). Ilocme uHKyOanmuu KapIUOMUOIIUTOB CO
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BTOPUYHBIMUA aHTHTEJIaMU TPOU3BOAMIN OTMBIBKY (3 paza mo 5 muuyt B PBS, comepkamem
CaHOHI/IH), MMOCJIC YCTr0 MOHTUPOBAJIU IMOKPOBHBIC CTCKIJIA. I[JI}I MOHTHPOBAHUA UCIIOJIB30BAJIN CPCaAY,
HCIOJIB3YsT KOMMCPUCCKYIO CpcAy i MOHTHUPOBAHHA, COACPIKAINYIO HOAWUA IMPONUAUSA IJIA
okparmBanus saep kapauomuormToB (Vectashield Mounting Medium with Propidium lodide;
Vector Laboratories; CIIHA; H-1300-10). OkpaineHHble KICTKH  BH3YaIU3HPOBAIH  C

UCIIOJIb30BaHNEM KOH(pOKaIbHOTO MUKpockomna LSM 710 (Zeiss, ['epmanus).

3.10. Busyaamszanmsi KATexo0JaMHH-COACPKANMX CHMMIATHYCCKUX BOJOKOH B MHOKapJAe

mepemnesjia

JUIss  OLIGHKM CTENeHM CUMIATUYeCKOM WHHEpPBAlUM MHOKapJa SIMOHCKOro Ieperena
CHUMITATUYECKHE BOJOKHA B TKaHMU CepAlla BU3YaJH3UPOBAIM C IMOMOIIBIO THCTOXUMHUYECKOTO
OKpAIlIMBAaHUS TJIMOKCUIOBOM KHCIOTOM, KOTOpas MpH B3aUMOJAEHCTBHM C KaTeXOJAMHUHAMU
dbopmupyet Quryopecuupyronuii komruieke. [IpemapaTel MuoOKapaa MpeAcepauid U MEKBEHHOU
00J1aCTH MPABOTO MpeICepIus Meperesa MoxyJaid o MeTOAMKe, ONMCAaHHOM BhIlIe B paszaene 3.3.1.
[ToCKONBbKY CTEHKH JKETYAOYKOB MMENH CIHIIKOM OOJIBLIYIO TOJIIMHY, IJIi OKpPalIMBaHUS
ey JOYKOBOI0 MHOKap/1a UCII0JIb30BaJIN ITOIIEPEUHbIE CPE3bl CTEHOK MPABOTro U JIEBOT'O JKEIy104Ka
nepenena ToamuHou 10 0,3 MM, MOTy4YeHHBIE ¢ TTOMOIIBI0 BUOPAIIMOHHOTO MUKpoTOoMa. [IpenapaTsr
IPOMBIBAIA MOJU(PHUIIMPOBAHHBIM (PU3UOJIOTHUECKUM PAacTBOPOM (COCTaB yKaszaH BBIIIE B pasJiee
3.3.1), nomemanyu Ha IPEAMETHOE CTEKJIO U yAAISUIM M3JIMLIKY XKuaAKocTu. Ilocae aToro npenaparst
B TeueHne 30 MuHYT HHKYyOupoBaiu B PBS, copeprkarieM ramoKcuioByro KUCIoTy (2%) u caxaposy
(10%), pH 7,4. [1o okoHYaHHMH TIEPHO/Ia MHKYOAIIUH Mperapar pacipaBiisuld Ha MPEIMETHOM CTEKJIE
SHJIOKapAHAIbHON CTOPOHOM BBEPX M BhICYHIMBAIM B TeueHue 30-60 MUHYT MOJ CTpyeil TEIIoro
BO3/1yXa. 3aTeM MPOBOAMIN TEPMHUYECKYI0 00pabOTKy B CyX0XKapoBOM IIKade Mpu Temreparype
100°C B Teuenue 5 MUHYT. BbICylIeHHBIN NpenapaT MOHTUPOBAJIH € UCIIOIb30BaHUEM Ba3€JIMHOBOIO

Macjia B Kau€CTBC CpEIbI.

OkxkpaleHHble IpenapaThl BU3yaTu3UPOBAIH € IOMOIIbI0 KOHPOKaILHOro Mukpockosa LSM 710,
obopymoBanHoro mudpoBori kamepoi Plan-Apochromat (paspemenne 2048x2048 mmkceneit, 8
out/mukcens) (Zeiss, 'epmanus) ¢ oobexktuBoM 20x/0,8 M27. UcTOUYHUKOM BO30YXKTAIOIIETO CBETA
sBisicss poroauoaHbIi nasep. Mcmonp3oBanu BO30YXTArOMIMKA CBET ¢ IIMHOW BONHBI 405 HM,

¢ryopecueHIHIo B Ipenaparax UCIOoIb30BaIHN B quana3oHe JuiiH BoiH 420-440 HM.

[I10THOCTP ~ CHMIIATHYECKMX BOJOKOH B  HCCICAOBAaHHBIX IIperaparax OLCHHWBAIN C
UCITOJIb30BaHUEM MporpamMMmHoro obecneuenus Imagel 1.53 ¢ momomipio miaruHa Bio-Formats
Explorer. Ilocne BblumTanus ¢oHa U OWHApU3aMH HM300paKEHUS NPOM3BOIMIM IOJCYET
IPOLIEHTHOTO COOTHOIICHHWS KOJM4YecTBa (IIyOpECHEeHTHBIX THKceNell K oO0mel rmiomanu
uccieayemMoro npenapara. [lomydeHHbIe 3HaueHHS OTPaskalli COACPIKaHUE KaTeX0JJaMUHEPTUIECKUX

HCPBHBIX BOJIOKOH B CGp,Z[G‘-IHOfI TKaHU IICpeIICiia. Ilocne atoro MPOU3BOAUIN CKCICTOHU3ALNIO
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M300pakKeHUS U OIIEHUBAJIN OTHOIIIEHUE OOMICH MITMHBI (DITYyOPECIIEHTHBIX BOJIOKOH B TKaHHU K OOIICH
womanyu npenapara. JlaHHBIM IIOKa3aTelb  OTPakal OTHOCHUTEIBHYKO  IPOTSKEHHOCTD

CUMITIATHYCCKHX BOJIOKOH.

3.11. Crarucruyeckasi 00padoTKa JaHHbBIX

JlanHble B paboTe MpescTaBleHbl Kak cpeHee + cTaHIapTHas OIIMOKa CpeaHero Juii N KIETOK
WM npenaparoB Muokapnaa or N skuBoTHbIX. CTaTUCTHUECKYIO 00pabOTKY JaHHBIX MPOU3BOIMIN C

ucrob30BanueM nporpammuoro ooecneuenusi GraphPad Prism 8.0 (GraphPad Software, CIIIA).

HopMmanbsHOCT pacnipeneneHusi BHIOOPOK B paboTe MpoBEpsuid ¢ ToMoIbio kpurepus [llammpo-
VYunkca. [[ns cpaBHEHUS ABYX CBSI3aHHBIX WJIM HECBS3aHHBIX BBIOOPOK HKCIIONB30BAIN t-TECT
CrbloieHTa UIsl COOTBETCTBYIOIIErO THIIA CpaBHEHHUS. B HEKOTOPBIX cCilydasx [Uisl CpaBHEHHUS
CBSI3aHHBIN BBIOOPOK HCIIOB30BAIM HEMapaMeTpuieckuil kpurepuit Bunkokcona. s cpaBHeHHS
Oosiee yeM 2 BBIOOPOK MCMOb30BaIK aucnepcuonnbiii anam3 ANOVA ¢ post-hoc tectom Triokw.
CpaBHeHME HECKOIbKMX TNOBTOPHBIX H3MepeHmit comepxkanus Ca’* B CIIP kapamoMHOLUTOB
OCYIIECTBIISTH C MTOMOIIBIO AUCIIEPCHOHHOTO aHamu3a st oBTOpHbIX n3Mepenuii (RM-ANOVA) ¢
post-hoc tectom Jlanuerra. [lpu cpaBHEHHH MapaMeTPOB KMHETHKH CTAIllMOHAPHOW aKTHBAIIUU U
WHAKTUBALUM WU YyBCTBUTEILHOCTH KapJAHOMHOIMTOB K TOMY HJIM MHOMY OJIOKATOPY MOHHOTO

TOKAa T0JIb30BAIMCH KputepueM duiepa.
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B pabote ObUM UCTIONB30BaHBI CISIYIONINE PEAKTUBEIL:

HaszBanne dapMmakoJornuecKas IIpounsBoaurens | PacTBopurenn PaGouas
AKTHBHOCTH KOHIIEHTPAIHsI
di-4-ANNEPS | TTorennmamuayscteurenbueiii | Sigma Aldrich DMSO 5 MxM
(hITyopecIieHTHBIH
KpacuTelnb
E-4031 Baokarop Toka Ik Tocris H20 10 mxM
Bioscience
HMR 1556 Brokarop Toxa ls Tocris DMSO 30 MmxM
Bioscience
4- Brokarop Toxa ly Santa Cruz H.0 3 MM
AMUHOTIMPHUINH Biotechnology
ATtpornuH AmnTanoruct M- Sigma Aldrich H.0 0,5 mr/kr
XOJIMHOPEIIENTOPOB
ANETHIXOMMH | ATOHHUCT alleTHIXoNnHOBEIX | Sigma Aldrich H,O 1 MmxM
pelenTopoB
bneboucraTrn Wurnburop muosuna |l Sigma Aldrich DMSO 10 mxM
I'muokcunoBass | DIyopecIieHTHBIN MapKep Sigma Aldrich H20 2%
KHCIIOTA CHMIIATHYECKHUX BOJIOKOH
Hoberwmm Baokarop Toka Ik Tocris H20 3 MM
Bioscience
UzonporepeHon Aronucr B- Sigma Aldrich H.0 200 MKI/KT
aJIpeHOPELETITOPOB
Kapbaxon ATOHHUCT aneTHIXoIMHOBRIX | Sigma Aldrich H.0 1 MxM
peLenTopoB
Kogenn AxTHBaTOp puaHonuHoBBIX | Sigma Aldrich H.0 10 MM
pelenTopoB
Hudenummn Brokarop Toka lca Sigma Aldrich C2HsOH 50 MmxM
Canonun IepdhopaTop KIETOUHBIX Fluka H20 0,2%
MeMOpaH
Teprmanua Biokarop Toka lkach Tocris H20 1 MM
Bioscience
TeTponoTOKCHH Biokarop Toka Ina Sigma Aldrich H20 1 MM
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4. PE3YJIBTATBI

4.1. DaekTpuueckass AKTHBHOCTH CepP/AIIa MepeneJa in Vivo

4.1.1. XapakTepuCTHKH YJIeKTPOKAPIHOrPAMMBI Iepernesia B 6a3aIbHbIX YCIOBHAX

B Ga3anbHBIX yCIOBUAX KOH(MDUTYpAIUs DIIEKTPOKAPIAOTPAMMBI, PETHCTPUPYEMOM C MOMOIIBIO
MOJIKO’KHBIX MHUKPOAJICKTPOIOB Y HAPKOTU3MPOBAHHOTO SITOHCKOTO MEperiena, uMelia XapaKkTepHbIN
BUJl JUIS DJIEKTpOKapAuorpaMmbl nTull. B 1ukine Bepaensiu P-BonmHy, PR-mHTepBanm, Q-3ydert
oTcyTcTBOBaJ, Torma kKak QRS-xommuiekc Bkimodanm HeOonbmio 3ydenm R W TOMWHAHTHBIN,
HalNpaBJICHHBIA B OTPUIATENBHYIO CTOpOoHY 3yOenm S (puc. 17). Yacrora cokpamieHuil cepiia

nepenena B mokoe cocranisiia 343,6 £ 3,3 yu./muH. (n = 6).
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Puc. 17. Penpe3eHTaTHBHBII pUMeEp 3IIEKTPOKAPIUOTPAMMBI STTOHCKOTO Tepernena B 0a3aabHbIX

YCIHOBUSIX.

JUTMTeIhHOCTh XapaKTePHBIX HHTEPBAIOB AIEKTPOKAPAUOTPAMMBI ITepETelia MpeACTaBICHbI HIKE
B Ta0. 3. [lockoabKy BbIACTUTh Q-3y0e€ll B 3JIEKTPOKAapAHOTpaMMe Ieperena OblI0 HEBO3MOXKHO,
dakTu4ecku, B paboTe OIeHWBaIM HE AIUTEeIbHOCTh QRS-komruiekca m wuHTepBama QT, a
JUTUTEIIPHOCTh KOMILJIEKCa OT Hadaja 3yona R mo xonma 3yoma S m uHTepBanm RT — omgHako, mis
yIoOCTBa MBI MPEINOWIN COXPAHUTH OOMIEHPUHATBIC 0003HaueHUsA. OICHHUBacMbIC HWHTEPBAJIBI

CXeMaTuyHO 0003Ha4YeHbI Ha puc. 17.

Ta6. 3. JIMMTENbHOCTh XapaKTEPHBIX HMHTEPBAIOB (B MC) DJIEKTPOKAPIUOTPAMMBI

HApKOTU3UPOBAHHOTO SIMOHCKOTO Tiepernesa B 0a3anbHbIX yciaoBusx (N =6, N = 6).

RR PR P QRS QT QTc Tp-Te TP
159,4+15,9 41,8+2,4 13,76+0,92 | 17,85%1,06 86,5+3,3 211,0£12,6 | 21,52+3,62 | 43,38+4,44
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4.1.2. DmekTpokapauorpaMma mnepeneia B YCJIOBHAX MAKCHMAJbHOW CHMIATHYECKOM
HATPY3KH
BBe,Z[eHI/Ie aTpOIMHAa B COYCTAHWUN C U3OIPOTCPCHOJIOM BBIZBIBAJIO 3HAYUTCIBHOC YBCIIMYCHUC
YacTOTHl COKpamieHus cepana nepenena ao 546,7 = 19 yn./mun. (P = 0,0015; napssbiii t-tect
CThIOJICHTa),  CONMPOBOXKIAIOIIEECS  M3MEHCHHSAMH B KOH(HIYpAllMd  PETHCTPUPYEMOit

JIEKTpoKapanorpammsl (puc. 18).

KOHTpOnb

aTponuH +
U30nNpoTeEpeHon

200 mc

0,5 mB

Puc. 18. PenpeseHTaTBHBIC IPUMEPHI AJIEKTPOKAPANOTPAMMBI SITOHCKOTO Tieperiesnia B 0a3aibHbIX

YCJIOBHSIX U IIPU MAaKCUMAJIbHOM CUMIIATUYECKOU HArpys3Ke.

YckopeHne 4acTOThl CeplIeYHBIX COKpAIICHWH Meperena M COKpallleHHWEe AJTUHBI CeplIedHOro
mukia (uaTepBan RR) mpH cHUMIaTH4eckoil Harpy3ke MPOMCXOIHIIO 3a CYET YMEHBIICHHUS
matensHoctd uHTepBaioB QT (Ha 20,56 + 5,05%), Tp-Te (na 50,06 = 4,13%) 1 MEXIMKIOBOTO
uHTEepBaJIa TP — INIMTEILHOCTH MOCSIHET0 U3MEHIIIACh Harboiee criibHO (Ha 84,4 + 13,7%); Taxke
CHHM3HWJIACh JTUTENbHOCTh P-BoiHbl (Ha 43,8 £ 3,3%). Crour otrmeruth, uro HHTepBan QTc,
KOppurupoBaHHbI 10 (Gopmyne baserra, ocraics Ha TOM jXK€ ypOBHE TOJ CHMIATHYECKOMN
Harpy3Kkoil. MI3MEHeHHs] MpOUYMX MapaMEeTPOB JIIEKTPOKAPIUOTPAMMBI, & MUMEHHO JJIUTEIbHOCTH
untepBasioB PR u QRS mon neiictBueM cuMnaTuyeckod Harpy3kd OBUTH CTaTHCTUYECKU
HE3HaYMMbIMU.  BnusHue — cuMmaTuyeckoil  Harpy3kM  Ha ~ OCHOBHBIE  IapaMeTpbl

3JIEKTPOKApAMOTPaMMBI Mepernena OTpakeHo Ha puc. 19.
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Puc. 19. BausHue cuMIaTH4YeCKON HArpy3kKd Ha KOH(MUTYpAIUIO AJIEKTPOKAPIUOTPAMMBI
smoHckoro nepernena (N =6; N =6). *P <0,05; **P < 0,01; mapusiii t-rect CThIOJICHTA )15 CBI3aHHBIX

BBIOOPOK.

4.2. AlpeHepruyeckas MHHEPBAIlM MHOKAPAAa SIMOHCKOI0 mepeneia

Cronp BbIpaXEHHAsh pPEAKIHUs CepJlia SMOHCKOro Iepeneyia Ha CHUMIATHYECKYI0 Harpys3Ky
Iperoiaraet, yTo (yHKIMOHUPOBAHNE MUOKap/a Meperesa MoXKeT ObITh B 3HAUUTEIBHOM CTETIeHN
3aBUCHUMO OT CUMIATUYECKUX BO3JACHCTBHI. MBI OIIEHWIN TJIOTHOCTh CUMIATUYECKOW MHHEPBAIUU
JKEITYJIOYKOBOTO M TPEJCEPIHOTO MHUOKapja, a TakKe MHOKapAa MEXKBEHHOW 00JIacTH MPaBOTO
npejacepausi SMOHCKOTO Ieperneyia ¢ IMOMOIIbI0 TUCTOXMMHYECKOTO OKpallMBaHUs TKaHEBBIX

IIPENapaToB INIMOKCUIIOBOM KHUCIOTOM.

Bo Bcex wuccnenoBaHHBIX Ipenaparax OKpallMBaHUE INIMOKCWIOBOM KHMCIIOTOM BBISIBUIIO
OOUIIBHYI0O CeTh (DIYOPECHEHTHBIX KAaTeXOJaMHUHEPTrHYEeCKHX BOJIOKOH. Pernpe3eHTaTHBHBIC

MHUKpo¢oTOorpadguu OKpalleHHBIX PernapaToB npeacTaBieHs! Ha puc. 20, A, b, B.

AHamu3 IUIOTHOCTH H MNPOTSAKCHHOCTH  KAaTCXOJAMUHCPIUYCCKUX BOJIOKOH HC BBISABUIL
CTaTUCTUYCCKU 3HA4YMUMBIX paSJII/I‘-II/Iﬁ MCXKAY IIJIOTHOCTBIO CUMIIATUYECKOU HWHHCpBAallUl B
pa3IMYHBIX OTAENaX cepAra smoHckoro nepenena (puc. 20, I', /) — TeM He MeHee, CTOUT OTMETHUTb,
YTO B KEJyJI0YKOBOM MHUOKapje Habmrojanach cinabasi TeHAEHLHUs K 0ojiee BBICOKOHM IMIOTHOCTH

HWHHCPBAIlUU.
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Puc. 20. A, b, B — penpesentaruBHbie MUKpodoTOTpadum, OTpaKalIIUE pacHpeneacHue
KaTeXOJaMUHEPruiecKuX (CHUMIIATUYECKMX) HEPBHBIX BOJIOKOH B MHOKap/e >KEIyJ0UYKOB,
npecepaAnii 1 MeXBEHHOM 001aCTH IPaBOTo NMpecepAns Mepernena, COOTBETCTBEHHO (MaciuTad — 50
MkM). I, JI — oOlleHKa CTENeHH CUMIATUYECKOM HMHHEpPBALMM MHUOKapAa SIMOHCKOIo Iepernena,
BbIpaXCHHAs] KaK OTHOLICHHME TUIOIIAIU U JUITMHBI (PIIyOPECLIEHTHBIX BOJIOKOH, COOTBETCTBEHHO, K

oO01mel TIoImaay mpenaparTos.

4.3. Koundurypanuss 3JeKTPHYECKOH AKTHBHOCTH  H30JHPOBAHHBLIX TKAHEBBIX

npenaparos MMoOKap/ia mepemnejaa

4.3.1. MoreHuuaJ MOKOs B paboueM MHOKAp/Ie Mepenesia

[locne mepuona amanTaluMy Bce UCCIEAOBAaHHBIE TKaHEBBIE MpenapaThl MUOKapia SIIOHCKOTO
nepenena JAEMOHCTPUPOBAIM CTaOWIBHBINA, CHJIBHO OTPHUIATENbHBIM MOTeHUuan mnokos. Jlns
IpenapaToB MPaBoTo Mpeacepans ObUT XapakTepeH MOTEHIIUAal MoKost Ha ypoBHe -81,9 + 1,8 MB (n =
11, N = 11), B mpenapaTax mpaBoro »*eiayao4ka IOTSHIIAJ IIOKos ObLT Ha ypoBHE -86,16 + 1,49 MB
(n = 10, N = 10). [ToreHuunan nokosi B mpenaparax eiayJOo4KOBOI0 MUOKap/a, Kak MPpaBUiIO0, ObLI
HECKOJIbKO 00JIe€ OTPULIATENbHBIM IO CPABHEHUIO C TAKOBBIM B MIPEACEPAMSIX, OJJHAKO pa3InYMs HE

obutn cratucTryecku 3HauMMbIME (P = 0,09; t-rect CThIoCHTA /11 HECBSI3aHHBIX BHIOOPOK).

4.3.2. Koudurypamusi NoTeHIHAIOB IeiicTBUA B paGoueM MHOKAp/Ie mepernesia
Hu B oZHOM M3 HCCIIEOBaHHBIX NPENapaToB IPaBOro KeIyJodka B HKCHEPUMEHTAIbHBIX

YCIIOBHSIX HE HAONIOAATIOCh CIOHTAHHOW OJIIGKTPHYECKOW aKTHBHOCTH. Ilpemaparsl mpaBoro
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npescepans, OJHAKO, IEMOHCTPUPOBAIM CIIOHTAHHYIO aKTHBHOCTh, KOTOpas MpeKpalianach mnocie
OTJICIICHHSI Y9aCTKa, BKIIFOUAIOIIEr0 MECTa BXO/Ia B MPEICEPANE MOJIbIX BeH (MEKBEHHASI 00JIACTh) U

COOTBCTCTBYIOIICTO MPCAINOJIOKKUTCIBHOMY BOAUTCIIIO pUTMaA CCpALia IITUIIL.

B oTBeT Ha AMEKTPUYECKYIO CTUMYJAIMIO ¢ 4acTOoToM 6 ['Il Bce mcciaeqoBaHHBbIE MpenapaThbl
MHOKapJla I€HEpUPOBAIN MOTEHIMAIbl AEUCTBUs. Penpe3eHTaTHBHbIE NpPUMEpPHl IOTEHIUAIOB
neiicreus (I1/]), 3aperucTpupoBaHHBIX B IPEACEPAHOM M JKEIYJOUYKOBOM MHOKapJe IMepenena,
npeacraBieHsl Ha puc. 21, A. IIJl B mpaBoM mpencepauyl HMMEIH 3HAYUTEIHLHO MEHBIIIYIO
JUIUTEILHOCTD M0 CPAaBHEHHUIO C TAKOBBHIMU B ITPABOM JKEITYJ0UYKE Ha YPOBHAX penossipuzauuu 25%,
50% u 90% (puc. 21, Bb), paznuums OBUIM CTAaTHUCTUYECKH 3HAUYMMBIMH. Kpome Toro, mms
xenynoukoBbix [1J1 ObuT XapakrepeH Ooiniee ObICTpBIN mepenuuid ppoHT HapactaHus (dV/dtmax):
363,4 = 55,5 B/c (n = 10, N = 10), Torma kak musa nepennero gpponta npeacepansix 1] ckopocts
HapacTaHus coctaBisuia 215,6 £21,9 B/c (n =8, N = 8); onucanHblie pa3imnyus ObLIIH CTATUCTUYECKHU
sHaunMbiME (P = 0,0189; t-tect CrhlogeHTa A7 HECBA3aHHBIX BBIOOPOK). I[lapamerpsr I1/1,
3aperuCTpUPOBAaHHBIX B NPEACEPAHBIX M JKEIYJOUKOBBIX IIperapaTax MHUOKapja Iepenena,

MIPE/ICTaBJICHBI B Ta0. 4.

100+ Hekkk
_l W lNpasoe npeacepave
g 80- e dek I [pasbIi xenyaoyek
=1
2 *kkk
5 607
st
I
4
E 40+
E 3
& 50 mc = 20+
0-
Anpso anpso angzs

Puc. 21. A — penpesentaruBHbie 3anucu [IJ[ B mpemaparax >kemyI04KOBOTO (KpacHbBIH) W
npeacepaHOTo (CHMHMI) MHOKapja SMOHCKOTO mepernena. b — cpaBuenue mmrensHoctedd I1/] B
xemympoukoBoM (N = 10, N = 10) u npeacepaaom (N = 8, N = 8) Muokapme nepernena Ha pa3HbBIX

YpOBHSX penosipu3anuu. **** — P < 0,01, t-rect CThroieHTa 7151 HECBS3aHHBIX BEIOOPOK.
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Tab. 4. ITapametpsi [1]] B TKaneBbIX mpenaparax npejacepanoro (N = 8; N = 8) u sxeny1oukoBoro
(n=10; N = 10) murokapa AMOHCKOTO repernena. * u **** yka3pIBaloT Ha CTATUCTUYCCKH 3HAYNMBIC
pa3nuuus KOHQUTypaIuy KeayqodkoBbIX U npencepansix 1] (P < 0,05; ****p < (0,0001; t-rect

Ctbro/1eHTa /7151 HECBSI3aHHBIX BEIOOPOK).

Morennman | dV/dtmax, B/c JIII90, mc IS0, mc JIII25, mc
nokosi, MB
IIpaBoe -81,9+1.8 215,6+21,9* | 31,114£1,05**** | 18,22+1,46**** | 9 54] 5****
npeacepaue
IpaBblii -86,16+1,49 | 363,4+55,5*% | 75,05+3,22**** | 52 63+3,06**** | 32,8243,11****
KeJYT0UeK

4.4, MOD(_[)OJIOFI/I'leCKI/le XAPAKTEPUCTHUKH N30JIMPOBAHHBIX KAPDJAHOMHOIIMTOB IIepere/jia

DH3MMAaTHYECKU BBIJICJICHHBIC KapIMOMHOIIMTHI Tepernesia MPEACTaBIsIN  cO00W  CHIIbHO
BBITSIHYTBIC KJICTKH BEPETCHOBUIHOM (DOPMBI C BBIPAXKCHHOM MOMEPEYHON HCUECPUCHHOCTBIO (CM. PHC
22). XKenymoukoBble KapJHOMHOLIMTHI HMEIH Oojiee KpPYIHBIE pa3sMepbl 10 CPaBHCHHIO C
MpeaCcepAHBIME: MX JuihHA cocTaBisuia 186,1 + 15,9 mxm, mmpuna — 8,48 £ 0,37 mxm (N = 28, N =
6), TorIa KaK JUTMHA TIPEICEePAHBIX MUOIUTOB cocTaBisiia 135,9 + 5,3 mkM, a mmpuna — 6,83 + 0,38
MKM (N = 27, N = 6). PazHuna B pazmepax Obuia craructuyeck 3HaunMoit: P < 0,0001 mis mymuHel

KapauoMuouTos, P < 0,05 mist mmpunsl (t-rect CThIOACHTA [T HECBSI3aHHBIX BHIOOPOK).

Puc. 22. MukpodoTorpaduu H30IMpOBAHHBIX JKEITyA04KOBOr0 (A) u npeacepanoro (b)

KapJMOMHUOIIUTOB AMOHCKOTO0 nepenena. Macmtad — 20 MKM.
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Pasnmiia B pasmepax KapJHOMHOITUTOB ObLIa TaK)Ke OTPa)K€Ha B Pa3HUIIE B €MKOCTH KIIETOK,
KOTOpasi HANpPSMYIO 3aBHCHT OT IUIOIIAIU MOBEPXHOCTH KJIETKHU. JKemylTOouKOBBIE KIETKH HUMENN
CTATHCTUYECKH 3HAYMMO OOJBIIYI0 EMKOCTh [0 CpPaBHEHHUIO C TMPEICEPIHBIMH: €MKOCTh
KapJIHOMHOIIMTOB, MOJYYCHHBIX M3 JKEIYyI04KOB, cocTaBimsuia 71,97 + 2,36 nd (n = 135, N = 43),
TOTJ1a KaK IpeIcepaHbIe KapAMOMHOIUTHI UMEITH eMKOCTh, paBHy0 36,75 = 0,87 nd (n = 160, N =
52). Paznuuusi B eMKOCTH KJIETOK Takke Obutn craTuctmuecku 3HauumbiMu (P < 0,0001; t-tect

CThr0/ICHTA /IJIs1 HECBSI3AHHBIX BEIOOPOK).

45. WouHHble TOKH B pado4yeM MHOKAP/Ie Mepernesa

4.5.1. Penoasipusyioiue KajineBbie TOKHU 3a/IePKAHHOTO BHINPSIMJICHHUSI

[Tocne mepuona amanTtai¥ K SKCIEPHMMEHTAILHBIM YCIOBHSAM W ycraHoBienust Whole-cell
KOHTaKTa MEXIy KapAHMOMHOIIUTOM U MATY-MUIETKOW, MPU HMCIOJIb30BAaHUU KaJHHCOICPIKAIINX
PacTBOPOB U B MPUCYTCTBUH HA(EAUTTMHA [TPU JCTIONAPU3AIIMH KIICTKH 10 ToTeHIraaa 0 MB 1 Bbiiie
OT TOJIIEPKUBAEMOro ToTeHnuana -80 MB HaOronamy MeJIEHHO HapacTaloMUi BBIXOISIINA TOK,
HPENOI0KHUTEILHO COOTBETCTBYIOIIHIA KaJTMEBOMY TOKY 3a[epKaHHOro BImpsiMiieHust. [liist 6oree
TOYHOM HICHTU(HUKANNK BKJIAJa OTIACIbHBIX THIIOB HOHHBIX KaHAJIOB B 3aperHCTPUPOBAHHBIN
CYMMApHBIi TOK 33JICP’KaHHOTO BBIMPSMIICHHSI OBUTO TPOBEACHO HECKOJIBKO CEpHUil IKCIIEPUMEHTOB

C UCITOJIb30BAHUEM CCICKTUBHBIX 6JIOKaTOpOB HMOHHBIX KaHAJIOB.

45.1.1.  Beicmpulii Kanueswiil MOK 3A0ePHCAHHO20 8binpsAMAeHUs. |y

KanueBbie TOKM 3a/Iep>KaHHOTO BBIMIPSIMIICHUE PETHCTPUPOBATH, UCTIOIB3YS JIBYXCTYIEHUYATHIN
MIPOTOKOJ M3MEHEHUS MOJAEPKUBAeMOro noreHunana. [lognepkuaemMplil TOTEHUHUA HA NEPBOU
CTYIIEHU MPOTOKOJIA MEHSUIM MOCIE KaXJIOTo Ilara, JUIMTEIbHOCTh CTYIEHU ObLIa TaKOBa, YTO TOK
yCcleBaJl aKTUBUPOBATHCA JO0 MAaKCUMAIbHBIX 3HAUYEHUH, HAa BTOPOM CTYNEHH NOTEHIHUAN
noaJep)KuBaa Ha ypoBHe -20 MB 1 OlleHKM TOKa BO BpeMsl €ro MOTEHIUAI-3aBUCUMOM

WHAKTUBALUU (CM. pHC. 23, Ha BPE3KeE).

[Tocne anmuukanuy celneKTUBHOIO OJ0KaTopa OBICTPOro TOKa 3aJep:KaHHOTO BBIIPSAMICHUS Ik
E-4031 (10 MKM BO BHEKJETOYHOM pACTBOPE) aMIUTUTYAa CYMMAapHOTO TOKa 3aJepXKaHHOTO
BBINPAMIICHUS, KaK B IPEICEPAHBIX, TaK U B KEIYJOYKOBBIX KapJIMOMHOLUTAX, CHH)KAJIACh, YTO

CBUJIETEILCTBYET O TOM, UTO 3apErUCTPUPOBAHHBIN TOK OTYACTH OMOCPEAOBaH KaHajgamu Toka lkr.

AMIUTYQy TOKa Ikr OIIGHMBATM METOJAOM BBIYMTAHHS TOKA, 3aPETHCTPUPOBAHHOTO B
NPUCYTCTBUH celleKTuBHOTO O10KaTopa E-4031, n3 cyMMapHOro TOKa 3a1€p>KaHHOTO BBITPSIMIICHHUS.
[Tomumo E-4031 B nanHO# paboTte 115 moaBieHus Toka Ikr Takxke ObLIT HCTIOIb30BaH POACTBEHHBIN
E-4031 6nokarop, modeTuinna, — 0JHAKO, B SKCIEPUMEHTAIBHBIX YCIOBHUSIX METO/A MATY-KIIAMIT JJIsT
E-4031 Opima mokaszana Ooisiee BbICOKast 3((EKTUBHOCTH, YTO OOYCIOBMUIIO BBIOOp OJoKaTtopa B

naHHoW cepum dkcrmepuMeHToB (Ohler u ap., 1994). PenpesentatuBHbie 3amucu Toka lkr,
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3apErUCTPUPOBAHHOIO B  MPEACEPAHBIX W JKEIYIOYKOBBIX KAPAUOMHOLIMTAX IEperena,
MpeICTaBICHBI Ha puc. 23, A u b, cOOTBeTCTBEHHO. AMIUIUTY/a TOKa Ha mepBoit (puc. 23, B) u Ha
BTOPOI CTYIEHIX MPOTOKOJIA (TaK Ha3bIBaeMbIi XBOCTOBOU TOK, puc. 23, ') He pa3nuuanuch MEXKIY
MPECEePIHBIMA U KEIYAOYKOBBIMU KieTkamMHu. BonbT-ammnepHble KpuBble Toka Ikr B paboumx
KapAMOMHUOIIMTAX Tepernesia UMENU XapakTepHylo [ Ikr y HIpoYuxX MO3BOHOYHBIX (QopMy C
MaKCUMYMOM aMIUIMTY bl TOKa B 00JIACTH MOAJIEpKUBaeMbIX noTeHuuanon +20-40 mB (Ha nepBoit

crynenu nportokona) (Hassinen, Haverinen, Vornanen, 2015; Lu u ap., 2001).

A 60 B @ [pencepans

& XKenynodkm

2

Tok, nA/n®
B

MoTeHuman, mB
-40 -20 0 20 40 60

B r @& [lpepncepaona

& Xenyoouku

MoTeHuman, mB
-40 -20 0 20 40 60

Puc. 23. A, b — pernpe3eHTaTHBHBIC 3alMCH OBICTPOTO TOKA 3aJCP’KAaHHOTO BBIIPSAMIICHUS lkr B
W30JIMPOBAHHBIX TPEACEPIHBIX U KEIyTOUYKOBBIX KapJIHMOMHOIMTAX Tepernesnia, COOTBETCTBEHHO. B,
I' — BonbT-aMniepHbIE XapaKTEPUCTUKU TOKA lkr, AKTUBUPYEMOTO Ha MEPBOM CTYIEHU MPOTOKOTA (CM.
BpPE3KYy) M €ro XBOCTOBOTO TOKa, PETUCTPUPYEMOr0 Ha BTOPOH CTYNEHH, COOTBETCTBEHHO, B

npencepaubix (N =12, N = 6) u xenynoukoBsix (N = 9, N = 6) kapauOMHOLIUTAX MEpETea.

45.1.2.  Bknao moka lkr 6 hopmuposanue s1ekmpuseckoli akmusHOCmu paboue2o Muokapoa
nepenena
Jlns oueHku Bkiaga oOHapyXeHHOro HamMH Toka Ikr B pemossipuzanuio paboyero Muokapnaa
nepernesa ObUIM MPOBEACHBI JOMOJIHUTEIbHBIE CEPUM IKCIIEPUMEHTOB C TKAHEBBIMU IMpenapaTraMu
MuOKapa. beuto mcciaenoBaHo M3MeHEeHUE KOH(UTYpaluy MOTEHIIMAIOB JICUCTBUS B IpernapaTax
MPABOrO TPECEPIUss U MPABOTO KEIYyAOYKa Tepernena B IPUCYTCTBHH CEIEKTUBHOTO OJIOKaTopa
ToKa lkr modermnuna B cocraBe nepdy3noHHoro pactsopa. [Ipoune ycrnoBus sxcnepuMeHnTa Obuin
AQHAJIOTUYHBIMHM OIKMCAHHBIM BhIe B paszaenax 3.3 u 4.1. beuio moka3aHo, 4to AoQeTHiIua B

KOHLEHTpaluu 3 MKM B 3HAUUTEIbHON CTENEHH 3aMEIISI PENOJIPU3ALIUIO KaK IIPEICEPIHOr0, TaK
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1 JKETyI0YKOBOTO MUOKap/a repenena (puc. 24, A, b). 310 BeIpakaJioch B CTATUCTUICCKH 3HAYMMOM
YBEJIMUEHUU JTUTEIILHOCTH MMOTSHIINAIOB JICUCTBUS B MPUCYTCTBUU AodeTmnnaa: Ha ypoBHe 90%
penonsipusaiuu amuteasHocTh [1]1 6buta yBennuena Ha 35,50 + 13,15% (n = 6, N = 6) B mpenaparax
npaBoro npeacepaus u Ha 27,81 £ 6,68% (n =5, N = 5) B npenaparax mpaBoro keiayaouka (puc. 24,
B, T'). Hoderunua He BBI3BIBAT BHAMNMBIX M3MEHEHHWW B IOTEHIIMAJE IOKOS HH B OJHOM W3
UCCIIeIOBaHHbIX MpernaparoB. Onucanubie 3¢ dexTsl noderununa B paboueM MHOKape nepemnena
ObUTH HeoOpaTUMBIMU. TakuM 00pa3oM, pe3yabTaThl JAHHBIX IKCIIEPUMEHTOB CBUIETEIHLCTBYIOT O
TOM, 4YTO OBICTPBIH TOK 3aJ€PKaHHOTO BBIIPSAMIICHHS |kr BHOCHT BKIJIQJ B TO3JHHUE CTaIHH

penosipu3ayy B paboueM MUOKap/Ie SITOHCKOTO Tiepernera.

A B 501 - W KoHTpons

B [Jodetnnug,
3 MKMOnbL/N

| ) angso anaso angz2s
E r 150 Fdkk M Kontpons

H Jodetunug,
3 MKMONbL/N

' anaso anaso anpn2s

Puc. 24. A, b — penpe3enratuBHble 3anucH I1]] B H30JMpOBaHHBIX Mpenaparax MpeacepIHoro u
KeIyJOYKOBOI'0 MHOKap/a Iepernesa, COOTBETCTBEHHO, B KOHTPOJBHBIX YCIOBUSX (YEpHBIH) U B
npucyTcTBUHM 3 MKM ceneKkTuBHOro OsiokaTopa Toka lkr nopernnuna (kpacHsiit). B, I' — uamenenue
mmrensHoctd I1/1 B mpeacepanom (N = 6, N = 6) u xenymoukoBom (N = 5, N = 5) muokapme
nepernenna, COOTBETCTBEHHO, MO AciicTBueM noderunuaa. * - P < 0,05; **** - P < 0,0001; mapHsrii

t-tect CThIOZICHTA TSI CBSI3aHHBIX BBIOOPOK.

45.1.3. Meonennwiii kanueswlii MOK 3A0ePHCAHHO20 8bINPAMAEHU Iks

biokaropel Toka Ikr, OQHAKO, MOJABIAIM CYMMapHBIM TOK 3aICP’KaHHOIO BBIIPSIMIICHUS B
KapAHMOMHUOIIMTAX Tiepernena JUIIb OTYacTH, TOrJa KaK OCHOBHAas €ro KOMIIOHEHTa Obuia
HeuyBcTBUTeNbHA HU K E-4031, Hu x goderwmmmy. [aHHBI TOK MOJHOCTBHIO TOMABIUICS B

npucyTcTBuu xpomanosa 293B unu ero npousBognoro HMR 1556 — cenekTuBHBIX 0JIOKaTOpOB
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MEJICHHOTO KaJHEeBOTO TOKA 3aJIEPYKAHHOTO BBITIPSMIICHUS ks, YTO IMO3BOJIIET COOTBETCTBYIOIIUM
o0pa3om uneHTUGUIUPOBaATh ero. Tok Iks MMen OOMbINYI0 O CPaBHEHHIO C Ikr aMILTUTYTy, SBISSACH
npeodsiaaroiM  KaJlMEeBBIM  TOKOM  33JIEP)KAaHHOTO  BBIMPSMIICHHST B MHOKapJe Tepernena.
PenpesentatuBHble 3amucu TOKa Iks B TIPEACEPIHBIX M IKEIYIOYKOBBIX KapIUOMHOIUTAX
npeacTaBieHsl Ha puc. 25, A u b. B otnnuune ot Toka Ikr, aMmmmutyaa Toka Iks pa3nnyuanack MEXIy
npeacepanbiMu U xenynoukoBbiMi Muorutamu (P < 0,0001; t-rect CThrofieHTa 111 HECBSI3aHHHBIX
BBIOOPOK): B JKENIYJIOYKOBBIX KJIETKaX OHA ObUIa CTAaTUCTHYECKH 3HAUYMMO OOJbIIE U TIpHU
MoJAEP>KMBaeMOM MoTeHuane +60 MB npeBbiiiaina TaKoBYIO B IpEACEPAHBIX KieTkax B 1,35 pa3 Ha

MepBOi CTYyINEeHH NMpoTokoJa u B 1,99 pa3 mansa xBocToBoro Toka (puc. 25, B, I).

A 60 B dededek
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Puc. 25. A, b — penpe3eHTaTUBHBIC 3aIIICH MEJICHHOTO TOKA 3aJIep>KaHHOTO BhINPSMIICHUS lks B
U30JIMPOBAHHBIX MPEACEPIHBIX U KEIyTOUYKOBBIX KapIHOMUOIMTAX Iepernesa, COOTBETCTBEHHO. B,
I' — BonbT-amMniepHBIC XapaKTEPUCTUKHU TOKA |ks, AKTUBHPYEMOT0 Ha IEPBOM CTYNIEHH IPOTOKOJIA (CM.
BpPE3Ky) M €ro XBOCTOBOI'O TOKA, PErHMCTPUPYEMOro Ha BTOPOM CTYNEHHM, COOTBETCTBEHHO, B
npeacepaubix (N = 11, N = 5) u xxenygoukoBsix (N = 13, N = 6) kapauoMuonurax nepenena. ** - P

<0,01; **** - P < 0,0001; t-tect CThroficHTa AJI1 HECBSA3AHHBIX BHIOOPOK.

Crout OTMCTUTD, YTO IMOCKOJIBKY 6J'IOKaT0pBI ToKa ks HEAOCTAaTOYHO CCJICKTUBHBI U ITPHU BBICOKHUX

KOHIEHTPALUAX MOTYT [TOIaBJISATh APYTrUe HOHHBIE TOKH, 3anuch Toka Ixr B mpucyrcrsun HMR 1556

ObLIa HEBO3MOKHOM.
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45.1.4. Bxnao moxa Iks 6 popmuposanue snekmpuueckoi akmusHOCmu paboye2o Muokapoa
nepenena

Ponmp Toka Iks B pemomspuzanuu paboyero MuoOKapJa Ieperena TakKe OLEHUBAIN C
MCIIOJIb30BAHUEM MHUKPOSJIEKTPOIHOW TEXHUKM Ha TKaHEBBIX Mpemnaparax muokapaa. HMR 1556 B
nepy3noHHOM pacTBope B KOHIEHTpay 30 MKM BbI3bIBa CTATUCTHUECKU 3HAYMMOE YBEJIMUEHUE
JUINTENIbHOCTH TOTEHUIUANIOB JIEMCTBUS HAa PAa3NUYHBIX YpoBHiX penoispuszauuu;, HMR 1556 B
KoHIeHTpauuu 1 MkM Obi1 HeaddexTuseH (puc. 26, A, b). Ha yposae 90% penonspuzannu HMR
1556 BoI3bIBan yBenuuenue anurenbHoct [1/] Ha 12,99 + 3,18% B npenaparax rnpaBoro npeacepaus
nHa 11,69 £ 3,65% B npenapaTtax mpaBoro xxenyno4ka; Ha ypoHe 50% penossipu3anyu yBeIn4eHHE
mmrtenbHOocT [1]] cocraBumo 25,21 *+ 4,74% B mpencepaHom muokapae u 9,14 £ 589% B

KEITyI09KoBoM Muokape (puc. 26, B, I).

A B 401 * m KoHTponk
| | B HMR, 30 mkmonb/n

301 *

Q
=2 | |
E 201

(=

0-
1 annso annso annzs
kkk

E r 801 I_I M KoHTponb

s B HMR, 30 mkmone/n

601 I_I

0-
l anaso anaso annzs

Puc. 26. A, b — penpe3enratuBHble 3anucu I1]] B M30JMpOBaHHBIX Mpenaparax MpeacepIHoro 1
KEITyJ0YKOBOTO MHOKap/a Ieperiena, COOTBETCTBEHHO, B KOHTPOJIbHBIX YCIOBUSX (UEpHBINH) U B
npucyrcteuu 30 MkM Onokaropa Toka lks HMR 1556 (kpachsrit). B, I' — uaMeHeHne nuTeaIsHOCTH
I B npeacepauom (N = 6, N = 6) u xenygoukoBom (N = 6, N = 6) muokapjae mepernena,
COOTBETCTBEHHO, o aerictBueM HMR 1556. * - P < 0,05; ** - P < 0,01; *** - P <0,001; mapHsrii t-

tecT CThIOJIEHTA JJIS CBSI3aHHBIX BHIOOPOK.
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45.1.5. YyscmeumenbHoCmb MOKO8 3A0ePAHCAHHO20 BbINPAMIEHUS 8 MUOKApOe nepenena K
b10kamopam
Kak ynomuHanoch BblIlie, OBICTPBIA KaTUEBBIM TOK 3aJ€PKAHHOTO BhIpsiMiIeHHs lkr B paboueM
MHUOKapJie TIeperneia 0Ka3aicss YyBCTBUTEIBHBIM K JCHCTBUIO CEJIIEKTUBHBIX OiokatopoB E-4031 u
€ro mpou3BoAHOro Aodermuaa. OmHaKO, B SKCIIEPUMEHTAX C H30JIMPOBAHHBIMHU KapIHOMHUOIIUTAMHA
E-4031 okazancs 6onee spdextuer. dpdexr E-4031 6pu1 mo3o3aBucumbiM (puc. 27, A), ICso
cocraBuia 2 MKM B mpejcepaHbIX KIeTKax U 9 MKM B JKeTyJOYKOBBIX — TaKUM 00pa3oM, KpuBas
no3o3aBucumMoct  3ddexra E-4031 s KemymOYKOBBIX KJIETOK OblIa CABHHYTa BIIPAaBO

(cTatucTryecky 3HaunMast pasuuia Mmexay 1Cso; P = 0,0004, kpurtepuii dumiepa).

A 1.0 B 1.0
@ [lpepcepows
0.8 0.8- &/ Kenyaouku
0.6 0.61
£
= 0.41 = 0.4
0.2- 0.2
0.0 T T T T . 0.0 T T T T
10° 10®¢ 107 10° 10° 10* 10° 10 10° 10% 107 10€ 10°% 10+ 103
E-4031, monk/n HMR 1556, monb/n

Puc. 27. A — xkpuBasi 10303aBUCUMOCTH TTOJAABJICHHS TOKa lkr cenmekTuBHBIM OnokaTopom E-4031
B nipeacepanbix (N = 6, N = 5) u xxenynoukoBsix (N = 5, N = 4) u301MpOBaHHBIX KapIHOMHUOIIUTAX.
b — xpuBas 10303aBUCUMOCTH TI0/1aBJIeHHsI TOKa lks 6;0kaTopom HMR 1556 B mpencepansix (N = 6,

N = 3) u xxenynoukoBbix (N = 7, N = 4) ©301UpOBaHHBIX KApAHOMHUOIIUTAX.

DddekT OnokaTopa MEICHHOTO TOKAa 3aJIEpKAHHOTO BBIMpAMIICHUS lks Takke ObLI
J10303aBUCUMBIM (pHcC. 27, b), 01HaKO YyBCTBUTEIHLHOCTh TOKA K OJIOKATOPY HE pa3iuyanach MEXIY
IpEeJCepAHBIMU U JKETYA0YKOBBIMH KapAauomuonuTamu: B npeacepausx 1Cso cocraBuna 63 HM, B

KenynoukoBeiX — 142 HM (P = 0,1506; xputepuii umepa).

4.5.2. TpaH3UTOPHBIN BHIXOAAINUI KaTHeBbIi TOK lto

452.1.  Tpan3zumophwiii 861X005UUL MOK 8 UZOTUPOBAHHBIX KAPOUOMUOYUMAX Nepenena

B ycnoBusx moigHOTO TOAABICHHS KaiblueBOro Toka HUpemunuHoMm (10 mxM), OwvicTporo
HATPUEBOI'O TOKAa — TETPONOTOKCHHOM (1 MKM), ObICTPOro TOKa 3a/ep:KaHHOTO BHINpsAMICHUS E-
4031 (3 MxM) u MenneHHOTo ToKa 3aaepkanHoro BbimpsmieHus HMR 1556 (10 mxM)
JEeNoaspu3alisl HM30JUPOBAHHBIX KApAMOMHUOLIMTOB Tieperena, Kak MpelcepaHbIX, TaK H

JKEITyI0YKOBBIX, BbI3bIBaJIa B HEKOTOPBIX KJIETKAX MOSIBIEHHUE OBICTPO aKTUBHUPYIOIIETOCS U OBICTPO
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WHaKTUBUPYIOIIETOCS TOKa BBIXOJsIIero Hanpasienus (puc. 28, A, b). Tok oOpaTumMo moaaBsuics

4-amuHonupuarHOM (3 MM).
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Puc. 28. A, b — penpe3eHTaTUBHBIC 3alMCH TPAH3UTOPHOTO BBIXOMSIIETO TOoKa |l B
U30JIMPOBAHHBIX MPEACEPAHBIX U KETYJOYKOBBIX KapANOMUOIIMTAX MEpernesia, COOTBETCTBEHHO. B —
BOJIbT-aMIIEPHBIC XapPaKTEPUCTHKH TOKa li B m3omupoBaHHBIX mpenacepaubix (N = 7, N = 5) u

xenymoukoBsiXx (N =5, N = 4) kaparoMHOIIUTaX Mepernea.

HpI/IHI/IMaSI BO BHUMAaHHC B COBOKYINHOCTHU KHHCTUKY JAHHOI'O TOKaA, Cro HC3aBUCUMOCTL OT
BHYTPUKJIETOYHOTO KalbLIMs, YYBCTBUTEIBHOCTh K 4-aMUHONUPHIUHY, a Takxke (GOpMy BOJBT-
aMIiepHOM xapakTepucTuku (puc. 28, B), Mbl HACHTUGUIIUPOBAIHM JAHHBIM TOK KaK TPAH3UTOPHBIN
BBIXOJISAIINN KAJIMEBBIA TOK, M3BECTHBIN Takke Kak lwo. Tok |y paHee He oOHapyKHUBaJId B MHOKap/Ie

IITHII. AMHJII/ITy,Z[a ToKa lio HE pasiindaiaCb MCKAY KCITYJOYKOBBIMU U MMPECACCPAHBIMU MUOLIUTAMU.

45.2.2. Bxnao moka lw 6 popmuposanue snekmpuieckoli akmueHocmu paboye2o Muokapoa
nepenena

B n3onmnpoBaHHBIX mpenapaTax padouero Muokapaa nepemnesna 4-aMuHOnupuauH (3 MM) BeI3bIBAI

CTAaTHCTUYECKU 3HAYUMOE 3amenjieHue penoisipusanuu (puc. 29, A, b). B mpenaparax mpaBoro

npeacepaust yBenuuenue aurenbHocty I1/] Ha ypoBHX 25% u 50% penonsipuzanmu COCTaBUIIO,

COOTBETCTBEHHO, 37,45 + 4,61% u 18,63 £ 3,26%, a B mpenaparax mpaBoro xemymodka — 33,52 +

4,15% u 15,77 + 2,70%. W3meHnenuii B ypoBHE MEMOpPaHHOIO TOTEHI[MANA TIOKOS B OTBET Ha

neiictBue 4-aMuHONMpUaMHA He HaOmonanmu (puc. 29, B, I).

O,I[HaKO, IIpuHUMasA BO BHHUMAaHHUEC HCCCICKTHUBHOCTH HCﬁCTBHH 4'aMI/IHOHI/IpI/II[I/IHa, MOXHO

MMPpCAIIOJIOXKUTb, YTO Ha6JHOI[aeMBIC B H30JIMPOBAHHBIX MpfHaparax MHOKapda HW3MCHCHUA
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nmutensHocTH [1/] B oTBeT Ha anmuMKanuio 4-aMUHONMPHINHA ObIIH 00YCIIOBIICHBI OJABICHUEM
yABTPAOBICTPOTO KAIMEBOTO TOKAa 3aJepKAHHOTO BBIIPSAMICHHUS lkur, YyBCTBUTENBHOIO K 4-
amuHONUpUANHY B KoHUeHTpauuu 100 MkM (Yue u 1ip., 1996). Tem He meHee, B koHUeHTpauuu 100
MKM 4-aMHHONIMPHUIWH HE BBI3BIBAI BHIUMBIX H3MEHEHHH B KOH(QUIypaluu 3JIEKTPUYECKOH
aKTHMBHOCTH pab0Yero MUOKap/a Iepernesa, YTo MO3BOJISIET CAeIaTh BEIBOJ 00 OTCYTCTBHH BKJIAAA

TOKa Ikur B 2JIEKTPUYECKYIO0 aKTUBHOCTh pabovero MHOKap/a nepernerna.
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" B 4-aMMHONVMPUAWH,
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Puc. 29. A, b — penpezenraruBHbie 3anucu [1/] B n301upoBaHHBIX MpernapaTax MpeacepaHoro u
KEITYJI0YKOBOTO MHOKap/a Teperiena, COOTBETCTBEHHO, B KOHTPOJIBHBIX YCIOBUSX (YEpHBIN) U B
npucyrcTBu 3 MM Onokaropa Toka l 4-amuuHomupuauHa (kpacubiii). B, I' — u3menenue
mmrtensHocta I1/1 B mpeacepanom (N = 5, N = 5) u xenymoukoBom (N = 6, N = 6) muokapae
nepernena, COOTBETCTBEHHO, MO JeWcTBHEeM 4-amuHOnMpuauHa. * - P < 0,05; mapHbii t-tecT

CThI0/ICHTA /IJIS1 CBA3aHHBIX BEIOOPOK.

4.5.3. MoJiekyJasipHble KOPPEJIATHI OCHOBHBIX PENOJISPU3YIOLIMX KAJIMEBBIX TOKOB B
paGoueM MHOKap/e meperneJia
45.3.1.  Orcnpeccus mPHK ocnosuvix kananos, nepernocsiuux moku lxr (Kv11.1), Iks (Kv7.1)
u lto (Kv4.3)
Ucnonb3ys meton konudectBeHHOU I[P B peanbHOM BpeMEHHM, Mbl OLIEHWJIM OTHOCUTEIBHYIO
skcnpeccuto MPHK Tpex OCHOBHBIX T'€HOB, COOTBETCTBYIOLIMX MOPOOOPAsYIOIMM CYOBbEIHHUIIAM

JIOMUHAHTHBIX PETOJIAPU3YIOUINX KalUeBBIX TOKOB B paboueM Muokapzae mnepenena: Kv1l.l
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(cootBercTByeT kaHamam Toka lkr), Kv7.1 (cootBercTByer KaHamam Toka Iks) m Kv4.3
(COOTBETCTBYET KaHajaM TOKa lto). JlaHHBIC TeHbI SKCITPECCUPOBATUCH KaK B TPEACEPIHOM, TaK U B
xenynoukoBoM muokape (puc. 30). OqHako, pa3HUIa B OTHOCUTEIBHBIX YPOBHSIX SKCIIPECCUH TOTO
WIK MHOTO TeHa MEXAy MPEICEPAHBIM M JKENyJOYKOBBIM MHOKapIOM Oblla CTATHCTHYCCKU
HesHaunmon (P = 0,2296 nmna Kvl1l.1; P = 0,4691 mna Kv7.1; P = 0,7817 mna Kv4.3; t-tect

CrhI0JIeHTa 17151 HECBA3AHHBIX BBIOOPOK; N = 6, N = 6 1151 KaXKA0Tr0 CpaBHEHHUS).

JlanHble pe3ynbTaThl OTYACTH MPOTHUBOPEYAT JaHHBIM, IMOJYYEHHBIM METOJOM IATY-KJIAMII:
MIPUHUMAs BO BHUMaHUE OOHAPYKEHHYIO pa3HUILY B aMIUIUTY/E TOKa ks MEXIy HKeITyA0UKOBBIMU U
MpeCepIHBIMA KapAHUOMHUOIIMTAMH, MBI OKUAATU YBUICTH OOJiee BBICOKHMH YPOBEHB IKCIPECCHUU

reHa Kv7.1 B Muokape keny104K0B 10 CPABHEHUIO C MPEACEPIHON TKAHbIO.

[TockonbKy npaiiMepsl Ui JAHHOTO MCCIEAOBAaHMS ObLIIM CKOHCTPYHUPOBAHBI M CHHTE3HPOBAHBI
BIICPBBIC, UX OTHOCHUTCIIbHAA 3(1)(1)GKTI/IBHOCTL HCHU3BCCTHA, TIO3TOMY NPCACTABIIACTCA HCBO3MOXKXHBIM
IMPOBECTHU NPSAMOC CPABHCHUC ypOBHGfI OTHOCHUTEJILHOM! SKCHPCCCUU MCKAY OTACIbHBIMU I'CHAMMU.
Tem He MeHee, MOKHO 3aMETHTh, UTO YPOBEeHb dKcnpeccun Kv4.3, kak B jKeNyJ0YKOBOM, TaK U B
MIPEACEpTHOM MHUOKApAE, XapaKTepU3yeTcs HECKOJIbKO MEHBIIMMH 3HAYCHUSMH W OOJBIINM
pazépocoMm — 4To, B IIETIOM, COOTBETCTBYET BEICOKOT'€TEPOTEHHOMY Paclpee/IeHUIO TaHHBIX KAHAIOB
cpeau 060HX TUIIOB KapAuOMHUOIIHUTOB, MPpOACMOHCTPHUPOBAHHBIX B SKCIICPUMCHTAX C

HCIIOJIB30BaHHUEM MECTOAA II3TUY-KJIaMII.

2.0 B lMpeacepans
B >Kenyaouku
1.5

1.01

0.51

YpoBeHb OTHOCUTENLHOWU
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0.0-
Kv11.1 Kv7.1 Kv4.3

Puc. 30. OtHocurenbHble ypoBHH 3Kkcnpeccun reHoB Kv11.1, Kv7.1 u Kv4.3 B npencepaaom (n

=6, N = 6) u xenynoukoBoM (N = 6, N = 6) MHOKapIe ATOHCKOTO Meperena.
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453.2. UmmynHoyumoxumuyeckoe  OKpaAWUBAHUE  UZ0IUPOBAHHLIX  KAPOUOMUOYUMOB

nepenena

NMMyHOIIUTOXUMHUYECKOE OKPAITUBAHUE MTOKA3aJI0, YTO W30JIMPOBAHHBIC KAPIUOMUOIUTHI IITHIL
INPUTOHBI Ui OKpallMBaHUS IO KpalHEH Mepe HEKOTOPhIMU aHTUTEIaMH, MPOU3BEIEHHBIMU
npoTuB OenkoB MiekonurTarommx. Ha puc. 31 mnpenacraBiaeH pe3ynbTaT — OKpalIMBaHUS
KapAMOMHUOIIMTOB IEepeTelia aHTUTETaMH TIPOTHUB 0-aKTHHUHA, Y3PPEKTUBHOCTh KOTOPBIX ObLJIa paHee
MOKa3aHa /ISl IUPOKOTO CHeKTpa BHIOB opraHu3moB (Svensson Holm u ap., 2014). 3enenas
GbaroopecteHIus, COOTBETCTBYIOMAs Kpacutento Alexa 488, KOHBIOTHPOBAHHOMY CO BTOPUYHBIMH
aHTUTeNlaMu, HaONIoAanach BHYTPH KJIETOK W (opMHpoBajia MOIMEPEUHYI0 HCUYEPUYEHHOCTh Ha
rpaHUIlaXx capKoMepax, 4TO COOTBETCTBYET JIOKATU3AIMK O-aKTHHHUHA B KieTkax muokapaa (Chopra
u 1p., 2018). Takum 00pa3om, H30JUPOBAHHbIE KapIUOMUOLUTHI IIEpeTea B paMKax JaHHOH paboThI

OBLIM MPUTOAHBI AJI1 UMMYHOILIUTOXUMHUYECKONH OKPACKH.

OpnHako, OKpal¥BaHue KapIMOMHUOLIUTOB aHTUTEIaMH IIPOTHUB Oi-CyOBEIMHUL] KAJTUEBBIX KaHAJIOB
Kv1l.1l, Kv7.1, u Kv4.3 He Obuio ycnemHbsiM. B kapamomuonurax mnepemnena, OKpalIeHHBIX C
UCIIOJIb30BAaHUEM JIAHHBIX AaHTUTEJN, HA KIETOYHBIX MeMOpaHax He HaOJroAanoch crnenu(uyecKux

METOK, MPEBBIIAIOLUINX HHTEHCUBHOCTH ()OHOBOH (hITFOOPECIICHITHNH.

Puc. 31. PenpesentatuBHble MHUKpOQOTOrpaduu HU30JUPOBAHHBIX MpencepaHoro (A) wu

xenynoukoBoro (b) kapaAnoMHOIMTOB Tiepenena, OKpameHHbIX ¢ UCTIOIb30BaHUEM aHTHUTEN IPOTHB
a-aktuHuHa (Alexa 488). Sfmpa oxpameHsl KpacHBIM 3a CYET MPHUCYTCTBHS B Cpeae s

MOHTHPOBAHUA NOAU A NPOTTHU .

453.3. Becmepu-onommune xananos Kvl1l.1, Kv7.1 u Kv4.3
PenpeseHTaTBHBIE CHUMKH PE3yNbTaToB BecTepH-OnoTrTHHTa OenkoB Kv11l.l, Kv7.1 u Kv4.3
npezcTaBieHbl Ha puc. 32. B oOpasnax mpeacepIHOro M KeIyJI04YKOBOTO MHOKapja Ieperena, a

TaKXe JKeJIyI0YKOBOTO MHOKapJa MOPCKON CBUHKH (KOHTpPOJIbHBIA 00Opasel) BeCTepH-OJIOTTHUHT ¢
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ucrnonb3oBanueM aHTuTen npoTuB Kv11.1 BeisiBun Genok ¢ MonekyisipHoi Maccoit okono 130 kx/la,

YTO NPUOIU3UTEITHHO COOTBETCTBYET MOJIEKYISIpHOH Macce o-cyObenuHunbl kaHama Kv1l.l

(Anderson u np., 2014).

BectepH-O10OTTHHT ¢ uWcnosib3oBaHWEM aHTuTen mnpotuB Kv7.1 BesiBUI B oOpasmax
HKEITYJ0YKOBOTO U MPEACEPAHOI0 MUOKap/a MEPETENa, a TAKXKE KeEITy104KOBOI0 MUOKap1a MOPCKOM
CBUHKH OEJIOK ¢ MOJIEKYJIIPHON Maccoi okoiio 65 k/la, 4To COOTBETCTBYET Macce 0-CyObeAMHUIIBI
oenka Kv7.1 (Zankov u np., 2019) — oxHako, Takke B IpoOax ObLT BBISBICH CBS3BIBAIOIINI TE )K€
aHTuTena OEJOK ¢ MOJIEKYJsspHOM Maccoi okono 130 k/la, 9TO, TPEANOIOKUTEITBHO, MOXKET
yKa3bplBaTh Ha MpHCyTcTBUE aAuMepoB KV7.1 — umum, yto Oosee BEpOSITHO, HA HECHEIH(PHUECKOe

CBSI3bIBAHME QHTUTEJIA C JPYTUM OCJIKOM.

n X KOHT. M XK  KOHT. M X  KOHT.
Pl y 170 kOa
-t ... 130 kfla
— . S
95 kda
| 72 xkQa
b . — 55 ka
Kv11.1 Kv7.1 Kv4.3

Puc. 32. PenpeseHTaTHBHBIE CHHUMKHA MeMOpaH, TOJYYEHHBIX METOJIOM BECTEPH-OJOTTHHTA
npencepauoro (I1) u xemymnoukoBoro (2K) Muokapma mnepermesna ¢ UCIIOIb30BAHUEM aHTUTEI MIPOTUB
oenkoB Kv1l.1, Kv7.1 u Kv4.3. B kadecTBe KOHTpPOJIBLHOTO oOOpa3la B 3aBHUCHMOCTH OT

HCCIIEYyEeMOT0 OeJIKa UCTIOIh30BaI MHOKAP MOPCKON CBUHKH WJIH KPBICHI (CM. TEKCT).

B skcniepumeHTax ¢ UCMONb30BaHUEM aHTUTEN MPOoTUB Oenka Kv4.3 B 00pasmax mpeacepaHoro u
KEITyZI0YKOBOTO MUOKap/a Meperesna, a Takke B JKeITyJOYKOBOM MHOKApAE KPbICHl (KOHTPOJIBHBIM
oOpas3elr) ObUT BBISBJICH O€JIOK ¢ MOJICKYJISIpHOM Maccolt B oosactu 73 x/la, mpudem B mpencepaHoM
MHUOKapJie TMepeneyia WHTEHCUBHOCTb OKpallMBaHUs aHTUTENaMU Oblla HECKOJIbKO Ooiee
BbIpaxkeHHOW. CTOWT OTMETUTBH, YTO B MPEACEPAHOM MHUOKApJEe TMepernesia U MHOKApIEe KpPBICHI
nojocka Ha ypoBHe 73 k/la Obuma JABOMHOM — 4YTO MOXET YKas3blBaTh Ha BO3MOXKHOE
dbochopunupoBanue gaHHoro Oenka. Kpome Toro, B mpeiceplHOM MHOKapAe TNepenena
okpammBanue aHTUTenamMu K Kv4.3 BBIIBUIO TIONOCKY Oenmka ¢ 2JIeKTpOo(OpPETHIECKOM

noABMKHOCTBIO Ha ypoBHE 100 k/la, 4TO MOKET COOTBETCTBOBATH INIMKO3WIMPOBAHHON (popme Oenka

(Oudit u mp., 2001; Vicente u ap., 2018).
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OnHako, WCMOJAB30BaHHBIE aHTUTENa, B ocobernHoctu mnpotuB Kvll.l u  Kv4.3,
HpOI[eMOHCTpI/IpOBaJII/I BBICOKyIO CTCIICHb HGCHGI_[I/I(bI/I‘-IeCKOFO CBA3bIBAHHA, B YaCTHOCTHU, B O6J'IaCTI/I

MOJIEKYJIIpHOM Maccel 55 k/la.

4.5.4. KaaueBbie TOKH BXOASIIIEr0 BHINPSIMJICHHS

454.1. Donoswvli kanueswvili Mok 6xo0aue2o svinpsamierus ki

Toku BXOASIIETO BBHIMPSMIICHUS PETUCTPUPOBAINA METOJIOM MATY-KJIAMI B HW30JIMPOBAHHBIX
KapJIMOMHUOIMTAaX, B MIPUCYTCTBUH TETPOAOTOKCHHA, HUpenunuua 1 HMR 1556 nns mopamieHwus,
COOTBETCTBEHHO, OBICTPOTO HATPUEBOTO TOKA, BXOJSIIETO KAIBIIMEBOIO TOKA M MEIJICHHOTO
KaJTMEBOT0 TOKA 3aJCPKAHHOTO BBIMPSMIICHHS ks, KOTOpPbIE MOTJIM OBl UCKA3UTh PErHCTPUPYEMBIi
Tok. Kak B mpencepIHbIX, TaK U B JKEIYIOYKOBBIX KapAHMOMHOIIUTAX IEperena, Mpu W3MEHEHUH
MO/IJIEPKUBAEMOT0O IMOTEHIINAJIA TT0 JJMHEHHOMY MPOTOKOTY (CM. puc. 33, A, Bpe3ka) HaOIogaId He
WHAKTUBUPYIOIIUICS CO BPEMEHEM TOK C 3aMETHBIM Mpeo0IalaHueM BhIXOASIIeH KOMIIOHSHTHI HaJl
BXOJISIIEH. AMIUIMTYa KaK BXOMSIIECH, TaK M BBIXOMASIICH KOMIOHEHTHI TOKa B JKEIYIOYKOBBIX
KapIMOMHOIIMTaX Tepenena Oblla CTATUCTHYECKH 3HAUYMMO BBIINIE MO CPAaBHEHHIO C TaKOBOH B
npejacepaAHbIx Kapauomuonutax (puc. 33, A, B). Kak B mpeacepmHbiX, Tak U B KEIYIOUYKOBBIX
MHOIIMTaX TOK TMOJHOCTBIO monasisuics B npucyrctBuu 1 MM BaCl. Mcxons u3 stux ¢aktoB B
COBOKYITHOCTH C ()OpMOIl BOJIbT-aMIEPHON XapaKTepUCTUKH Toka (puc. 33, A), MaHHBINA TOK OBLI

UIEeHTU(OUIIMPOBAH KaK (POHOBBIM TOK BXOJSIIETO BBIIPSIMIICHHS lk1.

A - Mpencepana 10 B > r Y
& Kenynoukn 815 m,"
MoteHuunan, mB 5 Noreruman, w8
— il c 1.0 40 20 20 40 60
20 40 60 £ 1.00_® -of €
IE 0.5 E
B &0, 0.0 0.8 1
40 - : Mpegcepaua  XKenygouku -30
a f 8 0.6 -40
1 =) ’% = 20 | _E
&= - =
E E E 0 " ; T BEEMH’ MC ™ 04 * Mpeacepans
E 1 2 4
- \g_ E:r 20 § 00 00 300 00 0.2 & >Henygoukn
g g
1 22 0.0
%01 | 420 -100 -80 -60 -40 20
80 MoteHuuan, mB

-100 -

Puc. 33. A — BosbT-aMIiepHbIe XapakTepUCTHKU ToKa Iki B mpencepanbix (N = 9, N = 4) u
xenmynodkoBeix (N = 8, N = 4) kapaumoMuonuTax nepenena. b — cpenHrue aMImIuTy bl BRIXOSIICH
KOMIIOHEHTBI TOKa Iki B MPEACEPAHBIX H JKETYAOYKOBBIX KApAMOMHUOIIUTAX Tieperena TMpu
noreHnuane +60 MB. B — noTeHmman qeicTBUs B M30JIMPOBAHHOM KEITY0UKOBOM KapAUOMHUOIIUTE
nepenena. I — 3aBUCHMOCTh CTENEHU BBIIPSIMIICHHS TOKa Iki B MPEICEPAHBIX M JKEITYI0YKOBBIX
MHOLIMTAX Meperiena OT NoAepKuBaeMoro norennuana. * — P <0,05; ** - P <0,01; *** - P < 0,001,

**** — P <0,0001; t-rect CThro/ieHTa 7Is1 HECBSI3aHHBIX BHIOOPOK.
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bnaromapsi 3HauMTenbHOM amIuIMTyAe Toka lki JKeIyJOYKOBbIE KapIMHUOLMTHI IMepernena
OKa3aJIUCh CIOCOOHBIMU MOJACP)KUBATh CTAOMIIBHBIA OTpUIIATEIbHBI MEMOPaHHBIA MOTEHIMAT B
pexuMe TojyIepkaHus Toka (current clamp), 4to B cBOrO ouepeib MO3BOJHMIO PETUCTPUPOBATH
MOTEHITMAIBI JICHCTBUS B HM30JMPOBAaHHBIX KieTkax (puc. 33, B). OmHako, B mpeacepIHbIX
KapJIMOMHUOIMTaX aMIuMTyaa lki OKazamzach HEIOCTaTOYHOM, 4TO nenano peructpamuio [1J] ¢
HUCITIOJIB30BAHUEM METOAOM II3TYU-KJIaMIT HEBO3MOKHOU — TaKUM 06pa30M, BO BCCX MPOYUX CCPUAX
OKCIIEPUMEHTOB, BKIIOYAOMMX peructpanuto [IJ[, 3mekTpudeckyro akTHBHOCTh MHOKapa

PEruCTPUPOBAIH C UCIIOJIB30BAaHUEM CTAaHIAPTHON MUKPOIIEKTPOAHON TEXHUKH.

OLIGHKa CTCIICHU BBIIPAMIICHUA TOKa |K1 IoKasaja, 4TO 3aBUCUMOCTb JAHHOI'0 IapamMcTpa OT
MOAACPIKUBACMOI'0 IMOTCHIHAJIA B MNMPECACCPAHLIX M IKCIYAOYKOBBIX MHOOUTAX IMEpCHCiia 6]:1)13.
cxomgHoit (puc. 33, I'). [lorenunan 50% BompsamieHuss Vos B JKETyJOYKOBBIX KapIUOMHOIUTAaX
Haxoauics Ha ypoBHe -90,51 MB, B mpemcepaHbix kietkax — Ha yposHe -90,49 mB (P = 0,9878;

Kkputepuiit dumepa).

454.2. AyemunxoauH3agucumslii MOK 6x00sue2o svinpsamienus lkach

B u3onupoBaHHBIX MpeacepAHbIX KapAHMOMHUOIMTAX Iepenena anmiukanus | MkM kapbaxona
NPUBOJMIA K BBIPAKCHHOMY YBETUYCHHUIO AMIUIATYIbI BXOMSIICH W BBIXOASIICH KOMIIOHCHT
CYMMapHOTO TOKa BXOJSAIIEro BIIpsAMIICHUs (puc. 34, A). AKTUBUPYEMBIH TOK OBbUT UyBCTBUTEJICH
K CEJIEKTUBHOMY OJIOKATOpY aleTUIXOJIMH3aBUCUMOIO TOKa BXOJSIIEro BBINIpAMICHUS lkach
teprmanuay (1 MkM), 94TO MO3BOJISIET WMASHTU(UIIMPOBATH €r0 COOTBETCTBYIOIIMM o0pa3om. B
KEIYOYKOBBIX KapAUOMHUOIIMTaX Kap0axos HE BBI3BIBA W3MEHEHUN B KOHQUTYpALUH TOKa
BXOJIsMIero BeipsimieHus (puc. 34, b), 4To roBopuT 00 OTCYyTCTBHH TOKa lkach B KEIyJI0YKOBOM
MuoOKapie nepenena. Tepruuanid B OTCYTCTBUE KapOaxoa TakyKe HE BbI3bIBAJI BUAMMBIX U3MEHEHHH
TOKa BXOJISIIETO BBIIPSMIICHUS B MPEACEPAHBIX U KEITYT0YKOBBIX MUOLIUTAX, YTO CBUETEIILCTBYET

00 OTCYTCTBUU KOHCTUTYTUBHO aKTHBHOT'O TOKa Ikach.

A b
_ . _
200 MG 200 mc %
Kontponb % — Konrpone i
KapGaxon, 10° M Zr,l; e KapBaxon, 10 M =
Tepuwanun, 10° M = Tepyuanur, 10° M
Kap6axon, 10¢ M + TepuuanuH, 10° M

Puc. 34. AueTunxoauH3aBUCUMBIN TOK Ikach B pabodem MHOKapje Iepernesa: OpuruHaIbHbIC
3aMiCH CYMMapHOTO TOKa BXOJSINETO BBIMPSIMIICHUSI B MpeAcepaHbIX (A) u xemynodkoBbix (b)
MHUOLUTAX MEPCIICIa B KOHTPOJIbHBIX YCJIOBHUAX, B IPUCYTCTBUH arOHUCTA aAlICTUIIXOJIUH3aABUCUMBIX

penenTopoB kap6axona (1 MkM) u/unm cenekTUBHOTO Oiokaropa Toka Ikach Tepruanuaa (1 MkM).
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B npeacepanbix kapAMOMUOLMTAX Niepernesa Habmojaemasi B IPUCYTCTBUM KapOaxosia akTUBAIUS

ToKa lkach mMmena mozo3aBucuMbIl Xxapaktep (puc. 35, A). IlomymakcumanbeHas >QQeKkTuBHAs

koHuentpanus (ECso) ams kapbaxoina cocraBuia 492,2 uM (puc. 35, b).

A

Kapb6axon, 10€M
® Kapbaxon, 10"M

Kap6axon, 10€M 5
¥ Kapbaxon, 10°M 5

10

W——I—H—I—l—‘—'—l—.—.—" | ECy=4822x107M
—a—— y7 . A T T T T T 1
-1W 80 -60 -40 -20 20 40 60
MoreHyman, mB € 4
-51 <
=]
<
<
=
1c -15-E> 0
-80 10° 10® 107 10® 10° 10+
Kap6axon, M
120

Puc. 35. A — BonbT-aMmepHBIE XapaKTEPUCTHKH TOKa Ikach B TPHCYTCTBHHM KapOaxoyia B
koruenTparusax 108 (n=6), 107 (n=7),10°% (n=8) u 10° M (n = 7). b — kpuBas 10303aBHCHMOCTH

akTUBaIMu Toka Ikach kapb6axonom npu noreruuane -30 mB.

454.3. Brkrao ayemunxonuuszasucumoco mokxa lkach 6 opmuposanue snekmpuueckou
AKMUBHOCMU MUOKAPOA nepenena
OneHky BKJIaJa aleTUIXOJIMH3aBUCUMOTO TOKa Ikach B (opmupoBaHuE 3IIEKTPUUECKON
AKTUBHOCTH pabouyero MuOKapja Mepereya OLEHHWBATU Ha TKAaHEBBIX MpermapaTax MHUOKapaa ¢
UCIIOJIb30BAaHUEM MHKpPORJIEKTPOJIHOM TeXHUKH. B mpemaparax mpencepIHOro MHOKapaa
anIuIMKaIus kapoaxosa BeI3bIBajia TUIIEPIIOISPU3ALIMIO U YKOPOUEHHUE MOTEHIINATIOB JEHCTBUS (pHC.
36, A). CnBur moTeHIMala MOKOS MHOKapAa U cHuxkeHue mmmrenbHocTH [1]] Ha ypoBHEe 90%
penonspu3auu ObUTH CTaTUCTHYECKH 3HaunMbIMU (puc. 36, B, I'). B mpenaparax »enymo4KkoBOro
MHOKap/ia anrInKamus kapOaxoJsia He BeI3bIBaIa KaKUX-Tn00 n3MeHeHwui (puc. 36, b), uto mo3Bomsier

CACJIaTh BBIBO/J 00 OTCYTCTBHUH KaHAJIOB allCTHIIXOJMH3aBHUCHUMOI'O TOKa BXOJAIICTO BBIIIPAMIICHUA

Ikach B MHOKap/i€ *KeTyJ0UKOB Iepernera.
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Puc. 36. A, b — opuruHanbHbIE 3aIMCH TTOTECHIMAIOB ICHCTBHS B IPEACEPIHOM U JKEITYI0YKOBOM
MHOKap/ie B KOHTPOJIHBIX YCIOBHSX (YepHBIN) U B pucyTcTBUU 1 MKM KkapOaxoina (kpacuslif). B, I’
— MeMOpaHHBIA MOTEHIMA MOKOS U JJIUTENbHOCTh MOTEHIMANIOB JEHCTBUS, COOTBETCTBEHHO, B
MIpeACepTHOM MUOKAp/E B KOHTPOJBHBIX YCIOBHUSAX U B IpucyTcTBHM 1 MKM kap6axomna (N =6, N =

6). * — P < 0,05; xpurepwuii BunkokcoHa.

4.5.5. KaabuueBble TOKH

KanpiiueBble TOKM B HW30JMPOBAHHBIX KApAMOMHUOIMTAX IIeperesia PEerucTpupoBail ¢
UCIIOJIb30BAHUEM  MPSIMOYTOJIbHBIX — JICTIOJISIPU3YIONIMX  UMITYJIbCOB  OT  MOJAECPKUBAEMOTO
norenipana -90 MB B MPUCYTCTBMH TETPOJOTOKCHHA W B OTCyrcTBue noHOB K' Bo Bcex
UCIIOJIb3YEMBIX PACTBOpAxX Ul IMOAABIIEHUS, COOTBETCTBEHHO, HATPUEBOIO W KAaJUEBBIX TOKOB.
CapkosnieMMasbHbIA KalbIUEBbIM TOK lca akTUBUpPOBAJICS MpU MOAAEPAKUBAEMBIX MoTeHInanax -40
MB u 0ojee MONOXUTENBHBIX W MPUCYTCTBOBAJN Kak B mpeacepAHbix (puc. 37, A), Tak U B
KenmymnoukoBeix (puc. 37, b) kapamommonmrax neperena. [IukoBas ammautynga Toka lca Obuta
CTaTHUCTUYECKU 3HAUYMMO BBIIIE B KEITYAOYKOBBIX MUOIUTAX [0 CPABHEHUIO C MPEICEPIHBIMU (PHC.
37, B). MakcumaiibHasi TMKOBasi aMIUIATYAA lca HaOMIO1aIack Ipy MoAepKkuBaeMoM rmoreHuae 0
MB; B xemymoukax ona gocturana -10,20 + 1,15 mA/n®. Kak B mpeacepaHbiX, Tak U B

KEIyTOUYKOBBIX KapAMOMHOIIUTAX TOK lca OBLT 4yBCTBUTENEH K JeiicTBUIO HUenunuHa (50 MkM).
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Puc. 37. A, b — penpe3eHTaTuBHbIE 3aNIUCU TOKA lca B IPeICEPIHBIX U KETYJOUKOBBIX MUOIUTAX
nepenena. B — BonbT-aMniepHble XapaKTEpUCTUKU CyMMapHOro Toka lca B mpencepanbix (N =7, N =
3) u xenymoukoBeix (N = 8, N = 3) kapauommonurax mnepemnena. I — BoJbT-aMIepHbIC
XapaKTEPUCTUKU KOMIIOHEHT lca, 3aperUCTPUPOBAHHBIX OT MOJAIEPKMBAaEMbIX MOTeHIHanoB -50 MB
(L) u -90 MB (T) B mpencepausix (N = 6; N = 3) u skexymnoukoBbix (N =7, N = 3) kapaAHOMHOIIUTAX
nepernena. [[poTokoIs K3MEHeHHss MEMOPAHHOTO MTOTeHITHAJIA TOKa3aHbl Ha Bpe3Kkax. /| — mapameTpsl
CTallMOHAPHON KMHETHKHU ToKa lca B mpencepaubix (N = 9; N = 4) u xenynoukosbix (N = 8, N = 4)
KapauomuonuTax mnepenena. **P < 0,01; ****P < 0,0001; t-tect CtprofeHTa IJisi HECBSI3aHHBIX

BBEIOOPOK.

HGCMOTpH Ha OTCYTCTBHUC BUAUMOI'O BXOJAUICTO TOKA ITPU MMOTCHIHUAIAX OTPULATCIILHCC -40 MB,
JUISL TIPOBEPKHU TPEIIONIOKEHUS O BO3MOKHOM HAJIMYMH KalbIMEBOIO TOKa T-TUMa B MHOKape
nepernesa Mbl HOMBITATUCH PA3JEIUTh BO3MOKHBIE KOMIIOHEHTHl CYMMapHOI0 KalbIIMEBOIO TOKA,
UCTIOJB3YS Pa3IMYHbIC MPOTOKOJIBI U3MEHEHUSI MeMOpaHHOT0 moTeHIrana. Ficxos u3 Toro, 4to Ca?*
Tok T-THMa akTUBUpYeTCs MpH 0oJiee OTPULIATETLHBIX MEMOPAHHBIX MMOTEHIIHANIAX 110 CPABHEHUIO C
TOKOM L-Tuna m mHakTHBHpYyeTCs MpH MOTEHLIHaIaxX noJjoxuTenbHee -50 MB, Mbl ipeanonoxuiy,
YTO TOK, PETMCTPUPYEMBIH OT MOUIEP)KHBAEMOTo NoTeHImana -50 MB 6yner cooTBercTBOBaTH Ca’t

ToKy L-Tumna. Berautanue JaHHON KOMIOHEHTH! H3 cymmapHoro Ca?* Toka, 3aperucTpHpOBaHHOTO
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OT ToJJep )KMuBaeMoro mnoreHnuaina -90 mB, Oymer maBaTh KOMIIOHEHTY, COOTBETCTBYIOIIYIO, TO

HamuM npenonoxkenusm, Ca®* toxy T-tuna (puc. 37, T, cM. Bpeskn).

Opnnako, HECMOTpPS. Ha BUAUMOE Pa3JInYUe B aMIUIMTYAE ABYX KOMIIOHEHT, KaK B IIPEICEPAHBIX,
TaK ¥ B JKEIyIOYKOBBIX MHMOLMTAX Iepernena npeanonaraemble L- u T-Toku akTUBHPOBAIUCH MPU
NOTEHIMAaIax nojoxkuTeabHee -40 MB 1 umenu MakCUMyM MUKOBOM aMIUTUTY B! Toka ipu 0 MB (puc.
37, I'). B COBOKYITHOCTH C OTHOCHUTEIBHO BBICOKOH UyBCTBUTEIBLHOCTHIO TOKA K HU(PEIUIHHY, ITO
TMO3BOIISET C/IeNaTh BHIBOJ O ToM, uTo Ca?* Tok B paboueM MHOKap/Ie Mepernesa MpeCTaBIeH TONbKO

kaHanmamu L-tuma, Torna kak Ca?" Tok T-Tuma oTCyTCTBYeT.

AHanmM3 mapaMeTpoB CTalMoHapHOW kuHeTukw (puc. 37, JI) mokasain, 4To mapaMeTpbl KpUBOM
aKTHBAIMU TOKa lca — HakinoH m moreHmuan 50% aktuBanuu Vsp — HE Pa3auvaroTCs MEXITy
MpPEACEpIAHBIMU U KENyI0YKOBBIMU KapauomuonuTamu nepenena (P = 0,4515 nns Vso; P = 0,133
JUIsl HAKJIOHA KpuBOW; kputepuid @umepa). B npencepaubix muonmrax Vso cocraBui -16,24 mMB, B
KEMyT0YKOBBIX -15,9 MB. OnHako, mapamMeTpsl CTallMOHAPHON MHAKTUBAIIUN MEXY TOMYIISIIHSIMHA
KJIETOK pa3iu4ajicCh: B MpeACEpAHbIX KieTkax noteHiuan 50% unaktuBaiuu Vso ObUT CABUHYT B
CcTOpOHY OoJiee mosoxkuTeNbHbIX 3HaueHUH (P = 0,0034; xputepuit @umepa), kak 1 KodHPUITHEHT
HaksoHa kpuBoi (P = 0,0007; kpurepuii @umepa). B npencepansix kiuerkax Vso coctaBui -23,72

MB, B xenynoukoBbIxX -25,65 MB.

4.5.6. BeIcTpblii HATPUEBDIH TOK INa

boicTpbiii  HaTpueBbli TOK INa perucTpupoBaiy ¢ HCIOJNB30BAHMEM IPSIMOYTOJIBHBIX
JENOIAPU3YIOIINX UMIYJIBCOB OT MOAJAEpKUBaeMoro noreHnuana -120 mB s npenorsparieHust
Iepexo/a YacTu KaHAJIOB B MHAKTUBUPOBAHHOE COCTOSHUE, B pucyTcTBUU 50 MKM HUdenunuHa u
B oTcyrcTBHE MOHOB K' BO BCEX HCIOJIb3yeMBIX pAacTBOpax [Jis IOJABICHHS KaIbIIUEBOTO |
KaJHMEBBIX TOKOB, COOTBETCTBEHHO. Vcmosb3yeMsblil mpoTokon (puc. 38, cM. Bpe3Ky) BKIo4an 2
CTYIEHM M ObUI HCIIOJIb30BaH KakK JUIsl aHAJIN3a BOJIbT-aMIIEPHOI XapaKTEepUCTUKH, TaK U JJIsl aHAJIN32

napamMeTpoB CTaHHOHapHOﬁ aKTHBallUU M HHAKTHUBallUuU.

Tok Ina mpucyTCTBOBaN Kak B mpencepAaHbix (puc. 38, A), Tak U B KeJIyI0YKOBBIX (puc. 38, b)
KapIMOMHUOIIMTAaX Tmepenena. TOK aKTUBUPOBAICA TMpH MONICP)KUBAEMBIX  MOTEHIMAaxX
noyioxuTenpHee -50 MB, MakcMMyM TUKOBOM aMIUTUTY/IbI TOKa Habmomancs npu -30 mB (puc. 38,
B). HecmoTpst Ha TO, 9TO B KEIYAOYKOBBIX KAPIMOMHOIMTAX IHKOBAs aMIUINTYAa TOKa MMeEna
TEHJICHIMIO OBITH BBIILIE [T0 CPABHEHUIO C TAKOBOM B MPEJICEPAHBIX KIETKAX, JAHHBIC Pa3IHUuus ObLIH
crarucThuecku HesHauumbiMH (ripu -30 MB P = 0,076; t-rect CtblomeHTa A7 HECBS3aHHBIX

BBIOOPOK).

Kuneruka cranuoHapHoOl akTUBallUU TOKa Ina HE pa3nMuanach MEXIY >KETyIOYKOBBIMU U

npeJCcepAHbIMA MuonMTamu; il nmoteHnuana 50% akrtuBamuu (Vso) P = 0,9305; mis HakioHa
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kpuBoir P = 0,1447, cornacHo kpurepuro ®@umepa. [lorenuunan 50% aktuBanum B NMpeacepaHbIX
Muonurax cocrasui -34,16 MB, B xenynoukoBbeix -33,95 MB. Haknon kpuBoil cranuoHapHOM
WHAKTUBALIUY TAaKXKe HE Pa3InyaliCs MEX]y UCCIIEOBAHHBIMY MOMYISAIUIMU KapInoMHonuToB (P =
0,5807; xputepuit @wumepa). OnHako, WHAKTUBAIMOHHAS KpHUBas I TPEICEPIHBIX
KapIMOMHUOITMTOB ObLTa CIBUHYTA B CTOPOHY 00JIee MOJIOKUTENBHBIX ToTeHIHaNIoB (puc. 38, I'): Vso
JUTSI IPEJICEPIHBIX KIETOK COCTaBMII -47,23 MB, Tora Kak JijIsl *KeJyI0YKOBBIX KJIETOK OH HaXOTUJICS

Ha ypoBHe -53,23 MB (P = 0,0074; xputepuit @uiiepa).

B o [Npencepaua 40—
= Xenyoodku

Tok, nA/n®

-80-

7 M, akTnBauwa

o
ED__: 0.44 = N, nHakTMBaLms

20 nA/nd
[+1]

M Mpeacepans £ - XK, akTmBaums
Il >Kenyaouku 0.2

B

# K, nHakTMBaums

N

KoHcTanTa
WHaKTBMaLMK, MC

120 -100 -80 -60 -40 -20 0
MoTeHuwnan, mB

(=]

Puc. 38. A, b — penpe3eHTaTUBHBIE 3alUCU OBICTPOTO HATPUEBOTO TOKa INa B TpEICEepAHBIX U
JKCITYAOYKOBBIX MHUOIUTAX MCPCIICiIa, COOTBCTCTBCHHO, B - BOJIbT-aMIICPHBIC XaPAKTCPHUCTUKU TOKaA
Ina; I', ZI — COOTBETCTBEHHO, TApaMETPhI CTALIMOHAPHON M MHAKTUBAILMOHHON KMHETUKH TOKa Ina B

npencepasbix (N =6, N = 3) u xxenynoukoBbix (N = 7, N = 3) kapAHOMHUOIMTAX TIeperena.

AHa.HI/I3 KOHCTAHT HHaKTHBaHHOHHOﬁ KHMHCTHKH IIOKa3ajl, 4TO HH GBICTpa}I, HNU MCIJICHHAsA
KOHCTAHTHBI MHAKTHUBAIIUU HE paSJ'II/I‘-Ia.HI/ICB Men(z[y )KGJIYI[O‘-IKOBBIMI/I 148 Hpe[[cepI[HBIMI/I KIICTKaMHnu
(puc. 38, JI). MemienHas KOHCTaHTa MHAKTHBALUH (Ts) cocTaBisuia 6,57 £ 0,63 Mc B JKeJTyI0YKOBBIX
MuoIMTax nepemnena u 5,46 + 0,66 Mc B mpeacepIHBIX MUOITUTAX; OBICTpasi KOHCTAaHTA HHAKTHBAIIMHI

(tf) cocraBmsina 0,896 + 0,097 mc B xemynoukoBsix kinetkax u 1,065 + 0,085 mc B mpencepaHbIX.
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4.6. Kpyrosoport nonos Ca?* B paGoueM MHOKap/ie nmepemnea

4.6.1. Conep:xanne Ca’* B CIIP H301MPOBAHHBIX KAPAMOMHOLHUTOB
Conepxanne Ca’" B CITP M30IMPOBaHHBIX KapIMOMHOIMTOB OIEHWBANHM IO HMHTErpaiy
o + 2+
BBI3BIBAEMOr0 amminkaimeir kopenna toka Na'™-Ca”" oomennuka (Incx) mocse ompeneneHHOro
yycia JEnospU3yIoNMX MyJbcoB, cieayrommx ¢ vactotod 1 I'm. Ilockonbky B pe3ynbTare
JENOJAPU3YIOIMX UMITYJIbCOB AKTUBHPOBAIICS CapKoNeMMalbHbIHA Tok lca, ¥ BXoasmue nonst Ca®*
3akaunBanuck B CIIP, Hakomnenue kanpius B CIIP o mepe yBenuueHus yucia UMIYJIbCOB TAKXKe

pocio (puc. 39, A).

Bce wuccrnenoBaHHbE KapAHOMHOIMTHI B SKCHepuMeHTax HakarmmmBanu Ca?* B CIIP. B
JKENY0UYKOBBIX KapIMOMHOIIMTaX COAECPKAHUE Ca?" nocrurano CTallMOHAPHBIX 3HAYEHUM mocie 25
JIETOJISIPU3YIOIINX UMITYJIBCOB (T.€. TIPH JAJIbHEHIIIEM YBEIMYCHUHM YHCIIa UMITYJIbCOB M3MECHEHUS
conepxanus Ca?* B CIIP GbLIH CTATUCTUUYECKH HE3HAUMMBIME). B MpeicepIHbIX KapAHOMHOIUTAX

cranmonapHoe conepxkanue Ca?* B CIIP gocturanocs nocie 15 1enonspu3yromux HMITyIbCoB (PHC.

39, B).

A b
HavYanbHas annnukayusa 3-
kocpeuHa, 10 MMLll ?IE s d npe,qcep,D,MFl i
5-100x 5
H 0 x = Xenyaouku
kodbenH, 10 mM -
-80 % 2_
@)
@ *
500 mc S "k
g o 1 ns
E 5
- é ; ns
o #
g 0 1 Ll 1 1 1 1 1
O Q0odH» P AN N\ ’\QQ

Yucno umnynscoBs

Puc. 39. A — cxema 3KCIIepUMEHTa IO OILEHKE COJEPKaHMs Ca?* B CIIP KapJIMOMHUOIIUTOB U
penpe3eHTaTUBHBINA mpuMep Toka Incx, HHIyIupoBaHHOTO ObIcTpol anmmukaruen 10 MM kodenHa.
b — aunamuka nakoruteaus Ca®* 8 CIIP npencepanbix (N = 11, N = 6) u xxenymoukoBbix (N = 13, N
= b) KapAMOMHOIIMTOB Ieperea B 3aBUCHMOCTH OT YHCIIA JACTOIAPHU3YIOIIMX UMITY/IbCOB; P <0,05;
t-rect CTBIOJICHTA JUIS HECBA3aHHBIX BBIOOpOK. CTammoHapHoe conepkanmne Ca’* B mpencepaHbIx
MHOIMTaX JO0CTHTan0ch nocie 15 ummymnscos (*P < 0,05; RM-ANOVA), B 5KelTyI04KOBBIX MHOIIUTAX

— mocie 25 mynbscoB (¥P < 0,05; ** P <0,01; RM-ANOVA).
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Conepxanue Ca?* B CIIP MPEACEPAHBIX KapAUOMHOIIMTOB TIEperneia UMeIo TEeHACHITUIO OBITh
BBIIIIE 110 CPABHEHUIO C TAKOBBIM B XKEITYJOUKOBBIX Kapauomuonurtax. [locie 100 nenonspusyronmx
MMITYJIbCOB COJEpKaHUE Ca®* B CIIP KEIYTOUYKOBBIX KJIeTOK nocturano 1,23 + 0,14 nKn/nd, B

npeacepanbix — 2,19 + 0,37 nKn/n® (P < 0,05; t-tect CThiofeHTa IS HECBA3aHHBIX BEIOOPOK).

JlmHaMMKa HaKOILJICHUS Ca’* B CIIP KapAMOMHOLIUTAX IIEPETIENa, BRIPAKEHHAS KAK KOHLIEHTPALUS

Ca?* B MKM, oTpaxkeHa B Ta0. 5.

Ta6. 5. Konnentparusa Ca?* B mepecuere Ha He 3aHATBIA MUTOXOHIPHAMM OOBEM KIETKH B
u30JMpoBaHHbIX npencepanbix (N = 11, N = 6) u xenynoukosbix (N = 13, N = 5) kapauoMuonuTax

nepernesa nocjie pa3jiuyHoro Yncia Jenoaspu3yoIIUX UMITYIbCOB.

Yucio 5 10 15 25 50 75 100
HMITYJIbCOB
Mpencepaus | 119,2+21,1 | 185,5+25,9 | 337,4+67,3 | 474,8+138,5 | 530,2+139,5 | 638,5+170,3 | 750,6+128,2
Keaymnouxn | 197,6£25,7 | 276,9+41,7 | 335,8+60,7 | 423,4+57,8 | 396 £27,5 | 449,5+48,4 | 423,3+47,2

4.6.2. B3aumoseiicTBHE MexKay capkosieMMaibHbiMu Ca’t kananamu u Ca?* neno CITP
BBuny Hanuuusi MexaHu3Ma KajdblHMI3aBUCUMOW MHAKTHBALIMM CapKOJIEMMAaJIbHOTO Ca?" Toka,
nociie ammuMkamuu kodewHa u mocnexyromiero omyctomenus CIIP, mo mepe mnoBTOpHOTO
nakorienus Ca?* B CIIP B pesymbTaTe mojaul JEMNONAPM3YIONIUX HMMITYILCOB H B OTBET Ha
. 19 2+
Kanbluit3aBucuMbiid  BeIOpoc Ca“™ wu3 CIIP mocne nemonsipw3anuu W akTUBanuu lca, B
M30JIMPOBAHHBIX YKETYJOYKOBBIX MHOIIUTAX TIepenena HabIto1aiy YCKOpEeHUE HHAKTUBAIIUU TOKa lca,

JOCTUTAIOIIEE CTAIMOHAPHOTO cocTosiHus nocie 10 ummynbcoB (puc. 40, A).

YckopeHrne WHaKTHBAIMU TOKa lca COMPOBOXKIANOCH CHIDKEHHEM Kak ObICTpoOM (Tf), TaKk |
MEJICHHOM (Ts) BpEMEHHBIX KOHCTAaHT nHakTuBanuu (puc. 40, B, I'); Tf 1 Ts HocTUTaH CTAaIlMOHAPHBIX
3HAUYEHWH Tmocie 5 wim 4 JAenoisIpu3yIOIIUX HMMIYIbCOB, cooTBeTcTBeHHO (RM-ANOVA).
AMruTyaa Toka lca B X01e TaHHOTO AKCIIEPUMEHTa HE WU3MEHSJIACh, YTO MO3BOJISET HE CBSI3LIBATH
HaOJI0/JaeMble M3MEHEHUsSI KUHETHKU lca ¢ BO3MOXKHOHM MOTEHIMAN- WIM KalblMi3aBUCUMBIMU
M3MEHEHHAMH capKoldeMManbHoro Bxoja Ca®’. JlamHbIi (DeHOMEH CBHIETENHCTBYET O HATHMUHH
3 HEKTUBHOrO B3aMMOEHCTBHS MeXIy capKoideMManbHbiME Ca’* kaHamamu ¥ pHAHOZMHOBBIMH

peuentopamu Ha MmeMmOpane CIIP B »elryT0UKOBBIX KapJHOMHOLIUTAX Tepernea.

OpHaKo, B M30JMPOBAHHBIX ITIPEJCEPAHBIX MUOLMTAX peakKymyssmus noHoB Ca?* B CIIP me
COMPOBOXKAANACH AHATOTUYHBIMU W3MEHEHUsMU KUHETHKH Toka lca (puc. 40, b). Bpemenusie
KOHCTAHThl WMHAKTUBALIMM TaKKe€ HE W3MEHSJIUMCh B 3aBUCHUMOCTH OT YHCIAa TOJaHHBIX

JENOJISIPU3YIOMMX UMITYJI6COB (puc. 40, B, I).
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Puc. 40. A, b — penpe3eHTaTHBHBIC 3aIIUCH CAPKOJIEMMAJIBHOTO TOKA lca B JKETYTOYKOBBIX U
MpeCepPIHbIX KapAHUOMHUOIIMTAX, COOTBETCTBEHHO, B Te4eHHE NepBbIXx 10 Aenonspusyronmx
MMITyJIbCOB Hocie omycTommenus Ca®* neno CIIP B pesynbrate anmukamuu 10 MM kodeunna. B, T’ —
JMHAMUKA OBICTPOM U MEIJICHHON BPEMEHHBIX KOHCTaHT MHAKTUBALMH TOKA lca, COOTBETCTBEHHO, B
TE€UYEHHE MEPBBIX 25 NENOIAPU3YIOIIUX UMITYJIHCOB MOCIIE allUIMKAUU KopernHa B mpeacepIHbx (N

=6, N = 3) u xenymoukoBsix (N =7, N = 3) kapaunomuonutax nepeneaa (RM-ANOVA).

4.7. XapakTepuCTUKHU MelicCMeKEePHOT0 MUOKAPAA SITOHCKOIO nepernesia

4.7.1. Onpenenenne MecTOMOJOKEHHSI BOAUTEISI PUTMAa B CepAle Iepeneja MeTOAOM
ONTHYECKOr0 KAPTUPOBAHUS

Jns ompeneneHus MECTOMOJIOKEHHUS BOJIUTENS PUTMA Mbl BIEPBBIE MPOBEIM ONTHUYECKOE
KapTUPOBAaHUWE MEXKBEHHON 00JIacTH TMpaBOro MpeAcepAus Iepernelia C  HCIOJIb30BaHHEM
MOTEHIMATIYBCTBUTEIBHOTO (uryopectienTHoro kpacuress di-4-ANNEPS. Bo Bcex uccie10BaHHBIX
TKAHEBBIX MpermapaTax MEKBEHHON 00JIACTH, PACIONOXKEHHOW B PErHMOHE BXOXKICHHUS B IPaBOE
npejcepaue MOJbIX BEH (IBYX BEPXHHUX M OAHOW HUXKHEW MOJIOM BEHBI), B OTCYTCTBUE BHEIIHEH
CTUMYJISIIUU HAOMIOAANU PEryJSIpHYIO 3JEKTPUYECKYI0 AaKTUBHOCTh C YacTOTOM TIeHepaluu
noTeHmanos aevicteus 5,7 £ 0,8 IT'm (n = 6, N = 6). Touku Hambosiee paHHEW AaKTHUBAIMH
pacroynaragiuch B 00JAaCTM MEXIy BXOJAaMH IpaBOW BEpPXHEH M HWKHEH MOJBIX BEH, 4Yalle B
OCHOBaHUU NpaBoil BepxHel nosoii BeHsl. Ha puc. 41 npeacrasinena penpe3eHTaTuBHAs U30XPOHHAS
KapTa, OTpa)karollas BO3HHUKHOBEHHE M paclpocTpaHeHHE BO30YXJECHHUS B MEXKBEHHOU oOijactu

NPaBOTO MPEICePIHs Ieperena.
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Puc. 41. PenpeseHTaTWBHas W30XpOHHAs KapTa, WIUIIOCTPUPYIOIIAs BO3HHUKHOBEHUE H
pacnpocTpaHeHue BO30YKJIECHUS B MEXKBEHHOW 00acTH MpaBoro mnpezacepaus mnepenena. ISVC —

IpaBast BCPXHAA 110JIad BCHA.

4.7.2. XapakTepucTHKH OHO3JIEKTPHYECKOHl AKTHBHOCTH MeiiCMEKEPHOro MHOKapaa
nepemnesua

JIJist moATBEpKACHUS JaHHBIX, TIOTYYSHHBIX C TOMOIIBI0 METOIa ONITUYECKOT0 KAPTHPOBAHHUS, MBI
VM3YYHIIM DJIEKTPUYECKYI0 aKTUBHOCTh B TKAaHEBBIX IIperapaTax MEKBEHHOH OOJacTH MPaBOTro
NpeAcepans Teperneya ¢ IMOMOIIBI0 CTAaHAAPTHONM MHUKPOAJIEKTPOJHOW TeXHWKUA. B oOmactu
BXOJKJICHUSI HUKHEH 1 MpaBoil BEpXHEH MOJIBIX BEH 3apErUCTPUPOBAHHAS JIEKTPUUECKasi aKTUBHOCTD
¥MeJa XapakTepHyIo Ui IEHCMEKEpHOTo MHOKapAa KoH(GUrypanuio. B kieTkax maHHOUM obimacTtu
npemnaparta OTCYTCTBOBAJ CTAOWIBHBIA TMOTEHIMAI TOKOS, MEXOY IMOTEHIIMATAMU JICUCTBUS
HaOII0amach MeUIeHHas auacronnyeckas aernossipusanus (MJIJ]), ckopocts kotopoi (Vmmr)
cocraBimsuia 215,0 + 10,5 mMB/c, MakcMMalbHBIM HETaTUBHBIA IMOTSHIMAT MEXTY MOTEHI[HATAMH
neicTBus coctaBun -69,9 + 2,6 MB. [lnurensHOCTh MOTEHIMAIOB NeiicTBUS Ha ypoBHe 50%
penonspu3auu cocraBuia 26,15 + 4,41 mc. CkopocTh HapacTaHus epeaHero GPOHTA MOTCHIINATIOB
JeicTBUs ObLTAa HUXKeE, YeM B paboueM muokapae (cm. pasaen 4.3.2) u cocrasisuia 60,85 + 8,98 B/c
(P <0,001 st s)xemym09KOBBIX TTOTeHITHANOB feicTBus, P < 0,0001 mist mpeacepIHbIX MOTEHITMATIOB
neiictBus, t-tect CThIO/ICHTA); aMIUTUTY/A MOTEHIIUAJIOB JeHCTBH cocTaBisiia 64,65 £ 5,43 MB (n =
6, N = 6). YUacroTa reHepanuu MOTCHIMAIOB JCWCTBUS MpenaparaMd MEXKBEHHOW 0OJIacTH B
0a3ampHBIX YCIOBHUSAX coctaBisuia 6,85 + 0,26 I'm. XapakrtepHas KOHGUTypalus MeHCMEKEepHBIX

MOTEHIIMAJIOB ICUCTBUS B IIpenaparax MUOKap/a reperneiia oTpakeHa Ha puc. 42, A.



94

%

[}

vy
=

Yacrota
reHepaunn NA, Ny
IS

B KoxTporb
W 1 mkM ZD 7288

[N]

o

Puc. 42. A, b — penpe3eHTaTUBHBIE 3aMKUCH JIEKTPUUECKOM aKTUBHOCTH B IIpenapaTx MEKBEHHOM
obnacTu MmpaBOro mpeicepAus Tepernena B KOHTPOIBHBIX YCIOBHSX W B MPHUCYTCTBHH 1 MKM
omokaropa Toka lf ZD 7288. B, I' — usmenenue Vv ¥ 9aCTOTHI TeHEPAIUH MOTEHIINAIOB 1eHCTBUS
B TIpemapaTax MeKBEHHOM 00J1aCTH MpaBoOro Mpeacepaus nepernena noa aecreueM 1 MM ZD 7288.

*P < 0,05; kputepuii Bunkokcona.

Mpbl TakkKe U3yYWId JACHCTBHE OJIOKATOpa XapakTepHOro i TMEWCMEKEpPHOTO MHOKapaa
MO3BOHOYHBIX TOKa |f (aKkTUBUpPYEMBIi runeprnonspusanueit «funny»-rokx) — ZD 7288. B npenaparax
MEXBEHHOW 00Jy1acTu mpaBoro npeacepaus nepenena ZD 7288 B xonnenTpanuu 1 MKM BBI3bIBaAT
3ameieHre MJIJ] 1 cCHIKEeHUE 4acTOThl TeHEpAallMK TOTEHLIMAJIOB eHCTBUS npenaparaMu (puc. 42,
b). MJII B mpucyrctBuu ZD 7288 3amemnsimace go 164,7 = 19,4 mB/c (P < 0,05; kpurepmii
Bunkokcona, n = 6; puc. 42, B), yactora reHepanuu MmoTeHIUAIOB aeucTBus — 10 4,23 + 0,84 I'p (P

< 0,05; xputepuit Bunkokcona, n = 6; puc. 42, I).

[pu anmmmukanuu arnerwixondHa (1 MxkM) B mpemnaparax MEXBEHHOH 00JacTH MPOUCXOIHIIA
MUTpaIUsl BOIUTENS pUTMA U TpaHC(OpMalus HUCTUHHOTO BOJUTENs pUTMAa B JIATEHTHBIA. JTO
COITPOBOXKIAIOCH 3aMEIJICHMEM TeHEpalluu MOTCHIMAIOB aeicTBus Ha 24,46 + 4,97 % (P < 0,01;
kputepuii Bunkokcona; n = 5, N = 5; puc. 43, A). Ilpu wucnons3oBaHuu 00jiee BBICOKHX
KOHLIeHTpauui anetwixonuda (10 MkM) reHepauusi MOTEHUUATIOB JEHUCTBUS TMEUCMEKEPHBIM

MHOKapJI0M Mpekpamanack (puc. 43, b).

A =

20 mB

.

Puc. 43. Penpe3eHraruBHble 3anucH, AeMoHCTpupytomme Bnusiaue 1 MxM (A) u 10 mxM (b)

AlCTUIXOJIMHA Ha 3JICKTPUYCCKYIO aKTUBHOCTDH MEKBECHHOM 00J1aCTH ImpaBoro mnmpeacepauns ncpcericiia.
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4.7.3. NoHHbIEe TOKH B H30JJHPOBAHHBIX MeliCMEKEPHBIX KAPAMOMHOLUTAX Meperneia

4.7.3.1. Hzonuposannvle nelicmexepuvle KapOUOMUOYUNDL

Jnst popmupoBanus OoJiee MOTHOM XapaKTEPUCTUKH MEWCMEKEPHOTO MHUOKapJa Teperesia Mbl
U3YYUJIUM HOHHBIE TOKM B KapAHMOMHUOIIMTAX, BBIIEICHHBIX U3 MEXBEHHOH 00JacTH NpaBoOro
npeacepausi. Metoauka BblieNIeHUs TEHCMEKEPHBIX KIIETOK HE OTJIMYAIach OT METOUKH BbIACIICHUS
KapAHMOMHUOIIMTOB M3 pabodero muokapaa. M3onmpoBaHHbIE TEHCMEKEpPHBIE KapAUOMUOIUTHI HE
OTJIMYAJIUCh 10 BHEIIHEMY BHUAY OT MpEeACEpAHBIX KapJUOMHOIUTOB, M MPEICTaBIsUIA COOOM
BEPETCHOBUIHBIEC KJIETKU C MOMEPEYHON MCUepUeHHOCThI0. OHaKO, MelicMeKepHbIe KIETKH ObLIN
HECKOJIbKO MEHBIIIE 110 CPAaBHEHHUIO C pa0OYMMHU KapJAUOMHUOLUTAMH, YTO BBIPAKAIOCH B MEHBIIICH
AIIEKTPUIECKON eMKOCTH KIeTok: 24,97 £ 1,67 n®, n = 23 (P < 0,05 mist mpeacepaHbix KIeTok; P <

0,0001 mmst sxenmymoukoBsix KieTok; ANOVA).

4.73.2.  Axmusupyemviti  eunepnoaspuszayueti  «funny»-mox lt 6  neiicmexeprvix
KapOUoOMUoyumax nepenena

B  u301MpOBaHHBIX MEWCMEKEPHBIX KapJUOMHUOIMTAX I[epemnesia TMpU  HCIOJIb30BAHUU
KaJTUHCOepKaIINX SKCIEPUMEHTAIbHBIX PAcTBOPOB THIEPIIONISAPU3aLMs BbI3bIBAJIa AKTHUBAIUIO
MEJICHHO aKTUBUPYIOLIETOCS BBICOKOAMIUIMTYAHOTO BXopsmero toka (puc. 44, A). Tox Obut
YYBCTBUTEJICH K CeJIeKTUBHOMY Oj0karopy ZD 7288 (5 MkM), 4TO 1MO3BOJIMIIO ONIPENIEIUTh €ro Kak
neiicmMekepubiii  «funny»-tok lr. BonbT-ammepHas XapakTepHUCTHKa TOKa lf B MEHCMEKEPHBIX
KapIMOMHOIMTAaX Nepenesa npeacTapiieHa Ha puc. 44, b.
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Puc. 44. PenpesenTtatuBHble 3anucH (A) U BoJIbT-aMIlepHas xapakTepuctuka (b) neficmekepHoro
«funny»-toka lf B kKapInOMHOLIUTAX, N30JUPOBAHHBIX M3 MEKBEHHOH 00JaCTH MPABOTO MPEACEPIHSI

nepenena (N =9, N = 3).

4.7.3.3.  Donoswili mok 6xooawezo evinpamieHus lki 6 nelicmexepHviX Kapouomuoyumax
nepenena
B orimume ot pabounx KapIMOMHOIIMTOB, BBIICICHHBIX M3 MPEICEPINI U JKEITYJI0YKOB CepAla

nepernesna, NEHCMEKEPHbIE KapJIUOMHOLMTHI XapaKTepU30BAIMCh KpailHE Majoll aMIUIMTYyI0u
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¢doHOBOrO TOKa BXOJsIIero BempsmieHus ki (puc. 45, A). Bxoxsiias KOMIIOHEHTa TOKa IpU
noepKuBaeMoM noTernuane -120 MB He mpeBsimana mo cBoeit aMmrutyae 3 nA/nd; BeIXoasIas

KOMIIOHEHTa TOKa, pETUCTpUpyeMas IpH NoaAepkuBacMoM notenuuaie -60 mB, He npesbimana 0,3
nA/nd.
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Puc. 45. A — BojbT-amnepHasi XapakTepUCTHKa (P)OHOBOTO TOKA BXOSIIEro BhIMpsiMiieHUs k1 B
KapJMOMH KapJUOMHUOLUTAX, H30JIMPOBAaHHBIX M3 MEXBEHHOM 00JIaCTM NpaBOro mnpeacepaus
nepenena (N = 8; N = 3); b — oHa ke B cpaBHEHHUH C BOJIbT-aMIIEPHBIMH XapaKTEPUCTHKAMHU JaHHOTO
TOKa B paboueM MUOKap/ie nepenena; B — cpaBHeHUe aMITUTY/AbI BRIXOASAIIECH KOMIIOHEHTHI TOKa lk1
npu -60 MB B paGouem u meiicMekepHoM MHOKapnae; ' — cpaBHeHHE 3aBUCHMOCTH BXOJSIIETO

BBINPSIMIICHUS TOKA lk1 OT MOAAEPAKUBAEMOr0 MOTEHIIMANA B IEHCMEKEPHBIX U pabOYUX MUOLUTAX.
**p <0,01; *P <0,05; ANOVA.

CpaBHeHuE aMIUIMTYIbI TOKA |k1 IpU pa3HBIX NOAAEP)KUBAEMbIX OTEHIIMAIAX B MEHCMEKEPHBIX
U pabouyMx KapJIUOMHOLUTAX Iepernesia IMOKa3ajJo, 4YTO KaK BXOASAMAs, TaK W BBIXOJAIIAs
KOMITIOHEHTHI k1 B melicMeKepHOM MUOKap/e UMENU CTaTUCTUYECKH 3HAUUMO MEHbBIIYIO aMIUTUTYAY
110 CPAaBHEHUIO C aMIUINTYI0M |k1 B xenmynoukoBoMm Muokapae (puc. 45, b, B). Hecmotpst Ha To, uTO
pasnuuMs B aMIUIMTYE |k1 Mexay npeacepIHbIMU U IEMCMEKEPHBIMH KapJUOMHUOLIMTaAMHU Ieperena
ObUIM CTaTUCTUYECKM HE3HAUYMMBIMH, KAaK BXOJSMIAs, TaK U BBIXOZAINAs KOMIOHEHTHI TOKa Iki B

MNpEaACEPAHBIX KIICTKAX UMCIU TCHACHIIUIO OBITH BBIIIIE IO CpaBHCHHIO C TAKOBBIMU B HCI\/'ICMeKepHHX

MHOLHUTAax.
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AHanu3 3aBUCHUMOCTH BXOJSLIETO BBIMPAMIICHHUS ToKa lki OT moaaep>KMBaeMoro moTeHLuaa
MOKA3aJl, 4YTO B IEHCMEKEPHBIX KapJMOMUOIUTAX TaHHAS 3aBUCUMOCTh UMEET UHYIO (hOpMYy, HEXKeln
B pabounx muonmrax (puc. 45, I'): norenmman 50% BeimpsmiueHus Toka Ik1 Vos B meiicMeKkepHbIX
KJIETKaX ObLI CABUHYT B CTOPOHY O0JIee MONOKUTEIbHBIX moTeHHaoB (-80,12 MB), a koad dumueHT
HaKJIOHA KpWUBOW OBUI CABUHYT B CTOPOHY oTpuiareinbHbiXx 3HadeHud (P < 0,0001; xpurepwmit

Oduiepa).

4.7.3.4.  Penonspusyowue Kaiuesvle moKu 8 NEUCMEKEePHbIX KAPOUOMUOYUMAX nepeneid

B u301MpOBaHHBIX MEWCMEKEPHBIX KapJUOMHUOLUTAX Iepemnesia TMpU  HCIOJIb30BAHUU
KaTUHCOJIEpKAIINX JKCIIEPUMEHTALHBIX PACTBOPOB ACTIONSAPU3AIMS OT  IOJACPKHBAECMOTO
MOTEHIIMada TPHUBOIWIA K AaKTHBAIIMM BBIXOASMIMX TOKOB. IlpuOmmsurensHo B 70% KkieTok
oOHapyXHuBaycs ObICTPO AKTUBHPYIOMIUNCSA U OBICTPO MHAKTUBUPYIOLIUICS TOK, YyBCTBUTEIbHBIN K
4-amuHonupuauHy (3 MM) — TaHHBIA TOK OBLI OMPECIICH KaK TPAH3UTOPHBINA BBIXOISANIUN TOK lto
(puc. 46, A). ®opma BOIBT-aMIIEPHOM 3aBUCUMOCTH M aMIUIMTyJAa TOKa l B melcMEKepHBIX
KapJAMOMHUOIIMTAX Tepernena ObLTN CXOTHBI C aHAJIOTHYHBIMH XapaKTEPUCTUKAMH TOKa B pabO4mX

KapJIMOMHUOIIMTaX, OMMCaHHBIX B pasnene 4.5.2.1 (puc. 46, b).

[lomumo Toka |, Aenonspusanysi BbI3bIBaJla B IEHCMEKEPHBIX KapAMOMHOLUTAX Iepernena
AKTHBAIIUIO BBIXOJAIIETO TOKA ¢ O0Jee MEUICHHON KWHETUKON akTuBanuu (puc. 46, B), KoTopsiii
Obul oOmpefereH KaK KalMeBbIM TOK 3aJepKaHHOro BblIpsAMieHud. Kak um B paboumnx
KapMOMHOLIUTAX, TAaHHbIHM BBIXOJAIINI TOK BKIIFOYAJ 1B€ KOMIIOHEHTHI. ANITUIMKAIUS CEJIEKTUBHOTO
omokaropa E-4031 (10 mMxM) mnpuBoAMia K CHHXKCHHIO aMIUIMTYABl TOKa 3a7ep>KaHHOTO
BBINIPSIMIICHUS], Pa3HUIIA MEXy TOKOM B KOHTPOJIbHBIX YCIOBHUSX U B mpucyrctBuu E-4031 Obuia
orpeieneHa Kak ObICTPbIN TOK 3a/1€pKaHHOTO BhIIPAMIIEHUS |kr. BoabT-amMnepHble XapakTepucTUKU
TOKa lkr B MeHCMEKEpHBIX MUOLUTAX NEpenelia, oTy4eHHbIe Ha IEPBOI CTYEHH NMPOTOKOIA U JUIs

XBOCTOBOT'O TOKa, OTpaXkeHsbl Ha puc. 46 I', 1.

OCHOBHOM KOMIIOHEHTOM TOKa 33JIEP’KAHHOTO BBIIPSAMIICHUS B IEUCMEKEPHBIX KapAMOMHUOIIUTAX
nepernesna, Kak 1 B padouyux, SBISJICS MEIJICHHBIH TOK 3a/1epKaHHOTO BhIMpsAMIIeHUS lks. Tok ObL1
yyBcTBUTENEeH K Omokaropy HMR 1556 (10 mxM). Bonbr-amrepHble XapakTepUCTHKU ToKa lks
poJIEeMOHCTpUpPOBaHbl Ha puc. 46 I', JI. AmMmnutyna Toka lks B melicMeKepHBbIX KapAHMOMUOIUTAX
nepernesa OblJla CpPaBHUMA C TAKOBOW B KEJTyJOUYKOBBIX KJIETKaX U MpEeBbIIIajia aMILUTUTYy TOKa B

npeacepaHbIX MUOnUTax (cM. pasnen 4.5.1.3).
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Puc. 46. A, b — penpe3eHTaTUBHbBIC 3allUCU U BOJbT-aMIIEPHAs XapaKTEPHUCTUKA BBIXOJAILIETO
TPaH3UTOPHOTO TOKa lio B KapIMOMHOLMTAX, W30JIMPOBAHHBIX M3 MEXKBEHHOM O0JIACTH MPaBOTro
npencepaus nepenena (N = 6, N = 3). B — penpe3eHTaTHBHBIC 3alUCH CyMMapHOTO TOKa
3ajep)kaHHOro BhImpsaMieHus; I', JI — Takke BONbT-aMIEpHbIE XapaKTEPUCTUKU TOKOB lkr U lks B
KapAHMOMHUOIIMTAX, U30JIMPOBAHHBIX M3 MEXBEHHOW 00JacTU MpaBOro Mpelcepius Ieperena, Ha

NIEPBO# CTYIICHU MMPOTOKOJIA ¥ XBOCTOBOTO TOKa, COOTBeTCTBEHHO (N = 8; N = 3 117151 Ka)k10¥ TPYTIIIbI).
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5. OBCYXJIEHUE

5.1. ®yaknupoBaHue cepana nepenesa in vivo

Kondurypartus 31ekTpokapAHorpaMMbl ITHIL U, B YaCTHOCTH, MIEperesia, paHee paccMaTpUBaIach
B HAYYHOH JINTEpAType — XOTs ObI [0 TOW MPUYUHE, YTO dJIEKTpoKapauorpadus sBiseTcs Hanbosee
AOCTYIIHBIM W HCUHBA3UWBHBIM MCTOAOM H3YUYCHUA BHCKTqueCKOﬁ AKTUBHOCTH CEpAala. B JaHHOM
UCCJICOBAHUM 3apPETUCTPUPOBAHHAsT HAMU JJIEKTPOKApAUOTrpaMMa Ieperesia MMela TUIIUYHYIO
KOH(HTypaIuoo, OMHUCaHHYI0 paHee s pasanudbix BumoB nrui (Sturkie, 1949; Szabuniewicz,
McCrady, 1974; Yogeshpriya u ap., 2018). bonee Toro, xapakTepHble AIATEILHOCTH OCHOBHBIX
AIIEKTPOKApAMOrpaUIecKuX  MHTEPBAJIOB, IOJIyY€HHbIE HAaMM B  pe3yiabTaTe aHalu3a
SJICKTPOKapAUOIrpaMMEbI ICPCIICiIa, COBIAIN C AHAJIOTUYHBIMHA 3HAUCHUAMU, [TIOJTYYCHHBIMHU PAHCC B
npeapIayInei paboTe, BBIMOJHEHHON Ha SMOHCKHX mepenenax (Szabuniewicz, McCrady, 1974) -
TaKUM 00pa3oM, OINKMCaHHAs B JAHHOW paboTe KOH(MUTypalus SIEKTPOKAPAUOTPAMMEI SITTOHCKOTO
rnepemnceia, mo Bcel BUAMMOCTH, ABIACTCA TUIINYHOU IJ11 )KUBOTHBIX JAHHOT'O BHA. bonee Hu3Kkas
YacTOTa CePICUYHBIX COKPAIIICHHUH, TOKa3aHHas B HACTOSIIEH paboTe, 10 CPAaBHEHHIO C IPUBEICHHBIM
BBIIIIE HCCIICIOBAHUEM, BO3MOXKHO, OOBSICHACTCS HCKIIOUCHHUEM CTPECCOTCHHOTO TOBBIIICHHS

YacTOThI CEPJICYHBIX COKpAIIEHUN Oarogapsi IpUMEHEHHIO H30(IypaHOBOM aHECTE3UH.

YacroTra CoKpalleHuil cepala nepemnena B 6a3albHBIX YCIOBUAX OJIM3Ka K YaCTOTE COKpAIEHUI
cepana y kpeic B Hopme (Barnard, Corre, Cho, 1976; Perlini u ap., 1995) — onnako, mo-BuauMomy,
cep/le repernesna MOKeT pa3BUBaTh 00JIee BBICOKYIO YaCTOTY COKpalleHU IpH (apMaKoIOTH4eCKOn
CTUMYJISIIMK, TIO CpaBHEHWIO ¢ cepaueMm Kpwickl (Bolter, Atkinson, 1988). IIpu »stom
DIIEKTPOKApAMOTpaMMa Tepernesa Mo CBOCH KOHPUTYpallMd M COOTHOIICHUIO JTUTEIHHOCTEH
XapaKTepHBIX WHTEPBAJIOB MPHU 3TOM OTIMYAETCS OT JJIEKTPOKApIUOTpaMM KpPBIC W MBbIIIEH U B
OoJbIIel CTENeHW HAllOMUHAET TAaKOBYIO JJIsi MOPCKOM CBMHKH, KpOJIMKAa M 4esloBeKa Oiarofaps
orcraBiieHHOW BO Bpemenu T-omue (Konopelski, Ufnal, 2016; Lombard, 1952; Szabuniewicz,
Hightower, Kyzar, 1971). Ctour, 0lHaKO, OTMETUTh, YTO 3TO HEJIb3sI SKCTPAIIOJIUPOBATH HA BCE BHIBI
NTUIl; HaMpUMep, OJJIGKTpOKapauorpaMma 3s071MKa B OOJbINEH  CcTemeHW  ONmM3Ka K

3JIEKTPOKApANOTpaMMe MBI 10 cBoeil koHpurypanuu (Offerhaus u ap., 2021).

B cooTBeTcTBHM C MaTeMaTHUECKOW Mojeibio, mpemiokenHord C.M. Bishop, makcumanbHast
4acTOTa COKpalleHUM cepiua mepenena co CpelHell maccol Tena okosno 250 rpaMMOB JOJDKHA
cocTaByATh mopsaka 615-650 ya./mun. (Bishop, 1997), uto 3aMeTHO BhIlIE, YeM IOKa3aHHas B
HACTOSAIIEH paboTe MaKCHMaTbHAsI YACTOTA COKPAICHH Mepernena Ipyu CUMIaTHIeCKON Harpy3ke B
COBOKYITHOCTH C TOJABJICHUEM MNapacUMMNaTUYECKUX BIUSHUU. YUUTBIBas, 4TO MPEIJIOKEHHAS B
pabore C.M. Bishop Monens ocHOBaHa Ha JaHHBIX, TIOJYUYCHHBIX OT aKTHBHO JICTAIOIIMX ITHI] BO
BpeMs TIOJIeTa B ad’pPOJMHAMHYECKOM TpyOe, BO3MOIKHO, ASKCTPAMOJISIIHS JaHHOW MOJEIH Ha

MepeneiioB, A KOTOPBIX HE XapaKTCPCH HpO,Z[OJDKHTGJII:HBIfI aKTUBHBIN II0JICT, HEC BIIOJIHC
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peneBantHa. Kpome Ttoro, mpuHuMass BO BHUMaHHE JaHHbIE, MOJTY4YeHHbIE Ha KpbICaX, €CThb
OCHOBAHMS I0JIaraTh, 4TO (hU3MUYecKast Harpy3Ka MOXKET BBI3bIBATH 00JIee BHIPAKECHHOE YBEIUYCHHE
YaCTOTHI CEPJICYHOT0 PUTMA IO CPABHEHHIO C MHBEKLUEH n3onporepenoa (Bolter, Atkinson, 1988).
Bo3MOXHO, B YCIOBHSX WHTEHCHBHOW (DU3WUYECKOW HArpy3Kd Cepille Tepemnena TakKe MOXKET
COKpaImiarhcs ¢ OOJbIIel 4acToTol. MakcumanbHasi 4acToTa COKpAIleHUH Cepjlia meperneina mpu
(apmakoOruuecKoil Harpy3Kke, oka3zaHHas B JaHHOU pabote, ObUIa OM3Ka K 3HAYCHUSIM YacTOTHI
CepACUYHBIX COKpAIIEHUH Ieperena Npyu 3MOIMOHATBHOM CTpecce, BHI3BAaHHOM MMMOOMIH3aIMen
(Valance wu gap., 2008). OcobOoro BHUMaHHS 3aCIy)XUBaeT HW3MEHEHHE KOHQUTYypaIluu
JIeKTPOKapAHOrpaMMBbl  Tieperniena mnpu  (apMakoJIOTHYEeCKOM Harpy3ke: B OCHOBHOM OHO
IPOMCXOIUIIO 32 CUET YKOPOUCHHSI HHTEPBAJIOB MEX1Y LIMKJIAMH M COKpalieHus nateppanoB Tp-Te
u QT, Ttorma kak, Hampumep, AJUTEIHHOCTh HHTepBaja PR mpakTuuecku He H3MEHMJach. Y
MJIEKOTIMTAIONINX U, B YACTHOCTH, YEJIOBEKA, Kak (papMakojIoruueckas, Tak U pu3nyeckas Harpys3Ka
BBI3BIBAIOT M3MEHEHHUE BCEX MHTEPBAIOB AJICKTpOKaparorpaMmsel (Amin u ap., 2009; O’Sullivan u
ap., 1998). IIposicuenune 3TOrO HECOOTBETCTBUS norpedyer JAJIbHEUIITNX

3neKTp0Kap;[H0rpa(quecxnx I/ICCJIGI[OBaHI/Iﬁ Ha pa3s/IMYHbIX BUJAX IITUI] C PA3HBIMHA pasMCpaMu TCJia.

[Tpu 5TOM, IO BCEH BUAMMOCTH, CUMITATUYCCKUE BIMSIHUS UTPAIOT OOJBIIYIO POJIh B MOTYJISIIHH
q)YHKLII/IOHI/IpOBaHI/IH cepana nTul —49To, BOBMOXKHO, CBA3aHO C IMOJICTOM: INIOTHOCTb CUMITATUYCCKHUX
BOJIOKOH B MHOKapjie Tepernena Oblia 3aMETHO BBINIE MO CPABHEHHIO C TaKOBOH B MHOKapIe
miekonuraonmx (Kuzmin u mgp., 2021a; Kuzmin u mgp., 2021b). Henw3st, Bnpouem, oTBeprarb
THIIOTE3y O TOM, YTO CUMITATHYECKasi HHHEPBAIUs MOXKET ObITh HanOoJee Ba)KHA IMEHHO IS TUIOXO
JICTAOIUX MTHUL, UCIIOJIB3YIOIIUX CHOCO6HOCTB K IMOJICTY B OCHOBHOM IJII KOPOTKUX IEPCIICTOB IIPpHU
OercTBe OT XWIIHMKOB — 4YTO XapaKTepHO Ui mepernena. s TpPOsSICHEHHs STOrO BOMIpOCa
HEOOXOIMMBI aHAJIOTUYHBIC UCCIICIOBAHUS C IPUMEHEHUEM OKPAITMBAHUS TITHOKCHIIOBOM KHCIIOTOU

Ha BHJaX ITHI] C OTJINYHBIM O6p330M JKH3HHU.

5.2.  Mopdoaorus U yJIbTPACTPYKTYPA KAPAHOMHOIMTOB SIMMOHCKOIO Iepernesia

O cxoactBe MOPQOJIOTHYSCKUX XapPaKTEPUCTUK KapIUOMHOIMUTOB NTHII M PENTWIAN OBLIO
n3BecTHO Oosee 50 neT Gyraromaps UCCIEIOBAHUSAM C HCTIOIb30BAaHUEM AJICKTPOHHOU MUKPOCKOTIHH
(Hirakow, 1970). M3onupoBaHHBIE KapAMOMHUOLMUTHI SIMOHCKOTO TIEpernesna, XapaKTepUCTUKU
KOTOPBIX OMHCAHKI BHIIIE B pazjene 4.2, HAMOMUHAIOT 10 CBOEMY BHEIIHEMY BUAY M30JIHMPOBAHHBIC
KapIMOMHUOITMTHI XOJOTHOKPOBHBIX MO3BOHOYHBIX, BKItouas pei0 (Shiels u ap., 2004; Vornanen,
1997) u penrrumii (Galli, Lipnick, Block, 2009; Galli, Taylor, Shiels, 2006), a Takxe apyrux BHIOB
ntur (Akester, 1981; Bogdanov u ap., 1995; Bossen, Sommer, Waugh, 1978; Kim u ap., 2000).
Kpome Toro, kak u y OOJBIIMHCTBA IPYTHX BHUIIOB TO3BOHOYHBIX, MPEACEPAHBIE KaPAUOMHUOLUTHI
nepernena OKa3aJluch MEHbBINE MO pa3MepaM, dem skenymoukoBbie (Shiels, Galli, 2014). Kpaiine

MaJieHbKasi MmHpuHa (U, ClIeOBAaTEIbHO, TUAMETP) KapAHMOMHUOIMTOB Iepernesia O3HayaeT, 4To,
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HECMOTpsi Ha OTcyTcTBUe T-TpyOouek B KapAHOMHOUMTAX HTHL, MoHBI Ca®’, BXojsiue yepes
CapKOJIEMMAaJIbHBIE KaHAJIbI, IPEOJ0JIEBAIOT HE3HAUUTEIBLHOE PACCTOSIHUE, MTPEKIE UEM TOCTUTAIOT
PpHaHOAMHOBBIX perienTopoB Ha MeMOpane CIIP u 3amyckaroT nporecc KaJiblniH3aBUCUMOT0 BEIOpoca
Ca?*. Tlockonbky T-Tpy6ouKH, XapakTepHble I KapAHOMHOIMTOB MJIEKONHTAIOMIMX, 3aMETHO
yJIy4dIIalOT BPEMEHHBIE M IPOCTPAHCTBCHHBIE XapPaKTEPUCTUKH KaJIbLUEBBIX TPAH3UCHTOB W,
CIIEIOBATEIbHO, COKPAaTUTEIbHONM aKTUBHOCTM KJIETOK, CYMTAeTCs, 4YTO KapIUOMHOLUTHI,
obnanaromue T-TpyOoukamu, XapakTepu3yroTcs 0ojiee HHTEHCUBHBIM KPYTrOBOPOTOM KaJlblUs — TO
ecTh, Gomee pe3kuM moxbeMoM ypoBHs Ca’’ mpu cokpamennu, Gombmrel ammumtymoii Ca®*
TPaH3UEHTOB, YTO BeJET K O0oJiee HHTEHCUBHBIM COKpAIIEHUSM — TI0 CpPaBHEHHUIO C
BEPETEHOOOPa3HBIMU KapMOMHUOILIMTAMH XOJIOJAHOKPOBHBIX 1M03BoHOYHBIX (Shiels, Galli, 2014).
Takum o0pazom, B cepille NTUI] apXauyHble y3KHE KapIUOMHUOIMTHI COYETAIOTCS C BBICOKOH

COKpﬂTHTCJ’IBHOﬁ AKTUBHOCTBIO.

[To Bceli BUAMMOCTH, MMEHHO IIUPHHA KapJAHUOMHUOIUTOB OIMpPEICsSeT HATUIUEe WU OTCYTCTBUE
T-Trpybouek B MHOKapAe MIIEKONUTAOMMX. JKelylIouKoBble KapIUOMHUOLUTHI  B3POCIHBIX
MJICKOMTUTAIOIMNX (BHE 3aBUCHMOCTH OT pa3Mepa cep/iia) B CPEIHEM UMEIOT MUPUHY Oosiee 25 MKM
(Loughrey, Smith, MacEachern, 2004); u Tak)ke H3BECTHO, YTO MPEACEPAHBIE MUOIUTHI KPYITHBIX
MJIEKOIIUTAIONINX TaKxke o0aanatoT T-TpyOoukamu, mpudeM BBIPAXKEHHOCTh CHUCTEMBI T-TpyOouex
KOPPENHUPYET C MUPUHOU MPEACEPAHBIX KAPAUOMHUOIMTB: YeM OOIBIINN TUAMETP UMEET KJIETKA, TEM
OoJiee BeIpakeHa B Hel aHHas cTpykrypa (Bootman u mp., 2006; Mackenzie u np., 2004; Richards

u ap., 2011).

CTOHT TaK)K€ OTMETUTh, YTO, HECMOTPSI Ha OUCBUIHBIC MPEUMYIICCTBA YMEHBIIICHHON IIIUPUHBI
KapJAMOMHOIIMTOB B OTCYTCTBHE CHCTEMBI T-TpyOOUeK, KapAHMOMHUOIUTHI MTHI] HE OTIUYAFOTCS IO
CBOCH IIHMpPUHE OT KAPAMOMHUOIIMTOB pbIO WM PENTHINHK, JJI1 KOTOPBIX THITMYHAS I[IHPHHA
KapIHoMHOIIMTOB cocTaBisuia ot 5 1o 7 mxMm (Galli, Taylor, Shiels, 2006; Galli, Warren, Shiels, 2009;
Vornanen, 1997; Vornanen u np., 1998) — To ecTh, Kakue-1M00 UMEBIINE MECTO OBITH H3MEHEHHS,

0 BCEeW BUAUMOCTHU, IPOUCXOAMIIN B XO€ SBOJIIOIMH MITUI] HA YIBTPACTPYKTYPHOM YPOBHE.

5.3. ba3oBble mapaMeTphl 2JeKTPUYECKOIl AKTUBHOCTH MHOKAP/a Nepenesia

5.3.1. IToTreHuuAaJ NOKOS
HecMoTpst Ha TO, 4TO KIIIOUYE€BOW OCOOCHHOCTHIO TAHHOW pabOTHI SIBISIETCS JETATbHBIM aHATN3
NEKTPOPUZNOIOTUYECKOTO (DEHOTHITA CepALla MTHII, aHATN3 0Aa30BbIX MMOKa3aTeIe MEKTPUICCKON

AKTUBHOCTHU MHUOKapAa TaKKC MPCACTABIACTCA HGO6XOI[I/IMI:IM.

MeMOpaHHBI TOTEHIIHAI TIOKOS paHee ObUI M3Y4eH B JIMOpPHOHAIBLHOM MHOKApJe IITHII.
[TomoOHBIE McceOBaHUS MOKA3bIBAIOT, YTO MOTEHIMAT MOKOs B paboyeM MHOKapae 3MOPHOHOB

NTHI] UIMEET MCHEE OTpHUIaTeIbHbIC 3HAYCHS W, KaK MpaBuiio, nojnoxurenbuee -70 MB (Pappano,
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1976; Sperelakis, Shigenobu, 1972). C oaHo#i cTOpPOHBI, OBUIO MOKAa3aHO, YTO B XOJ€ OHTOTEHE3a
MOTEHIIMAJ TTOKOSI MUOKApA MTHUIl MOKET MOCTENIEHHO TUIIEPIIONAPU30BATCS, JOCTHrasl 3HAUCHHH,
XapaKTepHBIX JJIsl MHOKapaa B3pocibix ocobeit (Sperelakis, Shigenobu, 1972). C npyroii cTopoHs!,
Ooiee NO3IHUE MCCIEJOBAHUA, 3aJEHCTBOBABIIME O00JE€e COBEPIIEHHBIE 3KCIEPUMEHTAJIbHbIE
METOAMKH U TEXHUKH, CBUAETENIBCTBYIOT O TOM, YTO 3HAUEHUS NOTEHIMaJIa OKOs B YMOPHOHAIEHOM
MHOKap/ie NTHLl BeCbMa OJIM3KU K TAKOBBIM B MHOKapie B3pocibix ntull (Nouchi u ap., 2011; Sorota
u ap., 1985). B nureparype orcyTrcTByeT HH(pOpMAIHs KacaTelabHO NOTEHIIMAJa IIOKOsI B MUOKap/ie
B3pOCJBIX NTHIl APYTMX BUJOB, MMO3TOMY HET JAHHBIX, C KOTOPBIMU MOXXHO OBUIO OBl COOTHECTH
IIOJIy4EeHHbIE B JaHHOM palbote pe3ynbraThl. OJTHAKO, MOKHO 10 MEHBIIEH Mepe YTBEpXkAaTh, UYTO
NOTEHIMA TIOKOs paboyero MHOKapJa NOTHII HE OTJIMYAeTCs OT TaKOBOIO [UIi TPOYHX
npejcraButeneil mo3Bonounsix (Abramochkin, Kuzmin, 2018; Abramochkin, Matchkov, Wang,
2020; Haverinen, Vornanen, 2009a; Pustovit, Kuzmin, Abramochkin, 2016).

XOTs pa3HuULla B TOTEHIIMAJIE TIOKOSI MEXK]1y NMPEJCEPAHBIM U JKENyI0YKOBBIM MUOKap/1a Mepenena
OKa3ajach CTATUCTHUYECKU HE3HAYMMOM, MOTSHIINAT MTOKOS B KEIYA0YKaX UMEET TEHACHIINIO OBITh
HECKOJIbKO 00Jiee OTpULIaTeIbHBIM, UTO ABJISETCS OOUIMM TPEHIOM JJIsl OOJIBIIMHCTBA MTO3BOHOYHBIX
(Abramochkin, Matchkov, Wang, 2020; Haverinen, Vornanen, 2009a; Trautwein u ap., 1962).
[TpuunHO# 3TON pa3HUIIBI SBIISETCS PA3IMYHOE paclpeieieHue KaHaI0B (JOHOBOTO TOKA BXOISIIETO
BBINIPAMIIEHUS Ik1! aMIUIMTyna BXOASUIEH U BBIXOIALIEH KOMIOHEHT TOKa Ik1 B KETyIOUYKOBBIX
MHUOLMTAX MEpeTesia 3HAUUTEIBHO MPEBBIIIAET TAKOBYIO B MPEICEPAHBIX KIETKAX — KAK U Y IPOYUX
no3Bonounsix (Abramochkin, Kuzmin, 2018; Abramochkin, Matchkov, Wang, 2020; Abramochkin,
Vornanen, 2014; Badr u ap., 2017; Giles, Imaizumi, 1988). Crout, omHako, OTMETHTh, UYTO
BBISIBJICHHAS Pa3HUIIA B aMIUTUTYJE TOKa k1 MEXITy peCepAHBIMU U KEITYJOUKOBBIMU MUOLIUTAMH
nepernesa Obula ropaso 6osee 3HAUUTENBHON, YEM pa3HHUILIA B MTOTEHIIMAJIE TTOKOSI MEKY TaHHBIMU
TUNIAMU MHUOKapaa. BO3MOXHON NpUYMHOW SABISIETCA pa3HHUIA B pa3Mepe MPENCEepAHBbIX U
KEITYTOYKOBBIX KapAHOMHUOIIMTOB W, COOTBETCTBEHHO, JJIEKTPUYECKOW EMKOCTH HUX MeMOpaH.
[IpencepaHble MUOLUTHI MEpENeia UMEIOT MEHBITYI0 eMKOCTh MEMOpPaHbl — COOTBETCTBEHHO, IS

M3MEHEHHUS Pa3HOCTU NMOTEHIIMAIOB Ha MeMOpaHe TpeOyeTcsi MEHbIIUHN IO CUJIE TOK.

5.3.2. Koudurypamusi moTeHIHAIOB 1eiicTBUA

OOmast KoHUTypaIys MOTEHIINAIOB JCHCTBUS, 3apETUCTPUPOBAHHBIX B MHUOKApJE B3pPOCIOTO
nepernesa, He OTJINYaIach OT TAKOBOW ISl JIEKTPUUECKON aKTUBHOCTH 3MOPHOHAIBHOTO MUOKap/a
NTUIL], 3aPETUCTPUPOBAHHOM B MPEbIYIIUX UccienoBaHuaX. C Ipyroil CTOPOHBI, IPSIMOE CPaBHEHHE
3TUX JaHHBIX HEBO3MOKHO, MTOCKOJIbKY npu peructpanuu [1/] B Muokapae sMOpHOHOB NTULl ObUTH
UCIIONIb30BaHbl OoJiee HuM3KME dYacToThl ctumymsnuu (0,3 — 3,5 T'm) — u3-3a sroro [1J] umenn

OOJBIIYIO UIUTEIBHOCTD M0 CPABHEHUIO C 3apETMCTPUPOBAHHBIMH B JaHHOW padoTe MpH 4yacTtoTe
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ctumyssiiiuu 6 I'ip (Lieberman, Paes De Carvalho, 1965; Nouchi u ap., 2011; Sorota u ap., 1985;
Sperelakis, Shigenobu, 1972).

OnucaHHOe [Ji SIMOHCKOrO Tepernesia COOTHOIIeHWe juTensbHocTen 111 B kenmyqoukoBoM U
IpesICepIHOM MUOKap i€ TaKKe XOPOILIO COTIacyeTcs ¢ aHAIOTUYHBIMU JAHHBIMU ISl IPYTUX BUI0B
MO3BOHOYHBIX: Y OOJBIIMHCTBA UCCIICTOBAHHBIX BHUJIOB KeMyn0ukoBbie [1]] 3HAUYNUTENBHO NATMHHEE
(Abramochkin, Matchkov, Wang, 2020; Giles, Imaizumi, 1988; Vornanen, Ry6kkynen, Nurmi,
2002). Oanako, mpsMOE CpaBHCHHME IAHHBIX, MOJYYEHHBIX B JAHHON paboOTe, C MPEABLAYIIHMU
3MEeKTPO(U3UOIOTHUECKUMU HCCIEAOBAaHUAMU MHOKapa B3pPOCIbIX MNTHUIl TaKXXE OKa3bIBaeTCs
HeBo3MOKHBIM. N.E. Moore perucrpuposan IIJ[ B npemaparax Muokapjia €O CIOHTaHHOMU
aKTUBHOCTHIO (4acTora reHeparuu [1]] mpenapaTom He ykaszana) npu Temiepatype 28-30°C (Moore,
1965); B.U. IpormreBa u H.H. KaceBa B cBoeii paboTe He paccMaTpUBaIM Pa3HUIY B KOHOUTYpAITUH
JJIEKTPUYECKONW aKTHBHOCTH MEKAY TMPEICEPAHBIM M IKeIymaoukoBbiM MuoKapaom (Prosheva,

Kaseva, 2016).

CpaBHeHUE KOH(UIypalMu 5SJEKTPUYECKOH AaKTMBHOCTH paboyero MuoKapja Iepenena ¢
TAaKOBBIMH Yy pa3JM4YHBIX BHUAOB MIJIEKONUTAIONMX IOKa3blBaeT, 4ro obmas ¢opma II u
cOoOoTHoUIeHUE JummTenbHOocTel 1] B mpeacepIHOM U JKellyJ04YKOBOM MHOKapI€e SIITOHCKOT O Iieperena
OJIM3KO K TAKOBOMY Y MOPCKUX CBUHOK ¥ KpoiukoB (Briickner u np., 1985; Masumiya u ap., 1999),
HO He y Kkpbic U Mbied (Pacher u np., 1999; Pustovit, Kuzmin, Abramochkin, 2016). ¥V Gonee
KPYIHBIX MJICKONUTAIOIINX, TAKUX KaK cOOaKa 1 4eJI0BEK, 3Ta pa3HHULA B JuiuTenbHocTH 1) Mexny
npecepausMU U Kellynodkamu BeipakeHa menbine (Carlsson, Chartier, Nattel, 2006; Trautwein u
ap., 1962), a B noteHnmanax 1eicTBUA UX MpeAcepIHOro MHOKapaa OoJiee BhIpakeHa (pasza riaro mo
cpaBuenuio ¢ koudwuryparuein I1/] B mpencepausx mepemnena (Carlsson, Chartier, Nattel, 2006;
Dangman u ap., 1982; Gelband u ap., 1972; Trautwein u ap., 1962). CooTHOIIEHUS MEXIY
mmrtensHocThio 111 Ha ypoBHe 50% penonsipu3zanuy B jKE€IyJOYKOBOM M NPEACEPAHOM MHOKApAE
JUIsL SITIOHCKOTO Tieperena (Ha OCHOBE JAaHHBIX, NMOJTYYEHHBIX B HACTOALICH paboTe) U pa3iMyHbIX
BUJOB MIIEKONUTAIOMMX (HA OCHOBE MHAHHBIX, MOJIYYEHHBIX B HPEIBLAYIIHUX HCCIEIOBAHUAX)

MpPEICTaBJICHBI B TA0. O:

Ta6. 6. Cootnomenue mmurensHocteit I1J] Ha ypoHe 50% penonsipuzaniy B IpeacepIHOM H
JKEIyTOYKOBOM MHOKApJe SIMOHCKOrO IMepernesia U pa3andHbix BUaoB miiekonurarommx (Carlsson,
Chartier, Nattel, 2006; Giles, Imaizumi, 1988; Masumiya u np., 1999; Pustovit, Kuzmin,
Abramochkin, 2016; Trautwein u ap., 1962).

Bun IMepenen Mopckasn Kpoauk | Kpsbica | Codaka | YenoBek
CBHHKA
JIAS0n/ TS 05 0,346 0,176 0,197 1,163 0,617 0,846
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Takum o0pa3oM, omucaHHas KOH(UTrypaius S3JIeKTPUYECKON aKTHMBHOCTH JIelaeT IMepernena,
HCCMOTpPA Ha AOCTATOYHO BBICOKHHU IIO CpaBHCHHIO C TAKOBBIM Yy KPYIHBIX MIICKOIUTAOMUX H
YCIOBCKa CGp,Z[G‘IHI:II\/'I PUTM, IIOTCHIUAJIBHO MMPpUTroJHbIM MOACJIbHBIM OG’bGKTOM JJIA
SKCTIEpUMEHTAIbHOW Kapauosiorud. C JIpyroil CTOpPOHBI, cepale pbsld 10 KOH(HUTYpaIuu
JNEKTPUYECKON aKTUBHOCTU M YacTOTE CEpPACUHBIX COKpAIlEHUN MOKET B 3HAUUTENHHON CTENEHU
HAIlOMUHATh YEJIOBEYECKHI — U TEM HE MEHee, SJEKTPOPU3UOIOTHUECKII (PEHOTUIT X MHOKap/aa
3HAYUTEIBHO OTIMYAETCs OT yenoBeueckoro (Hassinen, Abramochkin, Vornanen, 2014; VVornanen,
Hassinen, 2016). ITosToMy ganbHeini moApOoOHBINH aHATN3 MATTEPHA Ma)KOPHBIX HOHHBIX TOKOB B

MHOKapAC NEpericiia 1 €ro CpaBHCHUE C TAKOBBIM Y APYTHUX BUAO0B )XKUBOTHBIX TAKXKEC HCO6XOI[I/IMBI.

5.4. IIaTTepH _ penosipu3yIOIIMX __ KAJHEBLIX _TOKOB B MHOKapJe mepemnejaa M

yJekTpodusnogornyeckuii heHoTHn cepaua

5.4.1. KajueBble TOKH 32€PKAHHOI0 BHINPSIMJICHHS

[TaTTepH — TO ecTh HAOOP U KOTUYECTBEHHOE COOTHOIICHUE — PEMOJISPU3YIOIINX KATMEBBIX TOKOB
SIBJISIETCS KITFOUEBBIM, XOTh M HE €TMHCTBCHHBIM, ITAPAMETPOM, OIIPEACIISIONTUM BATUAHOCT TOH HWIIH
WHON SKCTIEPUMEHTAIBHOW MOJIETTHM B KapJauOJIOTMH. B MuOKapae denoBeka, a Takke COO0aKku |
KPOJIMKA, CYUTAIOIIUXCS «3TATOHHBIMH» MOJCIBHBIMA OOBEKTaMH B TOJOOHBIX HCCIICIOBAHUSIX,
MaKOPHBIMU TOKaMU SBISIOTCS lto, lkur, lkr ¥ Iks (Cui ut mp., 2011; Li u mp., 1996a; Li u np., 1996b;
Nerbonne, 2000; Sasaki u ap., 1995; Shibata u gp., 1989; Tsuji u np., 2000; Wang, Fermini, Nattel,
1994). B nacrosmieit pabore OBUIO MOKA3aHO MPUCYTCTBHE TPEX MAaXKOPHBIX PEMOJISPU3YIOIINX
KQJTUEBBIX TOKOB — lkr, lks ¥ Ito — B M30IMPOBAaHHBIX KapMOMHUOIIMTAX STIOHCKOTO Iepernena. Mbl
TaKXKe MOKa3aly pa3jIMYHbINA BKJIAJ TPEX ITUX TOKOB B (HOPMUPOBAHHE IJICKTPUUCCKON aKTHBHOCTH
B TKAHEBBIX Mpemnaparax MmpeacepaHoro 1 KelyJI09KOBOr0 MUOKap/aa AMoHCKOro nepemnena. lxr u Iks
NPUHUMAJIM y4acTHe B MO3JHEH peroyispu3aldyd MUOKapia Ieperesa, Toraa Kak I odecreunBal
dba3y panHel penosspu3auu. [loaydeHHbIC JaHHBIC COTIACYIOTCS TAKXKE C TaHHBIMH, ITOJTYYCHHBIMU
paHee Uit SMOPUOHATBHOTO MHOKAp 1A ITHII, TOCTYIUPYS Ikr Kak rIIaBHOTO UTPOKA B PEMOJISIPU3AITUH
MHOKap/a NTHII B HOpPME, TOTJa KakK IOJaBJICHHE TOKa Iks BBI3BIBACT JIUINb HE3HAUUTEIILHBIC

W3MEHEHUSI B KOH(UTYpAIMU JJICKTPUUECKOW aKTMBHOCTH TKaHEBBIX mperapatoB (Nouchi u mp.,

2011).

B cepniie denoBeka OBICTPBIM TOK 3aJiepKaHHOTO BBIIpAMICHUS Ikr Takxke siBiseTcss Hanbosee
BaXHBIM PEMOJIAPU3YIOIINM TOKOM B 0a3ajbHBIX YCIOBHUSAX. JOst ¢ COaBTOpaMM MOKa3al B CBOEM
UCCIIEIOBAaHUM, YTO AaNIUIMKalMs pa3IMYHbIX OJIoKaTOpoB Toka Iks Bechma cnmabo BIMSET Ha
KOH(HTypaluio MOTESHIUAIOB ICHCTBUS B MHOKap/e YelloOBeKa, TOrjaa Kak OjJokaTtopbl Toka Ikr B
3HAUUTENBHON CTENEHH YBEJIMYUBAIOT JUINTENbHOCTD 1/ B mpenaparax yesnoBe4ecKoro MMOKapaa
npu yactoTe reHepaiuu [1J], cOoTBeTCTBYOIIEH HOPMATLHOMY CEpACUYHOMY PUTMY uesoBeka (Jost

u 11p., 2005). Becbma He3HAUUTENBHBIN BKJIA TOKA Iks B hOpMHUPOBaHHE IIEKTPUIECKON aKTHBHOCTH
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YeJIOBEYECKOr0 CepAla B 0a3albHBIX YCIOBHSX OBUT TIOATBEPXKICH TaKXKe B SKCIECPUMEHTAX C
UCIIOJIb30BAHUEM METOJIa MITY-KJIaMIl. [Ipy MCIONb30BaHUU MPOTOKOJIA U3MEHEHUS MEMOPaHHOTO
NOTEHIIMAIA, UMUTHPYIOIIET0 (OopMy KOHBEHIIMOHAIBHOTO TOTCHIMAa JCHCTBUS, XapaKTEPHOTO
JUIL YeIOBEYECKOTO MHOKapa, lks, B CHIy OCOOCHHOCTEH KWHETHKH KaHayia, HE YCIeBaeT
AKTUBUPOBATHCS TOJTHOCThIO. ONHAKO, B YCIOBHSX aIpEHEPTrHYECKOW CTHMYJSIUU W/WIA
WCKYCCTBEHHOTO YBEJIMYCHUS JIUTENHHOCTh [1/] ¢ momompio hapMakoIorndeckoro BO3JACHCTBHS
Omokatopbl Toka Iks OKa3bIBalOT ropasno Oosnee BeIpakeHHOE BozaeicTBue (Jost u ap., 2005). 3to
TaKKe OBUIO IOKa3aHO B AHAJOTHYHBIX OSKCIIEPHMEHTaX Ha MHOKapAe COO0aKd H KPOJIHKa,
o0agaroImux CXoaHbIM 3eKTpodusnoaornueckum penorurnom (Han, Wang, Nattel, 2001; Lengyel
u 1p., 2001; Lu u ap., 2001; O’Hara, Rudy, 2012; Varré u ap., 2000).

KapauoMuonutsl nTHI, Tak Xe, Kak M KapAUOMHOLMUTHI PENTUIMHA, XapaKTepu3ylTcs
OTHOCHUTEIIbHO HEOOJBIION aMIUIUTYAOH OBICTPOTO TOKa 3a/J€pKaHHOTO BBIIPSAMIICHUS lkr
(Abramochkin, Matchkov, Wang, 2020; Stecyk u np., 2007; Warren u ap., 2010a) mo cpaBHEHHIO ¢
TaKOBOW B KapAauoMuouuTax pwio, ampuouii (Hassinen, Haverinen, Vornanen, 2015; Haverinen,
Vornanen, 2009a; Sauviat, Colas, Pages, 2002) u miekonutaromux (Jost u ap., 2005; Sanguinetti,
Jurkiewicz, 1990). Hanpumep, B paboueM MUOKape 4ea0BeKa COOTHOIIEHHE aMILTUTYI TOKOB Ikr 1
Iks mpu mogaepxuBacMoM norennuaie 10 MB (COOTBETCTBYeT MaKCUMAIBHOM aMILTUTY/Ee TOKa lkr B
KapIMOMHUOIIMTAX YeloBeKa) OMu3ko K 1 — To ecTh aMmumuty sl Ikr 1 Iks mpaktudecku pasusbl (Li 1
ap., 1996a; Wang, Fermini, Nattel, 1994). B Muokapse nepemnena, 1o pe3yjibraram JaHHOW paObOTHI,
OTHOHIeHHE aMIUUTYAbl Ikr Kk ammutyne Iks B obnactu makcumyma Toka Ikr (COOTBETCTBYyeT
noanepxkuBaeMomy norenuuany 20 MB) cocraBnsier 0,53 B mpeacepanbix muonutax u 0,29 B
KEITYOYKOBBIX. YUUTHIBAas OMHCHIBAEMYIO pPa3HUIy B aMmIudTynax lkr ¥ Iks MOXHO ObLTO OBl
OXXUJaTh, UYTO ks JOMKEH BHOCUTH OoJjiee 3aMETHBIM BKJIAJ B PEMOJSPU3AIMI0 MUOKApJa MTHII.
OpnHako, BOIIPEKH HAIIUM OXHUAAHUSIM, MOAABJIEHNE TOKA Iks MPUBOIMIO K BEChbMa OTPAaHUYEHHOMY
YBEJIMUEHUIO JIUTeNbHOCTH [1J]: B mpemapaTax *elyJI04KOBOTO MUOKap/Aa Meperena anruiiKaius
HMR 1556 Be3wiBana yBenuuenue JI1190 Bcero na 11,73 + 1,44 %, Torga kak B MamMLISPHBIX
MBIIIIIIaX MOPCKOW CBUHKH TIpH cXxonHoi yactore rerepanuu 111 (5-7 I'm) anmmukanus HMR 1556
BbI3bIBasIa yBenuueHue anutenbHoctu JII 6onee uem Ha 20% (Gogelein u ap., 2000). Takum
oOpa3om, BkJIaa TOKOB lkr 1 Iks B popMupoBaHUe SNEKTPHUUECKON aKTUBHOCTH MUOKap/ia mepernena
OJIM3KH K TAKOBBIM B MUOKAP/1€ OTHOCUTEIHHO KPYITHBIX MJICKOTIUTAIOIINX — TAKUX, KAK YEJIOBEK WU

co0axka.

MOKHO TIPEINOoNIOKUTh, YTO B MHOKAp/E IMTHUIl, TaK ke KaK B MUOKapJe MIICKOMUTAIONNX, Iks
UTPAET POJIb TaK HA3bIBAEMOTO PENOJIIPU3AIMOHHOTO PE3EPBA: €T0 BIUSHUE MPAKTUYECKU HE3aMETHO
B YCJIOBHSIX HOPMaJIbHOTO (DYHKIIMOHUPOBAHUS OPraHU3Ma, OJTHAKO OH MOKET ObITh HEOOXOIUM ISt

NpEeIOTBPAIICHUST ApUTMUYECKUX COOBITHI — TaKWX Kak paHHue moctiaenoispusanuu (Jost, Papp,
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Varro, 2007; Roden, 2006). MHorouncieHHbIe HCCIIEAOBAHMS TOKA3aIM, YT0 UMEHHO ks, a He Ikr, B
MHOKAap/ie Pa3IMYHbIX BHJIOB MIJIEKOIHMTAIOUINX YCHUJIIMBAETCS IMOJ JecTBUEM [-aapeHepruyecKon
crumyisinuu (Jost u ap., 2005; Lengyel u ap., 2001; Sanguinetti u ap., 1991; Varré u ap., 2000;
Wilders u nip., 2010). [Tpu akTHBanuu CHUMaTUYECKOTO OT/I€NIa aBTOHOMHOW HEPBHOM CHUCTEMBI U TIPH
YBEJIMYEHUH YaCTOThI CEPICUHBIX COKPALIEHUI U aMIUINTY/Ibl KAJIbI[MEBOI0 TOKA, Iks Tpe1oTBpamaer
u30bITOYHOE yBenuueHue anutenbHocTu [1/], Biekymiee 3a co0oif BO3MOXKHOE BO3HHULIKHOBEHHE
PaHHUX MOCTACTONSIpU3aAIid. JJaHHBII MEXaHU3M MOXKET UMETh 0OJIBIIOE 3HAUEHHUE [T TIEPEIEIIOB,
KOTOPBIE HCIOJB3YIOT CBOK CIIOCOOHOCTh K AKTUBHOMY IIOJIETY HOYTH HCKIFOYUTENIBHO [UIs
KOPOTKMX ¥ MHTEHCHBHBIX IIOJETOB NpH OErcrBeé OT XHUIIHHUKOB — BECbMa BEPOSATHO, YTO 3TO
NPOMCXOIUT B KOMILUIEKCE C aKTHBanuel cumnarudyeckoi cuctemsl (Biewener, Corning, Tobalske,
1998). Ha »To Takke KOCBEHHO YKa3bIBAlOT IIOKa3aHHbIC B JaHHOH paboTe W3MEHEHUs
JIEKTPOKAPAUOTPAMMBI  [Iepernena MpU CHUMIIATHYECKOM Harpy3keé — a HMMEHHO YKOpPOUYCHHE
untepBasioB QT u Tp-Te, ykasbiarolee Ha YCKOpPEHHE PENOJSPU3ALUU — U BBICOKAsl IUIOTHOCTh
CUMIIATUYECKOW WHHEpPBAallMM B MHOKapjae mepemnena. Jpyroil BO3MOXHOM poibl0 TOKa Iks Kak
PENOISIPU3AIMOHHOTO Pe3epBa MOXKET OBITh YCHIICHHE PETIONIAPU3AIMU IIPU €r0 YYaCTHH B CIyYasXx,
KOrja JAIuTeabHOCTh [1/] 3HaunTeNnbHO yBEeNUUMBAETCS, TEM CaMbIM JaBas |ks 10CTaTOYHO BpEMEHU
Juid 1osiHOM akTuBanuu. [lomoOHble cuTyanuu MOryT HaOmMoAaThCs HpU (papMaxkoiIoruyeckon
omokane Ikr (Jost u ap., 2005; Lengyel u mp., 2009; Varrd u ap., 2000) wim y HEKOTOPBIX BUIOB
MJIEKOTIMTAIOIINX IPY CHUKEHHON YacTOTe cepedYHbIX cokpateHuit (Varrod u np., 2000). Ha nannbIii
MOMEHT HaBpsAJ JM MOXHO CIIEKYJINPOBaTh, KaK 4YacTO MTHUIbI CTAIKHBAIOTCA C CUTyallUsIMU
YBEJIUYEHUS JUINTEIBHOCTH IOTEHIMAJIOB JEHCTBUA B MX MMOKapJe, OJHAKO, ONUCBHIBAEMbIE

CBOMCTBA M BO3MOXKHas POJIb Iks MOTI'YT BJIMATHL Ha BBDKMBAHHUC IITHI[ B COCTOSSHUU TOPIIOPaA

(Wentworth, Cigan, Schaaf, 2009).

5.4.2. Tpau3uTOpHBI BHIXOAAIIKI TOK lto B MHOKapae nepemnesia

OaHUM W3 KIIOYEBBIX PE3YyJIbTaTOB JAHHOW pabOThI SABISETCS OOHApY)KEHHE TPAH3UTOPHOIO
BBIXOJSIIETO TOKa |l B MHOKapnae mepemnena M BBISBICHHE €ro ydacTus B (OPMHUPOBAHUU
AIIEKTPUUYECKON aKTUBHOCTHU cepna ntull. M3BecTHO, 4TO TOK lto MpUHUMAET ydacTue B paHHei (aze
penoysipu3auui MHUOKAapAa Yy OTHOCHUTENIBHO KPYMHBIX MIIEKONUTAIOIMIMX — TAKUX KaK YeJIOBEK,
cobaka, kposauk (Nerbonne, 2000; Sun, Wang, 2005; Varro, Nanasi, Lathrop, 1993) — toraa kax y
MEJIKUX TPBI3YHOB C BBICOKOM YacCTOTOM CEpJEYHBIX COKpPALICHWM, TAKUX KaK Kpblca U MbILIb, lio
UTPaeT KIFYEBYIO POiib B penoisipu3anuu muokapaa (Guo u ap., 2000; Gussak u ap., 2000; Oudit u
ap., 2001). bonee panHue Ucciaen0BaHMs CBUIETEILCTBYIOT O TOM, YTO lto OTCYTCTBYET B MHOKape
MIPOYMX KJIACCOB IMO3BOHOYHBIX JKUBOTHBIX (Abramochkin, Matchkov, Wang, 2020; Giles u ap., 1989;
Haverinen, Vornanen, 2009a). Xots H. Satoh oOHapyxuBai CXOXKHii 10 XapaKTEPHCTUKAM TOK B

CBOMX MCCJIEJIOBAaHHUSAX Ha YMOPHUOHANBHBIX KapauoMuolmTax Kypuisl (Satoh, 1995b; Satoh, 1995a),
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JAHHBIE pPE3yNbTaThbl HEIb3s MNPAMO OKCTPAllOIMPOBATh HA HAIIM  MPEACTABIECHUA O
(YHKIMOHMPOBAHUH CEplla B3POCIBIX KUBOTHBIX. Takum 0o0pa3oM, Hanuyue (yHKIHOHAIHLHOTO

ToKa lto B MHOKapie B3pOCIBIX NMTHUI] OBIJIO TIOKAa3aHO BIIEPBBIC B TaHHOW padoTe.

B mumoxapae miekonuTaromux TOK lio mpu Oosiee moapoOHOM PAaCCMOTPEHHH MOXKET OBITh
OIOCPEIOBaH JBYMs pa3sHbIMM BHJAaMU KaHaIOB U MOHOB. B cocraBe |l BbIAenstor
KAJIbLUINHE3aBUCUMBIM ~ KaJIMEBBIH TOK |1, UYYyBCTBUTENBHBIH K 4-aMUHONUPUIUHY, U
KaJbIIMHA3aBUCUMBIA XJIOpHBIA TOK lo2 (Ravesloot, Rombouts, 2000; Tseng, Hoffman, 1989).
[IpyHuMas BO BHHMAHHE HE3aBHCHMOCTh OOHApYXKEHHOro Toka OT moHoB Ca?* u ero
YYBCTBUTENBHCTh K 4-aMHUHONHMPHUAMHY, MBI CONOCTaBHJIM €r0 C TOKOM o1, Ha KOTOpOM Oyaem

(doKycHpoBaThCs B IajbHElIIeM (anee 0003HaueH Kak li).

Tok |y, 3apeTUCTPUPOBAHHBIA B KapJAHOMHUOIIUTAX SIMTOHCKOTO Teperena, UMen KUHETHYECKUe
XapaKTePUCTUKU U BOJBT-aMIIEPHYIO KOH(PHUTYpAIIMIO CXOTHBIC C TAKOBBIMHU JJII TOKA B MHOKapJe
miekonuraromux (Wang, Duff, 1997; Wettwer u np., 1993). UnTepecHO OTMETUTBH, YTO JAHHBIN TOK
MPUCYTCTBOBAJ JUIIb IpuMepHO B 20% HUCCIEeTOBaHHBIX KJIETOK. DTO MOXKET OBITh PE3yIbTaToOM
TeTepOreHHOr0 paclpeesieH!s] KaHalloB, OMOCPENyoIux TOK lw. B cepamne miexonurtarommx
pacnipenenenue lo paznuyaercs MEXIy pazIMuHBIME ydacTkamu npencepauii (Qi u ap., 1994), a
TaKk)Ke MEXIY PAa3IMYHBIMH CIOSIMH JKEITyJIOYKOBOTO MUOKap/aa: HauOOJbIasi aMIuinTy1a Toka lio
XapakTepHa s snukapanaibHbx cinoeB (Nabauer u mp., 1996; Volk u ap., 1999). ITockonbky B
JTaHHOW paboTe MpU SH3MMATUYECKOM BBIIEICHH KapAHMOMHUOIIMTOB KJIETKH M3 MPAaBOrO U JEBOTO
KEITYT0YKOB HE Pa3elisiiii, MOXKHO MPEAroarath, Y70 OCHOBHAS Macca >KeIyJOYKOBBIX MHOITUTOB
MpHUHAJJIeKATa K JOCTATOYHO TOJICTOMY CPEJHEMY CIIOI0 MHOKapJa JIEBOTO >KETyAo4YKa — TaKuM
00pa3oMm, MPOLIEHT MUKAPIUATBHBIX MUOIIUTOB, KOTOPbIE MOTJIM ObI 00J1a1aTh BBIPaKEHHBIM TOKOM
lto, ObT HeBenHWK. J[pyrMM BepOSITHBIM OOBSICHEHHEM MOXKET OBITh BO3MOYKHOE IOBPEKICHUE
KaHaJIOB MpU 00paboTKe (epMEHTAMHU: M3BECTHO, YTO, MO KpalHEl Mepe, HEKOTOphIE KaJlHeBBbIC

KaHaJIbl YyBCTBUTENBHBI K JCHCTBUIO MpoTeoauTHYecKuX pepmeHToB (Rajamani u ap., 2006).

[TpuHMMast BO BHUMAaHHE BBICOKYIO YaCTOTY COKpAILlEHUs cep/illa y MTHII, CPABHUMYIO C TAKOBOU
y Menkux rpeizyHoB (Cogger, Otis, Ringer, 1974; Molcan, Vesela, Zeman, 2016; Skinner u ap., 2019;
Valance u nap., 2008), M0okHO ObUTO OBl TIO AHAJIIOTUU TPEANONOXKUTH, YTO | JOMKEH HWrpath
KIIIOYEBYIO POJIb B penoyisipu3aluud MuokapAa ntull. OJgHaKo, MPOBEICHHBbIE 3KCIEPHUMEHTHI
nokasaiau, 4To lo BHOCHT BKJIag B peEMoNIApU3alMI0 MUOKapaa mepemnena 10 ypoBHA 50%
penosIpu3aluil — TO €CTh, YYaCTBYET B paHHEW (aze pernossipu3aiuu, 9To B OONBIICH CTerneH!
COOTBETCTBYET POJHU JAHHOTO TOKAa B MHOKapjae Oojiee KPYIHBIX XUBOTHBIX — W, B TOM YHUCIE,
yenoBeka. TeM He MeHee, Hellb3sl OTPULIaTh, YTO |t MOXKET BHOCUTH OoJsiee 3HAUUTENbHBIN BKIIA]] B
penonspu3auio MHOKapAa Oojiee MENKUX BHAOB NTHII C Topa3io Oojiee BBICOKOM YacTOTOM

COKpAILlEHUH cepala.
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VY KpYIHBIX MIEKOMHUTAIOMIMX TOK lio, 0OecIeunBas paHHIOW pernosspusauio Muokapaa (Sun,
Wang, 2005), BBINOJHSET HECKOJBKO BaXKHBIX PErYISTOPHBIX (GYyHKIUH. Bo-mepBhix, ecTh
CBUJICTENHCTBA B TMONB3y TOro, 4Yto ly MOXET TpUHHMATh YydYacTHE B  PETYISIHAH
AJIEKTPOMEXAHHYECKOTO CONPSHKCHUS B KapIUOMHUOITUTaX. lo (hakTudecku onpeensieT MeMOpaHHbIiI
MOTEHITMAT KapAUOMHOIINTa HA MOMEHT OKOHYAHHS paHHEH penoisipu3aliii 1 Hadana ¢asbl iaTo.
[TockonbKy aMIUIMTYyAa KalbIIMEBOro TOKa lca 3aBHCHT OT moTeHIMana Ha MemOpane, lio Takum
00pa3oM MOXKET OMOCPEJIOBAaHHO PEryJIMpoBaTh BXon Kaiblus B kKiaeTky (Bouchard, Clark, Giles,
1995; Sah u mp., 2002; Sah, Ramirez, Backx, 2002) n, coorsercTBeHHO, Ca’*-3aBUCHMEIil BEIOGPOC
Ca?" u3 CIIP kapamoMHONHUTOB, a Takxke Harmomaenne CIIP monamm Ca?* (Han, Schiefer, Isenberg,
1994; Kaprielian u ap., 1999). Ilockoneky B MHOKap/ie MIIEKOMHUTAIONINX Kanbluuessle aerno CITP
ABJIAIOTCA OCHOBHBIM HcTounukoM Ca?* mpu coxpamenuu (Bers, 1985; Bers, Bridge, 1989; Ravens
u 1p., 1997), onuceiBaeMoe B3aMMOJICHCTBUE MOXKET 3aMETHO BJIMSTH Ha COKPATUMOCTh MHOKAp/Ia.
[Ipenpiaymue paboThl MOKa3adM, 4TO B MHOKapae nrtuil kanbieBbie aeno CIIP takxe urparot
BEAYIIYIO pOJb B 3JIeKTpoMexaHudeckoMm compspbkenun (Tanaka, Takagi, Shigenobu, 1995).
[Tockonbky B JaHHOW paboTe OBLIO TaK)KE MOKA3aHO B3aMMOJEHCTBUE MEXKIY KabIIUEBBIMH JIEIO
CIIP, umeronuMu OOJBIITYI0 €MKOCTh, U KAJIBIIMEBBIMHU KaHAJIaMHU Ha CapKOJIEMMe KapIMOMHUOIIMTOB
nepernena, MOKHO MPE/IOJIOKUTh, YTO PaHHSS PETosIpu3alis MUOKap/a, OlocpeoBaHHAsT TOKOM
¢ OBICTPOI KUHETUKOMU (TaKUM KaK lto) SIBIsIETCSI HEOOXOAMMOM TSl Y)KUBOTHBIX, 33JICHCTBYIOIINX Ca®*
u3 CIIP mpu cokpamieHun cepjia, — TO eCTh, Ui NTUIl U MiekonuTarommx. OIHaKo, MpoBepKa
JTAHHOTO TIPEAIOJI0KEHUS TpeOyeT AabHEHIHNX, 00jee MoApOOHBIX UCCIEAOBaHUH, BKIIOUAOIINX

JPYTUE BUJBI IITHII.

Hpyroii BaxxHoW (yHKIui lo sBusercs perymsauus murensHoctd [1/] M, COOTBETCTBEHHO,
pedpakrepHoro nepuoaa. Kondurypauus 3nekTpuueckoidl akTHUBHOCTH MUOKap/a B 3HAYMTEIbHON
CTENEHU 3aBHCUT OT €€ 4YacTOThl, U 3Ta B3aUMHAas 3aBUCHUMOCTb KPUTHYHA A 3((HEKTUBHOTO
HPOBEJICHUS BO3OYKIICHHS U dIICKTPOMEXaHHMYECKOro conpsbkenus B cepaue (Greenspan, Edmands,
Fisch, 1967; Miller, Wallace, Feezor, 1971). Panee Obuto mokasano, uto ly, 3a cuer Bpems-
3aBHCHMOIO BOCCTAQHOBJICHHs IIOCJIE€ WHAKTHBALMM, ONPEACIAET 3aBUCUMOCTH JIIEKTPUYECKOU
aKTHBHOCTH CEpIla OT YaCTOThI CEPJICUHBIX COKpalieHuil u ee pedpakrepuocts (Hou u ap., 2018;
Litovsky, Antzelevitch, 1989). /lannas ¢ynkums lo MOXeT ObITh OCOOCHHO BaKHA JUIsl NITHI[ U
MJIEKOIIMTAIONINX B acleKTe pachpocTpaHeHus Bo3OyxkaeHus B cepaue. IlokasaHo, 4yTo marrepH
AKTUBALIMM JKEIYJOYKOBOTO MHOKApA€ NTHUIl UM MICKONMMUTAIOIMX 3HAYUTEIBHO OTJINYACTCA OT
TaKOBOTO B CEpAIlaX XOJIOJHOKPOBHBIX MO3BOHOUHBIX (Jensen u ap., 2012; Jensen u np., 2013a;
Jensen u gp., 2013b). MOXXHO NPEANONOXKUTh, YTO BO3MOXKHOE TE€TEPOTEHHOE DPACIOJIOXKECHHE

KaHAJIOB TOKa lto M COOTBETCTBYIOIIME pa3iMyus B KOH(MUTYPAIUU SJIEKTPHUUYECKOW AKTUBHOCTHU
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MECXKAY CIOAMH XKCIYJOYKOBOIO MHOKapaa MOI'yT OBITH KPUTHYHBIMHA JIs1 OIIMCAHHOI'O IaTTCpHA

aKTUBAIMU — OJIHAKO, TPOBEPKA JAHHOM I'MIIOTE3bI MOTPEOYET JabHEHIINX UCCIIEIOBAaHU.

5.4.3. MoJiekyJasipHbIe KOPPEJSITHI OCHOBHBIX PeENoJsAPU3YIONIMX KaJHEBBIX TOKOB B
MHOKap/e nepemneia
Hcnons3zoBanue [P B peanbHOM BpeMEHH, a TaKK€ UMMYHOXUMHUYECKUX METOJIOB, I103BOJIUAIIO
HaM B JJaHHOH pa0oTe M3y4UTh BO3ZMOXKHBIE KaHAJIbl, OMIOCPEAYIOIINE OCHOBHBIE PENOJISIPU3YIOIINE
KaJMeBble TOKM B MUOKapAe nepenena. [IockoibKy GONBIIMHCTBO HOHHBIX KaHAJIOB Ha MEMOpaHax
KJIETOK COCTOSIT M3 HECKOJBbKUX CyOBEIMHHI], B3aUMOAECHUCTBUE KOTOPBIX MOKET B H3BECTHOU
CTETIEHU MEHATh XapaKTEPUCTHKH pPE3YJIbTUPYIOIIET0 HOHHOIO TOKa, B JaHHOH paboTe Mbl

3aTparuBalid TOJIBKO OPOOOpa3yIoUIe 0-CyObeIUHUIIBI HCCIeyeMbIX KaHAJIOB.

[Mockonbky ERG (Kv11.1) m KvLQT1 (Kv7.1), onocpeayrorue TOkH lkr 1 Iks, COOTBETCTBEHHO,
SIBJITFOTCSI BECbMa JIPEBHUM JBOJTFOIIMOHHBIM MPUOOPETEHUEM TTO3BOHOYHBIX M IIPUCYTCTBYIOT YKE B
MHUOKapjae kpyrinopoTbix u peid (Hassinen u ap., 2011; Haverinen, Egginton, Vornanen, 2014,
Haverinen, Vornanen, 2009a), Hanuuyue MaHHBIX KaHaJIOB B MHOKapjAe MTHI[ HE CTallo
HEOXXMTAaHHOCThIO. B nmanHO# pabore Mbl mokazanu 3kcrpeccuto MPHK »Tux xanamoB u Hammdme
COOTBETCTBYIOIIUX OCJIKOB B MHOKAapAe NTUI] — XOTS O3TO HEJIb3sd Ha3BaTh MPSIMBIMH
JIOKA3aTeIbCTBAMH OIMOCPEOBAHUS TOKOB lkr U ks IMEHHO STUMH KaHanamu. [IpeanoaoKuTeNnbHo,
ka"asbl ERG Obitn HanpsiMyro yHaclieqoBaHbI MITHIIAMHU OT UX MPEIKOB, OTHOCUBIIHMXCS K TPYIINE
PENTHIINIA — XOTS HA CETOTHSIIHUN JIeHb HAJTMYME TaHHBIX KaHAJIOB B MUOKAP/Ie MPECMBIKAOIIHXCSI
MOKA3aHO TOJIBKO C HCHOJb30BaHUEM (DH3UOIOTHYECKUX, HO HE MOJEKYISIPHO-OMOIOTHYECKUX
meTos10B (Abramochkin, Matchkov, Wang, 2020; Warren u ap., 2010a). OgHako, B MHOKape MTHII
Tarke mpucyrcTByroT kKaHaibl KVLQTI, mpenmnonoKuTeabHO Onmocpenyronme ToK lks — a oH B
MHUOKAap/Ie HBIHE )KUBYIIUX penTHINi oTcyTcTBYeT (Abramochkin, Matchkov, Wang, 2020; Stecyk u
ap., 2007; Warren u np., 2010a). IHockonsky KVLQT1 u ERG omnocpenyror Toku 3aaep:kaHHOTO
BeIIpssMIIeHUS lkr U lks, SBISIONIMECS TaKKe MOMHHAHTHBIMH PEMOJIIPU3YIONIMMH TOKaMU B
MHOKap/ie 4YeJOBeKa, W MYTallid B COOTBETCTBYIOIIMX T'€HAX COMPSHKCHBI C HapyIICHUSIMHU
penosipu3aluy, apuTMHASIMHA — B TOM YHUCJI€ CHHIPOMOM yiiuHeHHoro uHTepBasia QT (Splawski u
ap., 2000; Vincent, Michael, 1998) — oOHapyxeHHe TaHHBIX KaHAJIOB B MHOKApAE MTHI[ JeTacT
MOCIIEAHUX TOTEHIIUAIBHO MPUTOJHBIM dKCIEPUMEHTAIBHBIM O0BEKTOM JJIsI M3YUEHHUSI CePICUHBIX
ApUTMHUI, aCCOIIMUPOBAHHBIX C JAHHBIMU T€HAMU, WJIH TECTUPOBAHUS MPETIAPATOB, ACHCTBYIONINX HA
9TH KaHabl. OIHaKO, CTOUT OTMETHUTb, YTO JJIS1 3TOTO HEOOXOTUMBI TATbHEHIIINE UCCIICIOBAHUS IS
BBISICHEHHSI HaOopa BCIOMOTATENFHBIX CYOBEIMHHMII, ACCOIMUPOBAHHBIX B MHOKapJe NTHI[ C

karHaiamu ERG u KvLQT1.

Kak yxe ynomMuHanoch Bbllle, MOCKOJIbKY IpaiMepsl Ui U3y4eHHs dKcnpeccuu kaHainoB ERG u

KvLQT1 B muokapae nTui ObUIM CHHTE3MPOBAaHBI BIEpPBbIC, CPABHUTH M MPOKOMMEHTHPOBAThH
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OTHOCUTEIIbHBII ypOBEHb IKCIPECCUU PA3HBIX BHUJIOB KaHAJIOB HE MPEJICTaBISIETCS BO3MOKHBIM.
OpHako HECMOTPS Ha TO, YTO B JKCIEPUMEHTaX Ha HW30JMPOBAHHBIX KapAHOMHUOIMTAX OBLIO
MOKA3aHO, UYTO TOK lks 3HAUUTENHHO CUJIbHEE BBIPAXKEH B JKEIYTOUYKOBBIX KJIETKAX, IO CPAaBHEHUIO C
MpeaCepaIHbIMH, YPOBEHb dKcrpeccuu kaHanmoB KVLQT1 Mexay mpencepaHbIM U KETyT0YKOBBIM
MHOKapJIOM He pazinyaicsa. Bo3aMoxxHON NpUYUHON JAaHHOTO PACXOXKACHHSI MOTYT ObITh pa3inyus B
TPAHCIIALMM KaHAJIOB B TPEACEPIHOW W KETYAOUYKOBOH TKaHM (BBUAY claboil CEeIeKTHMBHOCTH
BBIOpAHHBIX AaHTUTEN BECTEPH-OJIOTTUHT MO3BOJISUT MOTYYHUTh JIMIIL KAUeCTBEHHYIO HH(POPMAITHIO O
NPUCYTCTBUM KaHAJbHBIX O-CYOBEOUHMI]), a TaKkKe pazIuyhe B MaTTepHaX AKCIpPEecCUu
BCIIOMOTATeNbHBIX cyObenuuanil kanaioB KVLQT1 B mpeacepaHoit u skenyaouykoBOoW TKaHU. Tak,
u3BecTHO, uTo 6erok KCNE4 npu accoumanyu ¢ KvLQT 1 moxeT moaaBisTh TOK lks, omocpeayemsbiit
srumu kanaigamu (Manderfield, George, 2008) — B To ke Bpemsi, HaIpUMep, JJIsl BCIOMOTaTeIbHON
CyOBEIMHMIIBI TOTO JXKe KaHajma MINK mmokas3aH pasHblii ypOBEHb SKCIPECCHH B Pa3HBIX THIAX
KapAMOMHUOIIMTOB — HallpuMep, B pabounx MHOLUTAX *Kelyno4ykoB U BojokHax [lypkunbe (Han u

ap., 2002).

Pe3ynbTaThl KCIIEPUMEHTOB IO OIEHKE YYBCTBUTEIBHOCTH TOKOB lkr M ks K MX CEIEKTUBHBIM
OyoKaTopaM TaKXe MPEIOCTABISIOT KOCBEHHYIO HWH(POPMALUMIO O MOJEKYISPHOW TMpUpOje
OTOCPEAYIOMMUX HUX KaHalnoB. YyBCTBHTEIBHOCTh TOKa Iks k Omoxatopy HMR 1556 B
KapAMOMHUOIIMTAX TIeperea He OTJINYallach OT TAKOBOW B MHOKAp/E MIIEKOMUTAIOIINX — HAIPUMED,
MOpckoi cBUHKH u cobaku (Gogelein u np., 2000; Thomas, Gerlach, Antzelevitch, 2003). Tem ne
MEHee, YyBCTBUTEIBLHOCTh TOKa lkr B MUOKapje mepemnena K celekTuBHOMY Omokaropy E-4031,
MOMHMO TOTO, YTO pa3iHyaiach MEXIY KETyJOYKOBBIMH H TPEACEPAHBIMU KapAHOMHUOIMTAMH,
OK3aaJach TaKXKe HIKE [0 CPABHEHHIO C COOTBETCTBYIOIIMMHU 3HAYCHUSIMHU TSI MIICKOTTUTAOIIUX —
Tak, B MUOKapjie Mmopckoii cBuHKHU |Cso mogaBieHust Toka lkr 6;mokaropom E-4031 cocrasnsier 397
oM (Sanguinetti, Jurkiewicz, 1990) — 4to MOKeT yKa3bpIBaTh Ha HEKOTOPhIE H3MEHCHHS B CTPYKTYpE

KaHaja.

O6napyxenue Toka ly B MHOKapne meperena ObUIO HEOXKHIAHHBIM — OJHAKO, emie Ooiee
HEOXXMIAaHHBIM CTaJi0 OOHapyKeHHe B MHUOKapje meperiena kaHainoB Kv4.3. JlamHas u3odopma
KaJTUEBBIX KAaHAJOB B MHOKApJAEC MIEKOMUTAIOMIMX OMOCPenyeT TOK lo. XoTs mpyrue u3odopmsl
kaHanoB — Takue kak Kv4.2 u Kv1.4 — Taxxe MOTyT y4acTBOBaTh B hopMupoBaHuu Toka lo, IMEHHO
ka"asbl Kv4.3 Bcerna mpucyTCTBYIOT B HAOOpE KaHAJIOB, OMOCPEAYIOMHUX |y B MHOKapie TOTO WiIH
MHOTO BHJIa )KUBOTHOT'O, TOT/Ia KaK Apyrue n30(opMbl KaHAIOB MOTYT OoTCcyTcTBOBaTh (Dixon u np.,
1996; Dixon, McKinnon, 1994; Oudit u ap., 2001; Patel, Campbell, 2005; Rosati u np., 2001; Rosati
u ap., 2003). B dgenoBeueckom ke muokapae Kv4.3 sBrstorcs oCHOBHOW M30(OpMOI KaHAIOB,
onocpenyromux Tok lo (Gaborit u ap., 2007). Oxrako, Mo Bcel BUAMUMOCTH, TMATTEPH IKCIPECCHHU

Kv4.3 B MuHOKapAe TNTHUIl XapaKTePU3yeTCs OOJBIION T'eTEPOreHHOCTHIO W, BO3MOXKHO,
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BapraleIbHOCTHIO, KaK MOKHO CYIUTh IO OOJIBIIOMY pa30pocy ypOBHEH IKCIIPECCHH, M OTINYACTCS
OT TAaKOBOT'O B CEP/ILIC YEIOBEKa: B MPEACEPIHOM MUOKap/e YeIoBeKa ypoBeHb dkcnpeccun Kv4.3 B
3HAYUTEIBHON CTENEHU IMPEBBIIMIACT TAaKOBOW B kemyqoukoBoM muokapae (Gaborit u ap., 2007).
MO>XHO TaKke MPEaIOoI0KUTh, YTO MATTEPH IKCIPECCUH JAHHBIX KAaHAJIOB B MHOKAp/E MTUI] MOXKET
OBITH OoJIee CIIOKHBIM U HAXOJUTHCS 1TOJ] PETY/ISIIKEi BCIOMOTAaTeNbHBIX CyObeANHUI] — HAIIPUMED,

KChIP2 (Rosati u ap., 2001).

Kv4.3, kak u Ipyrue KaHajbl, OTHOCAIIUECS K 3TOMY CEMEWUCTBY, IIUPOKO PACIPOCTPAHEHHI B
HepBHOM cructeme mo3BoHOYHBIX (Casavant, Colbert, Dryer, 2004; Jerng, Pfaffinger, Covarrubias,
2004; Nakamura, Coetzee, 2008), u Ha JaHHBIII MOMEHT HEM3BECTHO, KaKkhe (pakTOpbl OTBEYAIOT 32
UX 3KCIPECCHUI0 B MUOKapAE MTHUIl U MIEKOMUTAIOMMNX M KaK 3TO CBSI3aHO C UX TOMOMOTEpMHEN.
OTBeT Ha ASTOT BOMNpPOC, MO KpaWHEW Mepe, OTYaCTH, MOXKET OBITh HaWJIeH B JadbHEHITUX
HCCJIEIOBAHMIX Ha MPEACTABUTENSX JIPYrod IPYHIbl apX03aBpOB — KPOKOIMIOB, KOTOPhIE UMEIOT
MOJIHYHO MCKIKCITYJOYKOBYIO TICPECropoaAKy H CICHUATIU3UPOBAHHBIC TPOBOAAINHNC IIYTU B
JKCITYJOYKOBOM MHUOKApAC, B OTIIMYUC OT IPOIUX peHTHHHﬁ, U BCE K€ OCTAKOTCsA HOfIKH.HOTGpMHBIMH

opranuzmamu (Jensen u np., 2013a; Jensen u ap., 2018).

5.5. KajmeBble TOKH BXOISIIIET0 BLINPSMJICHHS B MHOKAP/IE Meperneaa

B pabore ObUIO MOKa3aHO MPUCYTCTBHE (POHOBOTO TOKA BXOJAIIETO BBIMPSMICHHS lki Kak B
KEIyTOYKOBBIX, TaK W B TPEACEPIHBIX MHOIUTAX Teperena. bombmas aMIumMTyna BXOASIIEH |
BBIXOJISIIIIE KOMITOHEHT TOKa lki B JKEITyJOYKOBBIX KIETKaxX IO CPAaBHEHHIO C TPEACEpIHBIMU
SIBJISIETCSL OOIIIMM TPEHJIOM CPEIH MTO3BOHOYHBIX KUBOTHBIX, KaK YK€ YIIOMHUHAJIOCH BHIIIIE B pa3jiese
5.2.1. Kpome TOro, COOTHOIIEHUE AMIUIMTYIABI lk1 B JKETYJOUYKOBBIX M MPEACEPAHBIX MHOLUTAX
nepernena 0JIM3K0 K TAKOBOMY B KEITyIOYKOBBIX U MTpeAcepAHbIX MuoiuTax denoseka (Ehrlich, 2008;
Varro, Nanasi, Lathrop, 1993). Ctout Tak)e OTMETHTb, YTO, 110 CPABHEHHIO C XOJOTHOKPOBHBIMH
MO3BOHOYHBIMU, TPEICEPAHBI MHOKApA TMTUIl XapaKTePU3yeTcs OTHOCUTEIHHO BBICOKOU
ammuutynoi Toka lk1 (Abramochkin, Matchkov, Wang, 2020; Haverinen, VVornanen, 2009a), uto
MOYET CIYXHTb JUIsi TIPOTUBOJCHCTBHS BO3HUKHOBCHHIO apUTMHU B CBS3M C OoJjiee BBICOKOU
4acTOTOM CoKpamieHuil cepaua ntui. C apyroil CTOpOHbI, IO CPABHEHUIO ¢ MIICKOMUTAIOIINM, MPHU
OTHOCUTEIILHO PAaBHOW aMIUIMTY/AE TOKa lki B JKE€TyJOYKOBBIX MHOIIUTAaX, TOK lk1 B mpemcepaHbIx
MUOIIMTAX TIepernena OKa3blBaeTCsl MEHbIIE, 4YeM lki B TIpeICcepIHbIX MUOIMTAX MBI U MOPCKOM
ceuHku (Panama, McLerie, Lopatin, 2007, Ward u ap., 1997). Bonee BwIpakeHHasi pa3HUIA B
ammuTyae lki Mexay npeicepausMu M OKETyAOYKaMH Tiepernesia MOXeT OBITh 00yCIOBJICHA
¢dmroreHeTnyeckuMH (hakTopamMu U 00JIee TIO3THUM OT/ACICHUEM ITHUI] OT TPYIIIBI PENTHIINN B X0J1€
sBOMOIIMU. J[Is1 TIPOBEpKM NaHHOW THUIOTE3bl, OJAHAKO, HEOOXOJUM AaHaTU3 TOKOB BXOJSIIErO
BBITIPSMIICHUS. B MUOKapie APYTUX MPeICTaBUTENIEH TPYIIbI apXx03aBpoB, KpokoamioB. C npyroi

CTOPOHEI, IIPW CHHXKEHHOHN (II0 CpaBHEHHIO C MJICKOITMTAaIONIMMHK ) aMIINIUTYA€ TOKa Iki B
5
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IPEeJCEePAHBIX MUOLIUTAX NE€PETENa poiib PENOIIPU3aLMOHHOIO pe3epBa MOr'yT OpaTh Ha ce0s Ipyrue
TOKHU — HallpUMEP MEUIEHHBIN TOK 3aJ€pKaHHOTrOo BhIIpsIMIIEHUS lks. OgHAKO, CTOUT OTMETUTh, UTO
IIpY MEHBIIEH aMITUTYIe TOKOB k1 U Iks Ipeicepius TUI MOTYT OKa3aThesl 0oJiee yA3BUMBIMH IS

APUTMUYECKUX COOBITHH 1O CPAaBHEHHUIO C KETYT0UKOBBIM MUOKAPIOM.

B oramume ot AMIUIMTYAbl TOK4, 3aBUCUMOCTH CTCIICHU BXOAAIICTO BBIIIPAMIICHUSA |K1 oT
MGM6paHHOFO IIOTCHIIMAaJIa GBIJIa OAWHAKOBA B MIPCACCPAHBIX U KCITYAOYKOBLIX MUOLIUTAX IICPCIICIIA,
KaK MOXXHO CYJIUTH IO OTCYTCTBHUIO pa3inyvii B opMe KPUBBIX 3aBUCHMOCTH M UX IapamMeTpOB
(manpumep, Vo5). DTO MO3BOJISET ClieTaTh BBIBOJ O TOM, YTO, BEPOSTHO, COCTaB M30()OpM KaHAJIOB,
ONoCpCAYIOIUX TOK |K1 B JKCITYJOUYKOBBIX U MPCACCPAHBIX KIJIICTKAX, HC pa3JIndacTCs: U3BECCTHO, YTO
pa3nuuyHble M30(OpMBI KaHAJIOB BXOJMAIIETO BBIMPSIMIICHUS XapaKTePH3YIOTCS pasHOU (opmoii
BOJIbT-aMIIEPHOW 3aBUCHMOCTH W, COOTBETCTBEHHO, PA3JIMYAIOTCS IO 3aBUCHMOCTH BXOISIIETO
BBIIPSAMJICHUSI OT mojaepkuBaemoro mnoteHimana (Hassinen u np., 2015). Opnako, maHHOE
YTBEp)KICHHE TpeOyeT NalbHEHIel MPOBEPKU C MCIOIb30BAHUEM MOJICKYJISPHO-OMOIOTHUECKUX

MCTOIO0B.

Taxke B paMKax TaHHON pabOTHI OBUT MCCIENOBAH €Ie OJWH TOK BXOJSIIETO BBITPSIMIICHHS,
BHOCHH_II/II\/'I BKJIaZ B DJICKTPUYCCKYHO dKTHBHOCTL CCpAlla B HOPMEC, — aHeTHHXOHHHSaBHCHMBIﬁ TOK
Ikach. Kak B akcniepuMeHTax ¢ TKaHEBBIMM IIpenapaTaMy MHOKapza Iepernena, Tak U B ONbITax Ha
W30JIMPOBAHHBIX KAPJAUOMHOIMTAX OBLJIO MOKA3aHO HAJIMYUE TOKa lkach, aKTHBHPYIOMIETOCS IOJ
JICCTBUEM alleTHIIXOJIMHA M €r0 aHaJoTOB, B TPEACEPIHOM, HO HE B JKEIyJIOYKOBOM MHOKApJe
nepeneia, 4YTo TAaKIKE SABJIACTCA 06H_[I/IM TPCHAOM CpCaun 6OJII>HII/IHCTB3. IIO3BOHOYHbBIX KMBOTHBIX
(Abramochkin, Matchkov, Wang, 2020; Ehrlich, 2008; Skarsfeldt u np., 2018). CTout OTMETUTB, YTO
aHAJIOTUYHBIC PE3YJIbTaThl OBLIM MOJYYEHBI paHee Tpymnmnou moj pykoBoactBoMm A.J. Pappano na
npenapatax MHOKapaa aByxHeaeiabHbIX IsiuisT (Inoue, Hachisu, Pappano, 1983) — omnaxo,
ABYXHCACIIbHBIX HbIIIAT HEJIB3d OTHCCTHU K B3POCJIBIM OCO6$IM; KpoM€ TOTro, B I[aHHOﬁ pa60Te
AleTUIIXOJMUH3aBUCUMBIN TOK lkach OBIT HcciemoBaH ©Oosiee TOAPOOHO C HCIONIB30BAHHEM
pa3IMYHBIX METOJOB. AMIUTUTYA BXOJSIICH W BBIXOJSIICH KOMIIOHCHT alleTHIIXOJIUH3aBUCHMOTO
TOKa B MPEICEPIHBIX KapJUOMHUOIMTAX Ieperena ObUTH OJIM3KH K aHAJIOTWYHBIM 3HAYCHUSM JUIS
JPYTUX BUIOB MO3BOHOYHBIX )KUBOTHBIX (Abramochkin, Vornanen, 2017; Lomax, Rose, Giles, 2003).
Kak u Yy IpoYuXx MO3BOHOYHBIX, AKTHBALIUA ACTUIIXOJMH3aBUCHUMOI'O TOKa |KACh mon I[eﬁCTBHeM
(dbapMakoJIOTHYECKUX areHTOB B MHOKapje mepernena Oblia ao3o03aBucuMoi. [lomyaddexTuBHas
KOHIICHTpAIlUsl aKTHBAaIUU lkach TON JEHCTBHEM Kap0axoia B MPEICEpAHBIX KapIHOMHOIMTAX
neperiena Obuta ONHM3Ka K aHATOTMYHBIM 3HaueHHsM ECsp, MONYYEHHBIX B MPEABIAYIINX
HCCIICAOBAHUAX Ha JPYrux BHAAX JXHUBOTHBIX, B TOM UYHUCIC Ha YCIOBCUCCKOM MHUOKAPAC
(Abramochkin, Vornanen, 2017; Dobrev u np., 2001). Mcxoas u3 MOJy4eHHBIX PE3YyIbTaTOB B

CpaBHCHHHU C JAaHHBIMH APYTHUX HCCHCHOBaHHﬁ, BBIITOJTHCHHBIX Ha pa3JIMYHBIX BHUJAX ITO3BOHOYHBIX
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JKUBOTHBIX, MOKHO 3aKJIIOYUTD, YTO XaAPAKTCPUCTUKHU U PaCIPEACTICHUC KaHAJIOB TOKOB BXOOALICTO
BBIIPAMIICHUA B MHUOKaApJAC IMO3BOHOYHBIX c1a00 MEHSIUCH B PE3YIbTATC 3BOJIOIMU, U B CCPpALC

rnepenceia OHu OJIM3KH K TAKOBLIM B CCpALC MIICKOIMMUTAIOIIUX.

HecmoTps Ha TO, YTO KOHCTUTYTUBHO aKTUBHBIN allETHIIXOJMH3aBUCHUMBIN TOK HEe ObLT 0OHApYKEH
HU B IIPEJCEPAUAX, HU B JKEIyl0UKax Ieperesa, HelIb3s OTBEPraTh BO3MOKHOCTD €0 yJacTHs B TEX
WIA WHBIX MATOJOTMYECKHX COCTOSIHHSX MHOKapAa — Hampumep, npu GUOPHIUIALUN Tpeacepauit
(Bassil u ap., 2014; Ehrlich, 2008). Ognako, npuHHMasi BO BHUMaHHE BO3MOKHOCTh MHHOPHOM
9KCIIPECCUH KaHAJIOB alleTUIIXOJIMH3aBUCUMOTI0 TOKa lkach B ’KeTyI04KOBOM MHOKAp/Ie, TOKa3aHHYIO
JUIE HEKOTOPBIX BUAOB MiekonuTamomux (Dobrzynski u np., 2001; Liang u ap., 2014), Henp3s
IIOJIHOCTBIO OTBEPraTh THUIIOTE3y O BO3MOXKHOM HAJIMUYMU JAHHBIX KaHAJIOB B JKEJIyI0YKOBOM
Muokapne ntul. B HopMe TOK lkach MOKeT ObITh 3aMacKHpOBaH (POHOBBIM TOKOM BXOJSILErO
BBIIPAMIICHUS |k1, KOTOPBIH B KEITYJOYKOBOM MHOKapAe UMeEET OOJbIIYyI0 aMIUIMTYAy. B Takom
cllyyae aneTUIXOJIMH3aBUCHUMBIN TOK OyIeT akTUBUPOBATHCS TOJIBKO B YCIOBHUSX TMOJABICHHS TOKA
Ik1, IPOTUBOAEHCTBYS, TAKUM 00pPa30M, PA3BUTUIO APUTMHM NIPU CHUKEHUU PENOISPU3AUOHHOTO
pesepBa (Beckmann u ap., 2008). [TomuMo 3TOr0, HY’)KHO yYHUTHIBAaTh BO3MOYKHOE T€TEPOTCHHOE
pacmpenelnieHne KaHaloB aleTHJIXOJMH3aBUCHUMOTO TOKa Ikach B JKEIyJOYKOBOM MHOKape
nepenena. M3BECTHO, 4TO B KEIyJIOYKOBOM MHUOKapJe 4YeJoBeKa KaHalbl lkach pacmpeneneHsl
HEOJTHOPOJHO U OTCYTCTBYIOT B cpequnHoM ciioe (Liang u ap., 2014). [TockonbKy npu BBIICICHAN
M30JIMPOBAHHBIX KapJAHOMHOLUTOB OOJIBIIMHCTBO MOMYYEHHBIX KETyIOUYKOBBIX KJIETOK OTHOCSTCS
UMEHHO K CPEIUHHOMY CJIOI0 MUOKap/a, BEPOATHOCTh OOHAPYXKUTh BO3MOXHBIN TOK lkach Takum
METO/IOM KpaiiHe Hu3Ka. Takum 00pa3oM, HECMOTpPS Ha TO YTO B JaHHON pabOTEe MPUCYTCTBHE TOKA
Ikach OBLIO MOKa3aHO TOJBKO JMJIS MpPEICepAHOro MHOKapja Iepernena, anpHeiimue Oolee
JeTallbHbIE UCCIIE0BAaHUS C IPUMEHEHHEM MOJIEKYJISIPHO-OMOIOTMYECKUX METOJIOB MOTYT BBISIBUTD

JTAHHBIN TOK M B JKEITYI0YKOBOM MHUOKApP/IE MTHII.

5.6. BbIcTPBII HATPHEBBIN TOK B MUHOKApJIe Nepenesia

BeicTpeIii HaTpueBblil TOK Ina OBIT paHee 3aperucTPUPOBaH B JKEITYJOYKOBBIX KapAWOMHUOLUTAX
B3pocioro nepenena (Vornanen, Hassinen, Haverinen, 2011), a Taxxe 06ojice aeTaabHO H3yYeH B
sMOpHOHANIBHBIX KapauomuoruTax kKypuibl (Fujii, Ayer, DeHaan, 1988; Gold, Strichartz, 1991,
Satoh, 1995d). Tem He MeHee, B JaHHO# paboTe BIIEpBbIC IPOBECHO CPABHEHUE XapaKTEPUCTUK TOKA
INa B KEITyZOYKOBBIX W TIPEICEPAHBIX KAPIAMOMHOIMTAX B3POCIBIX MNTHIl, a TAKKE OIHCAHBI
napaMeTpbl KHHETHKH CTAaIlMOHAPHOM aKTHBAIMU W aKTUBAIMU TOKa. B paMkax naHHOM paboThl He
IPOBOAMJICS aHAJIN3 YYBCTBUTEIBHOCTH TOKA INa B KApAMOMUONIUTAX MEperena K TeTPOAOTOKCHHY,
NOCKOJIbKY 93Ta HH(oOpManus Oblla MOJyuyeHa B paMKaxX CpaBHUTEIbHO-(PU3UOJIOTHYECKOTO
WCCJICIOBAHMS, BBIMOJHEHHOrO Ipynmnod moj pykosoxctBom M.Vornanen (Vornanen, Hassinen,

Haverinen, 2011) — opgHako, MOCKOJBKY B JaHHOH pabore Ina MOJHOCTBIO IMOJABIISICS
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TETPOJOTOKCUHOM B KOHUEHTpamuu | MKM, MOXHO NPEANOJIOKUThb, YTO PACXOKIECHUN C

JIMTCPATYPHBIMU NAHHBIMU HCT.

Bonbr-amnepHas xapakTepucTHKa OBICTPOrO0 HATPUEBOTO TOKA B KapJIMOMHOLIUTAX IMepernena,
OTMCaHHas B paMKax HACTOSIIECH paboThl, c1ab0 OTIMYAIach OT aHAJIOTHYHOM BOJIBT-aMIIEPHOMN
KPHUBOM U1 )K€y JOUKOBBIX KapAMOMHUOLIUTOB MIEpENENa, ONMCAHHON B IPEIBIIYILEM UCCIEA0BaHNN
(Vornanen, Hassinen, Haverinen, 2011). He3nauuTtenbHble pa3iuyus KacarOTCs PaCIOIOKCHUS
MakCHMyMa ¥ 3HaY€HUS MUKOBOM aMIUIUTYbI INa: B JaHHON paboTe MaKCHMyM TOKa pacroiaraics
Ha YpOBHE MoJepKuBaeMoro norenuuana -30 MB, nmpu 1aHHOM MOTEHLMAaNe MUKOBas aMILIATY1a
Ina cocTaBmsina -59,62 + 3,43 nA/n® — toraa kak B pabore M. Vornanen u coaBTOpoB MakCUMyM
aMIUIMTYZABI INa B JKEITyOYKOBBIX KapAMOMHOLMTAX IMepenena Haxonausics Ha ypoBHe -40 mMB un
coctaBisur HemMHOTHM MeHee -80 mA/m®. OnuckiBaeMble pa3audusi MOTYT OBITh CBSI3aHBI C
pa3sIUUMsIMM B OKCIEPUMEHTAJIbHBIX MPOTOKOJAX M COCTaBe pPAcTBOPOB: B JaHHOM paloTe
KOHIIeHTpausit WoHOB Na' B  mepQy3HOHHOM pPAcTBOpE, OKPYXKAIOIIEM H30JHPOBAHHBIC
KapJIMOMHUOIIUTHI, OblIa UCKYCCTBEHHO CHIDKeHa 70 20 MM, a BO BHYTPUKIETOYHOM pacTBOpE —
yBenuuena 10 10 MM, toraa kak B pabore M. Vornanen u coasropos konuentpauuu Na* caapyxu
Y BHYTPHU HCCIIEYEMBIX KIJIETOK COCTaBJISIJIM, COOTBETCTBEHHO, 150 MM u 5 MM — CcTOJIb BBICOKHI
TpaHCMEMOPAHHBIN IPaUEHT KOHIeHTparuu HoHoB Na* B coueTanuu ¢ GOJIBIION aMILTUTYION TOKA
MOTYT TIpU HEAOCTATOYHOW 3JIEKTPUUECKOM KOMIIEHCALIMM CONPOTHBIIEHHUS KOHTAaKTa MOXKET
UCKa3UTh (OpPMYy BOJIbT-aMIEPHON XapaKTEPUCTHUKU U CMECTUTh MAKCUMYM AaMILTUTYIbl TOKa B
CTOpPOHY 00Jiee OTPHUIATENbHBIX MOTEHINATOB. CTOUT OTMETHUTD, YTO B IPOUMUX paboTax MaKCUMyM
BOJIbT-aMIIEPHOU KPHUBOH INa B KAPIMOMHUOIIUTAX NTHIl HAXOAUTCs Ha ypoBHe -30 mwiu -20 mB (Fujii,

Ayer, DeHaan, 1988; Josephson, Sperelakis, 1989; Satoh, 1995d).

B 1ienom, ObICTpBIN HATPUEBBIM TOK B KapIMOMHUOIIUTAX ITHUII, TIO BCEH BUIUMOCTH, OTIIMUACTCS
KpalHeW BBICOKOM aMILIUTYI0M 110 CPABHEHUIO C TAKOBOW B MMOKap/Ie APYTruxX MO3BOHOUYHBIX. Ha 310
yKas3bpiBaeT uccieroBanue M. VOrnanen u coaBTOPOB, OXBAaTHIBAIOIIECE HIMPOKHIA CIIEKTP BUIOB
(Vornanen, Hassinen, Haverinen, 2011); B sMOprOHaIBHBIX KapIHOMHOLUTAX MITHI[ aMILTATYAA INa
ToKe BechMa Benmuka (Satoh, 1995d), u B xome smOpuoreHesa ona mocrenenno pacrer (Fujii, Ayer,
DeHaan, 1988). HecmoTpst Ha TO, 4TO pa3HUIIA B MAaKCHUMAJIbHON IMHUKOBOM aMIUIATyAE Ina Mexmy
NPEJCEPAHBIMA M IKEIYyJIOYKOBBIMA MHOIIUTAMHU Teperena ObUla CTaTUCTHYCCKH HE3HAYUMOW,
MIPOCIICIKUBACTCS 00MIast TEHACHIIMS O0Jiee HU3KOW aMIUTUTYIbI INa B MPEACepIHBIX KIETKaxX. ITO
TaKXe SBIISCTCS OOMMM TPEHIOM IS HEKOTOPBIX APYTUX IMO3BOHOYHBIX KUBOTHBIX (Abramochkin,
Matchkov, Wang, 2020; Filatova, Abramochkin, Shiels, 2019a) - ongHako, y HEKOTOpPBIX

MJICKOTIUTAIONINX HaOmonaercst ooparHas cutyanus (Chen u ap., 2016; Li, Lau, Shrier, 2002).

CrannoHapHas KWHETHKA aKTHUBAIlMM W WHAKTHUBalUM Ina paHee He OblTa HccleoBaHA B

KapJIMOMHUOIIMTAX B3POCIBIX MTHUL U ObLIa BIEPBbIC OMKMCAaHA B paMKax JaHHOU paboTel. CpaBHEHHE
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MOJYYCHHBIX JaHHBIX C JIMTEPATYpPHBIMH JaHHBIMHA palOOT, BBHIMOJIHEHHBIX Ha SMOpPHUOHATIBHBIX
KapJIMOMHUOIIMTAX KYPHIIbI, IOKA3bIBACT, uTO MoTeHIHal 50% akTuBanuu Ina HE pa3inyacTcs MEKIY
UCCIICIOBAaHUSIMUA U BCET/Ia HAXOAUTCS Ha ypoBHe nmpuOimsutensho -30 MB (Fujii, Ayer, DeHaan,
1988; Gold, Strichartz, 1991). Oxnako, mapamMeTpbl KHHETHKH CTAllMOHAPHONW WHAKTHBAIIWH,
TIOJTyYCHHBIC B 9TOW paboTe, OTIIMYAIOTCS OT JIMTEPATYPHBIX JaHHBIX: B KAPIMOMHUOIIMTAX Ieperena
KpHBask WHAKTHBALUU INa ObLIA CABHMHYTa B CTOPOHY 00Jie€ MOJOXHMTEIBHBIX MOTCHIUAIOB, CO
3HaUEHUSAMH V50 17151 TOKA B IPEACEPAHBIX U JKEITYJOUKOBBIX KJIETKaX, COOTBETCTBEHHO, -47,23 MB u
-53,23 MB, Torna kak B ’SMOpHOHATLHBIX KapIMOMHUOITUTaX KypHUIlbl Vso Haxoauscs B peaenax -90-
80 mB (Fujii, Ayer, DeHaan, 1988; Gold, Strichartz, 1991). Xots B pabote S. Fujii He moka3aHa
TEHJICHIIHS CABUIa MHAKTUBAIIMOHHON KPUBO BIIPaBO B XOJIC OHTOTEHE3a, 3TO MOXKET MPOU30MTH Ha
OoJiee MO3HMX dTanax pa3BUTHI IMOPHUOHA, IIOCKOJIBKY B OMUCHIBAEMOI paboTe ObLITH NCCIIE0BAHBI
SMOpHOHBI Bo3pacToM a0 7 auewr makyOammm (Fujii, Ayer, DeHaan, 1988). ®ynkunoHambHas
3HAYMMOCTh TaKUX OCOOCHHOCTEW CTAIlMOHAPHOW WHAKTHBAIMHU INa B MUOKap/e Teperesna ocTaeTcs
HesicHOU. C OTHO¥M CTOPOHBI, CIBUT KPUBOM MHAKTUBAIUY INa B MHOKAp/IE TIEperena B CTOPOHY Ooiiee
MOJIOKHUTEIBHBIX MOTEHI[MAIOB 00JieryaeT BO30YKICHHE KJICTKU MPU JCTIONSAPH3AIMH, C APYron
CTOPOHBI — YBEITMYUBACT TaK Ha3bIBACMBI «OKOHHBIN TOK», YTO, B CBOIO OUYEPElb, YBETMUMBACT PUCK
passutus aputmuii (Magistretti, Alonso, 1999). YuureiBast, 4To B IpeACepAHbIX MUOIIMTAX Teperesa
KpHBasl CTAl[MOHAPHOW WHAKTHBAIIMKM ObUIa JIOTIOJHUTENBHO CIABHHYTAa B 00JacTh Oojee
MOJIOKHUTEIBHBIX TIOTCHIIMAIOB, YTO JIOJKHO COOTBETCTBOBATh OOJIBIIIEMY OKOHHOMY TOKY HATpHS, B
COBOKYITHOCTH CO CHI)KEHHOW aMIUTHTY 10U PENOJISIPU3YIOIINX TOKOB lks 1 k1 Ipencepaus nepenena
MOTYT OBITh OCOOCHHO YSI3BUMBI K PHUCKY BO3HHKHOBEHHS apUTMHUYECKHUX COOBITHI — Hampumep,
paHHHX ToOcTaenospu3anuii. CTOUT OTMETHUTh, YTO B MHOKAapIe MIICKOMHTAOUINX, HAIPOTHB,
KpHBasi MHAKTUBAIUHU INa B TPEACEPAHBIX KJICTKaX CABHMHYTa B CTOPOHY 0OOJiee OTPHIIATEIbHBIX

IIOTCHIIMAJIOB.

5.7. Kpyrosopor Ca?* B MuoKap/e nepemnesa

5.7.1. Capxkoaemmanbubie Ca?" KaHAJIbI

CapkoneMMalIbHBIN KalbIIUEBBIN TOK, 3apETUCTPUPOBAHHBIN B U30JIMPOBAHHBIX KapIMOMHUOIIUTAX
STIOHCKOTO TIeperelia, UMell KOHBEHIIMOHATLHYIO BOJIBT-aMIIEPHYIO XapaKTEPUCTHKY, C aKTHBAIUCH
TOKa TP MOTEHIHaaX MoJiokuTeNnbHee -30 MB 1 MakCHMyMOM MTUKOBOW aMIUTATY/IbI B oOsacTH 0
MB; 0OHapyXeHHas pa3HHUIlA B TUKOBOW aMIUTUTY/ I TOKA MEXY MPEICEPTHBIMU U KEITyT0YKOBBIMU
KapIMOMHOIIUTAMH TaKXe SIBISETCS OOImUM (EHOMEHOM Ui Cepell MO3BOHOYHBIX YKMBOTHBIX
(Abramochkin, Matchkov, Wang, 2020; Badr u ap., 2018; Filatova, Abramochkin, Shiels, 2019b;
Hatano u np., 2006; Mewes, Ravens, 1994). Ocob6o cTOUT OTMETUTH OOJBIIYIO AMIUIUTYAY
KaJbIIMEBOTO TOKA B KEIYJOYKOBBIX KapIMOMHUOIIMTAX Tepernesa. DTH pPe3yJbTaThl XOPOIIO

KOPPEIUPYIOT C JAaHHBIMH, TMOJYYEHHbIMH B AaHAJOTUYHOM CPaBHUTEIbHO-(PU3UOIOTHYECKOM
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UCCJICIOBAaHUHM, BBIMOJIHEHHOM Ha KapJUOMHOLUTAX 340JIMKAa U KPBICHL: NMUKOBas aMIuuTyzaa lca B
MHOLUTAX 350JIMKa MPEBbIIIaNa TAKOBYIO B KJIeTKax KpbIc Ha 52% (Bogdanov u ap., 1995). Panee B
paborax A. Fabiato Obu10 MOKa3aHO, YTO YeM OoJIbIlEe aMIUIMTYAa CapKOJIEeMMaibHOro lca, TeM
CHIIBbHee clIeTyrolumii 3a 3tuM BeIopoc Ca®* u3 CIIP (Fabiato, 1983; Fabiato, 1985). Takum o6pazom,
BBICOKAs aMIUIUTY1a lca B MHOKap/e NTHIL MOKET 00eCIIeunBaTh 3a CYET ITOI0 MEXaHU3Ma CUJIbHBIE

U OBICTpBIE COKPALICHHUS.

CTOuT OTMETHUTBH, YTO aMILTUTY/A lca B KapAHOMUOLIMTAX NIEeperesia oka3aaach 3SHAYUTENIbHO BhIIIE
TaKOBOW B MHOKap/e XOJIOAHOKPOBHBIX M03BOHOUHBIX (Badr u np., 2018; Galli, Taylor, Shiels, 2006;
Galli, Warren, Shiels, 2009; Haworth u ap., 2014; Vornanen u zp., 1998), koTopbic He 3aIeHCTBYIOT
Ca?* meno CIIP mpu snextpomexanudeckom compsikenun (Shiels, Galli, 2014; Shiels, Sitsapesan,
2015). OaHako, CTOUT OTMETHUTh, UYTO PIOBI ceMeiicTBa CKyMOpHEBBIX (pa3IMYHbIC BUIBI TYHIIOB),
U3BECTHBIE CBOMM BBICOKMM YPOBHEM aKTHUBHOCTH, HHTEHCHUBHBIM META00JIM3MOM U CIIOCOOHOCTHIO
sazeiictoBath Ca?* gemo CIIP mpu COKpalieHHMM Cepjla, TAKkKe XapaKTepU3yTCS BBICOKOI
amMumuTynoi lca. B SKCIepUMEHTANbHBIX YCIOBUSAX, CXOIHBIX C TaKOBBIMH B JIaHHOW paboTte
(komHaTHas Temriepatypa, S MM DI'TA B MUNIETOYHOM PACTBOPE) JKEITYTOUYKOBBIE KapIHOMHUOIUTHI
AMMOHCKOM  ckymMOpum Scomber japonicas u o0ObIKHOBEHHOro TyHIIa Thunnus thynnus
JIEMOHCTPUPOBAIIM CPABHUTEIBHO BBICOKYIO0 aMrmuTyay lca (Galli u ap., 2011; Shiels u ap., 2004).
TakxuM 00pa3oM, 3TO MOJCPKUBAET BEIABUHYTYIO BBIIIE THIIOTE3Y O TOM, YTO BEICOKOAMITITUTYIHBIN
CapKOJIEMMANIbHBIN TOK lca MOXET OBbITh XapaKTEpPHBIM CBOMCTBOM KapJUOMHOILMTOB, AKTHBHO
MCTIONB3YIOIMX TIpH cokparmennu Ca®" nemo CITP, B 0COGEHHOCTH NPH OTCYTCTBHH CHCTEMBI T-
TpyOouek. IHTEepecHO, UTO 3Ta 3aKOHOMEPHOCTh HE KacaeTcsi 0ECIIO3BOHOYHBIX BHUJIOB C BBICOKHM
YPOBHEM aKTUBHOCTH — HANpPUMEpP, T'OJIOBOHOTUX MOJUIIOCKOB. KapAMOMHMOLMTBI UX CUCTEMHOTO
cep/lia XapaKTepu3yloTcs BRICOKUM cozepxkanreM Ca’" B CIIP, u 3HaunTensHbIM BKIagoM CIIP B
COKpPATUTENbHYIO aKTUBHOCTh MHOKap/ia — OJIHAKO, CApKOJIEMMANIbHBIN TOK lca B 3TUX KJIETKaX UMEET

OTHOCHUTENIBHO HeOombImyto ammututyay (Altimiras, Hove-Madsen, Gesser, 1999).

BakxHO OTMETHTB, YTO TeMIlepaTypa MOXET OKa3blBaTh 3HAUMTENIbHOC BiUsSHHE Ha lca. [lpu
TeMITepaType, XapakTepHOH IS TeMIepaTypbl Tejla OPraHu3MoB IiN VIVO, mukoBas amruiutyaa lca
IPEANOJIOKHUTEIFHO JTOJDKHA OKA3aThCs CIe BBIIIE, YeM 10 pe3yjibTaTaM JaHHOH paboThl, T TOK
PETUCTPUPOBAIA TPH KOMHATHOW Temriieparype. 3HaueHuss Qio Ui MUKOBOW aMILIUTYAbl lca y
MO3BOHOYHBIX, KaK MPABUIIO, MPHOIM3UTEIbHO paBHbI 2: Q10 ~ 2 ans paxyxHoi ¢dopenu (Shiels,
Vornanen, Farrell, 2000); Q0 ~ 1,8 mist cycnuka Puuapacona (Herve u np., 1992); Qo ~ 2,7 mns
xenymnoukoB kposmka (Shimoni, Banno, 1993). Takum 00pa3oM, MOCKOJIBKY aMIUIUTYAA
CapKOJEMMAIILHOTO lca BaXkKHa U1l YCHIICHHS KaJbLIMEBOrO TPAH3HMEHTA, MPU TeMIeparype Tena

KaJIbIIMIT3aBUCUMBINA BBIOPOC Ca’' B KapIMOMHUOITUTaX MTHIl Oy/IeT CUIbHEE.



117

Ha ceromusmHuii 1€Hb HET YETKOr0O MHEHHS O TOM, Kakhe TOKH OIMOCPEIYIOT
TpaHccapKoneMManbHeli Bxoa Ca?* B kapaumomumonutsl nTHL. HeKoTOphle HCClENOBAaHUS
YTBEPKIAIOT, uTo oTuacTH Bxoja Ca?* B Muokapae nru onocpeayercs Ca?* kananamu T-Tuma — kak
y B3pocibix ocobeit (Bogdanov u np., 1995), Tak u y am6puonos (Brotto, Creazzo, 1996; Creazzo,
Burch, Godt, 2004; Kitchens, Burch, Creazzo, 2003) — torga Kak apyrue MCCaeI0BaTeIH JaHHbIH
TOK B MHOKapje nTtul He obHapyxwiu (Kim u ap., 2000). ITockonsky Ca?* Tox T-Tuma Takxke
XapakTepeH sl SMOPUOHAIBHBIX KapIMOMHOIMTOB MIJICKOMMUTAIOIINX, HE UMeomuX T-Tpy0ouek
(Xu, Best, 1992), B pabote K. BoranoBa u coaBTOpoB ObliTa BBIIBUHYTA THIIOTE34, YTO JAHHBIA TOK
MOXET OBITh HEOOXOIUM JIJISl YCIIEITHOTO AJIEKTPOMEXaHUUECKOTO COTPSDKEHUS B KapIHOMHUOIIUTAX
¢ moxo pa3BuThiM CIIP B oTcyrcTBHe T-TpyOodek. DTO OTHACTH MOATBEPKIAAETCS pe3ysibTaTaMu
paboT Ha 3MOpPHOHAX NTHI], KOTOPbIE MOKA3aJId, YTO B AMOPUOHAIBHBIX KapIUOMUOIUTAX MTHI]
TaKXe MPUCYTCTBYET Ca?* ok T-Tuma — OJTHAKO, €TO aMIUTMTY/]a U OTHOCUTEILHBIN BKJIAJl B OOIIHI
TpaHccapKoneMManbHEI Bxox Ca?t cHmkaroTes B xone oHTorenesa (Creazzo, Burch, Godt, 2004;
Kawano, DeHaan, 1991). B nannoii pa6ote Ca?* Tox T-Tumna He 6bIT BEISBIEH B paboyeM MHOKAp/Ie
B3POCIIBIX MITHUI] — IO KpaifHel Mepe, MoydeHHBIE AJIeKTPO(U3HOIOTHIECKUE TaHHBIC MOKA3hIBAIOT,
YTO TOK CO CXOJHBIMHU XapaKTEPUCTHKAMU B KapJIUOMHUOIIUTAX TMepernenia oTcyTcTByeT. Mexons u3
MOJIYYCHHBIX JTAaHHBIX, MBI TMpeJroiaraeM, 4to lca B MHOKapne meperena OmocpeayeTcss TOJIbKO
Ca?* xkananamu L-THma — npemnonoXuTensHo, Cy/Is 0 (opMe BONBT-aMIIEPHON XapaKTEPUCTUKU U
PACTIONIOKEHUI0 MAKCUMyMa TTUKOBOM aMIUIMTY/bl TOKA, HA MEMOpaHe KapIUOMHOIIMTOB Tepernena
MOTYT pHUCYTCTBOBaTh KaHaibl n3odopm Cavl.2 u Cavl.3 (Park u ap., 2015). IIpu sTom, mpuHUMast
BO BHUMaHHE OOHApYXKEHbIC HAMH Pa3JINUUs B CTAIIMOHAPHONW KMHETHUKE WHAKTHBAIIUN KAJILIIUEBOTO
TOKa MEXIY PEICEPIHBIMH 1 KEeTyTOUYKOBBIMHU KIIETKaMH, W30()OPMHBII COCTaB KaHAJIOB, a TAKXKE
HAOOp BCIIOMOTATENbHBIX CYOBEIUHUI], MOTYT Pa3jNdaThCsi MEXKIY Pa3HBIMU OOJIACTSAMHU CEpAlla.
TeM He MeHee, Helb3s OTBEPraTh BO3MOKHOCTH TOro, uTo Ca?* Tok T-THIA MOXKET IPHCYTCTBOBATh
B KapJAMOMHOIIMTAX MEJIKUX BHUJIOB MTHII, C 00JIee BHICOKOM, IO CPAaBHEHUIO C TAKOBOM y Tepernerna,
YaCTOTOW CEPJACYHBIX COKPAIIEHUH — KaK 3TO OBbUIO TMOKA3aHO Il 3i0JMKa — JJIsd 00CeCTICUCHHS

koTopoii Tpebyercst Ca?* Tok ¢ Gosiee OBICTPHIMU KHHETHYECKUMH XapakTepucTukamu (Bogdanov u

1p., 1995).

5.7.2. Ca?" neno CIIP B MuOKap/e nepenea

NmMerouecs nuTepaTypHble JaHHBIE YKa3bIBAlOT HA TO, YTO, HECMOTPS Ha OTCYTCTBHE CHUCTEMBI
T-Tpy6odex, KapAMOMHOLUTHI NTHIl B 3HAYUTENBHON cTermeHu mcnonb3ytor Ca?* nemo CIIP mpu
cokpamennn (Creazzo, Burch, Godt, 2004; Tanaka, Takagi, Shigenobu, 1995), a Ca?*-AT®a3a
SERCA na mem6panax ux CIIP memMoHCTpHupyeT BeChbMa BBICOKYIO akTUBHOCTB. (Gwathmey u 1p.,

1999). Ogmako, panee emxocth Ca®* nmemo CIIP OblTa olieHEHa TOJNBKO B 3MOPHOHATIBHBIX
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kapauomuornmrax nrun (Creazzo, Burch, Godt, 2004), torma kak ¢yuakuuonupoBanue CIIP u

kpyrosopoT Ca?* B MHOKap/ie B3pOCIbIX NTHII OCTABAIMCH CJ1a00 M3YdEeHHBIMH.

B nannoii pabote BriepBpie OblJIa TPOU3BEICHA OIIEHKA CTAIIMOHAPHOTO COJICPKAHUS Ca?* B nero
CIIP B kapAMOMHOIMTAX B3pPOCIHBIX MTHUI; SKCIIEPUMEHTHI MOKA3add BEChMa BBICOKHE 3HAUCHUS
comepxanus Ca®*, uTo xopomo cornacyercs ¢ HpUBEIEHHBLIMU Bbime ¢akramu. Ilocie 15
JETOSAPU3YIOIINX UMITYJIBCOB POCT COACPKAHUS Ca?* B CIIP MPEACEPAHBIX U KEIYITOYKOBBIX
MHOIIUTOB  3aMeUIsIcsd, KoHIeHTpanus Ca’* B 060MX MOMyIANMAX KIETOK JOCTHTaja
npuOm3uTeNbHO 425 MKM. DTH 3HAaY€HUsS CPaBHUMBI C TOJYyYEHHBIMH B JKCIEPUMEHTaX Ha
aMOpuoHaNBHBIX Kapauomuonurax ntull — 400 MM (Creazzo, Burch, Godt, 2004). Bonee Bbicokoe
COACPpIKaHUC Ca2+, ACIMIOHUPOBAHOTO B HNPCACCPAHBIX MHOLUTAX, IO CPAaBHCHHUIO C TAKOBBIM B
HKEITYT0YKOBBIX SIBJISETCS] OOIIUM TPEHIOM JUIs IPYTHX MO3BOHOYHBIX, KaK MOWKHIOTEPMHBIX, TaK U
romoiiorepmubix (Haverinen, Vornanen, 2009b; Walden, Dibb, Trafford, 2009). Xots mnpsmsbie
CpaBHCHHS IMOJTYYCHHBIX JAHHBIX C MPCABIAYIIUMU UCCICIOBAHAMU NPOBCCTHU 3aTPYAHUTCIIBHO U3~
3a pasnuuMii B SKCIIEPHMEHTANBHBIX YCIOBUAX M HPOTOKOIAX, CTAlMOHAapHOE cojepskanue Ca’* B
CIIP xapIMOMHOLIMTOB Mepenena JOCTUTaNoch mocie 15-25 uMmiynbcoB, B 3aBUCUMOCTH OT THUIIA
KJIETOK, — TOrJa Kak i crauuoHapHou 3arpy3ku CIIP kapAMOMHOIIMTOB XOJIOJIHOKPOBHBIX
MO3BOHOYHBIX TpeOyeTcst Oosee 25 ummynabcoB (Haverinen, Vornanen, 2009b; Shiels, Vornanen,
Farrell, 2002), nyis kaparnoMuonToB MilekonuTaronux Beero 5-10 ummnysscos (Delbridge, Bassani,
Bers, 1996; Ginsburg, Weber, Bers, 1998).

C zpyroii CTOpOHBI, cTauoHapHoe cofepxkanue Ca?* B CIIP KapMOMHOIUTOB IITUIl CPABHIMO C
TaKOBBIM B OOJIBIIIMHCTBE MCCIICOBAHHBIX BHUJIOB PhIO, BKIIOYAs paayXkHYI (hopens, CKyMOpHIO U
tyuoB (Haverinen, Vornanen, 2009b; Shiels, Galli, 2014), u 3HauYMTENIBHO MPEBOCXOIUT
aHAJIOTUYHbIE 3HAYEHHS IS MIEKONHUTAIONINX: y TIOCTEIHNX CTalMoHapHoe coaepxkanue Ca’’ B
CIIP xapmuomuonutoB cocrasiser 50-200 mxM (Negretti, Varro, Eisner, 1995; Venetucci u np.,
2006). B kapauomuonuTax pei6 HesHauutenbHoe yuactue Ca?* neno CIIP B 51eKTpoMeXaHHIECKOM
CONpSUKEHMH TIPM CTONMb BBICOKOM cojepxkaHuu Ca?* o0bACHAETCS HHU3KOH IUIOTHOCTBIO
PHAHOAMHOBBIX PEIENTOPOB U 0COOCHHOCTSIMH MX PACIIOJIOKEHHSI OTHOCUTEIILHO CAPKOJIEMMATBHBIX
Ca?* xananos (Shiels, Sitsapesan, 2015); B kapAHOMHOIUTAX MIEKOMHUTAIOIIMX HU3KOE COAEPKAHUE
Ca?" B CIIP Takxke OOBACHSIETCS OCOOEHHOCTSAMH PACHOIOXKEHHsS PHAHOAMHOBBIX PELENTOPOB H
perynsinuu CITP (Venetucci u ap., 2006). B To 5xe Bpemsi, 00HapyXKeHUE 3HAYUTEIILHOTO COJICPKaHUS
Ca%* B CIIP KapJIMOMHUOIIMTOB MTHUI] B COYETAaHUM CO 3HaduTeJlbHbIM Yydyactuem CIIP B
IEKTPOMEXAHUYECKOM CONpPSIKEHHH OTIAMYaeTcss OT Mojenu Kpyrosopora Ca?* B Mumokapie
XOJIOTHOKPOBHBIX TIO3BOHOYHBIX UM B MHUOKapJe MJICKOMHUTAIUX. V3BECTHO, YTO HECMOTpS Ha
oTcyTcTBHE T-TpyOOUYEK, KapJAHMOMHOLUTHI MTHI] XapaKTepu3yrTcs ocoObiM ctpoeruem CIIP u

MaTTEPHOM PACIOJIOKEHHUSI PUAHOJUHOBBIX PEIENTOPOB Ha HeM. KapmoMHONMThI NTHI] 001a1at0T
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XOpOILO Pa3BUTHIMU cHeluann3upoBaHHbIMU kKomnapTMenTamu CIIP, B ToM yncne kopOynspHbIM
CIIP, xoTOpbIe coepKaT pacrooKeHHbIC BJ0JIb Z-TMHUI puaHoAMHOBBIC petienTopsl (Perni, lyer,
Franzini-Armstrong, 2012; Sheard u ap., 2019; Sommer, Jennings, 1986). 1o Bceit BuIuMocTH, 3TH
YIBTPACTPYKTYPHBIE 0COOEHHOCTH o0ecreunBaroT s dexTuBHOE COTIPSDKCHHE

TpaHccapKoneMmanbHoro Bxona Ca®* n Bei6poca Ca?t u3 CIIP.

HecMoTps Ha To, 4T0 0 OyhepHoii emkocTn mnst Ca?* B ceplie NTHII U3BECTHO BECHMA MaJIo, OBLIO
MOKa3aHo, YTO B YMOPHOHAILHBIX KapIMOMHUOIIMTAX MTHUI] Oy(pepHas eMKOCTh HIKE TI0 CPABHEHUIO
C TakoBOH B KapauomuoruTax miekonutaomux (Creazzo, Burch, Godt, 2004). Takum o6pazom,
MaJIOBEpOATHO, YTO HU3KUN ypoBeHb Oy(hepHoi eMkocTH 1uTo30is (25 MkM DI'TA B nuneroyHoM
pacTBope) OBbLT TIPHYMHON OIMMOOYHO 3aBBIIEHHOM OlEHKM cojepxkanus Ca?* B CIIP
KapJIMOMHOIIMTOB TIeperena B JaHHOH pabote. Kpome Toro, IuIOTHOCTh PHAHOAWHOBBIX PELICTITOPOB
B KapMOMHOIMTAX NITHII X X YyBCTBUTENBHOCTh K UTO30I5HOMY ypoBHIO Ca?* GIM3KH K TAKOBBIM
B KapauomuonuTax miekonutaromux (Junker, Sommer, Meissner, 1994). Onnako, Taxxe ObLIO
TOKa3aHo, uTo OydepHas emkocTs a1 Ca?* B KapAMOMMOLMTAX NTHIl MMEET TEHACHIIMIO PACTH B
xojae ambpuorenesa (Creazzo, Burch, Godt, 2004) — takum 00pa3oM, MEPCICKTUBBI JaTbHEHIITNX
WCCIICIOBAaHHMI KacaloTCsl OLIEHKH Oy(epHOH eMKOCTH KapIUOMHOLMTOB B3POCIHBIX MTHII, & TAKXKe
YYBCTBHTENILHOCTH MX PHAHOAMHOBBIX PEIENnTopoB K koHneHtpanuu Ca?" B CIIP u muTo30me npu

TeMIlepaType Tesa MTHL.

5.7.3. B3aumopneiicTBHe capKoaeMMAIbHbIX Ca’" KAHAJIOB M PUAHOAMHOBLIX PENENTOPOB

OOHapy)XeHHOC B JaHHON paboTe B3aMMOJACHUCTBUEC MEXAYy CapKOJEMMAaJIbHBIM lca
PUAHOAMHOBBIMH PELENTOPAMHU CBUIETEILCTBYET O (PYHKIIMOHATHHOM CONPSIKEHUH CapKOJIEMMBbI U
CIIP. MHOro4HCI€HHBIE UCCIIEI0BaHUS C UCIIOIB30BAHUEM SJIEKTPOHHON MUKPOCKOIHMH MMOKAa3aJIH,
YTO JIBE 9T MEMOpaHHBIE CTPYKTYPHI B KapIUOMHUOIIMTAX TTHIL PACTIONOXEHBI OJIM3KO IPYT K IPYTY,
a B MEeXMEMOpPaHHOM NPOCTPAaHCTBE MPUCYTCTBYIOT pHaHOIMHOBBIC perentopbl (Akester, 1981;
Bossen, Sommer, Waugh, 1978; Hirakow, 1970; Junker, Sommer, Meissner, 1994; Perni, lyer,
Franzini-Armstrong, 2012). Oxnako, GyHKIIHMOHATbHAs OIEHKA B3aUMOICHCTBHS MKy HUMH paHee

HE IPpOBOANUIACE.

B nannoli pabore Obulo moOkazaHO BiMsAHHE crTeneHu 3amonHeHus CIIP kameimem Ha
KMHETHYECKHE XapaKTepUCTHKH |ca — 0HaKO, OMHCHIBaeMoe B3auMoeicTare Mexay Ca?* kananamu
Ha CapKOJIEMME W PUAHOAMHOBBIMHU pPELENTOpaMH B BBIOPAHHBIX SKCIEPUMEHTATIBHBIX YCIOBHSIX
OBLIO TMPOJEMOHCTPUPOBAHO TOJBKO JUIS JKETYJOYKOBBIX KapIMOMHOIIMTOB Tieperena. B
NpEACEpAHBIX KapJUOMHUOIIMTaX B YCIOBUSX OHKCIIEPUMEHTa B OTBET Ha akTUBAaUMIO lca He

2+ .
npoucxoamwn BeIOpoc Ca®® u3 CIIP — coOoTBETCTBEHHO, HE MPOUCXOIMI PE3KUH TMOABEM
koHnenTpamuu Ca’* B muTonmasMe, BAMAIOMMIA Ha WHAKTUBAIMIO Ica. OTCYTCTBHE HAONIONAEMOTO

BSaHMOﬂeﬁCTBHH B MOpCACCPAHBIX KapAUOMHUOLUTAX MOIKET ObITh OOBSICHEHO KaKk MEHee
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GIIATONIPHATHBIM PACION0KEHAEM PUAHOIHMHOBBIX perenTopos n Ca’* KaHANOB APYT OTHOCHTETHHO
Ipyra, Tak U 0oee HU3KOW aMIUTUTYI0i lca B MpencepAHbIX MHUOIMUTAX — YTO, COOTBETCTBEHHO,
MOTIIO OCNabHTh KajbluiizaBucuMmelii Beiopoc Ca?* u3 CIIP. Bropas rumortesa moiTBepikaaeTcs
pesyapTatamu pabotel C. CrosS M coaBTOpOB Ha KapJHOMHUOIIUTAX paayXKHOH ¢dopenn — ObLIOo
MOKa3aHO, YTO KaJbI[MH3aBUCUMBIN BBIOPOC Ca?* u B3amMmojeiicTBHE MEX]y PUAHOAMHOBBIMU
perenTopaMu M CapKOJIeMMAalbHBIMH KaHaJaMH MOTYT OBITh YCHJICHBI TPH aJpeHEePTUYECKOM
CTUMYJISILINY, YBEIHUUBAIOLIEH aMIUTUTYAY lca. 715l ycrenHoro conpspkeHus 3TUX ABYX HCTOYHUKOB
Ca?* B kapauomuonmTax (openn aMmanTyaa lca 1omkHa 611a cocTaBIATh He MeHee 6 TA/nd (Cros
u 1p., 2014). CtouT Taxke yYuThIBATh TEMIIEPATYPHBINA (PAKTOP: B AHAIOTHYHBIX IKCIIEPUMEHTAX TTPH
TEeMIIepaType Teja NTUL aMIUIUTyda lca B TpeAcepaHbIX KapIUOMHUOIIMTAX MOXKET OKa3aThCs
JOCTaTOYHOW Il HAOMIOJCHWS B3aUMOJCWUCTBUS MEXKAY PHUAHOJAWHOBBIMH pEIENTOpaMH U
capkoneMManbEbIME Ca?* KaHATaMu — TAKMM 06pa3oM, JabHEHIINe HCCle0BaHys, HalleIeHHbIE Ha
u3ydenne kpyrosopora Ca?* B MmoKapie NTHIl, AOKHBI TIPOBOAMTHCS TIPH OONee BBICOKOI
Temneparype. HecriocoGHOCTS lca B mpeacepaHbIX KapAHMOMHOIUTAX BbI3BaTh BhIOpoc Ca?* u3 CIIP
B YCJIOBUSAX JKCIIEPHUMEHTa MOXKET OOBACHATH Oonee BHICOKHI ypoBeHb cojepskanus Ca’* B CIIP
NIPEACEPAHBIX KIETOK, a TAKXKE MOJIPa3yMEBAET, YTO PUAHOJWHOBBIE PELENTOPBI B MPEICEPIHBIX
KapJIMOMHUOIIUTAX NTHUIl HE OTKPBIBAIOTCS CIIOHTAHHO MPHU BBICOKMX KOHIEHTPALIUIX Ca?* B CIIP -
aHaJIOTUYHAs CHUTyallds omucaHa s kapauomuorutoB pbeido  (Shiels, Sitsapesan, 2015). K
coxkanenuto, o perymsauuud ¢yHkiuun CIIP ¥ puaHONMHOBBIX PEHENTOPOB B CEpAIle NTHUI] HA
CETOAHSIIHUN JIeHb HUYETO HEU3BECTHO, MO3TOMY JajbHEHllne HMCCiael0BaHUsS B 3TOW olnactu

TaK)Xe HEOOXOIMMEL.

Ha creneHs B3auMMOJEHCTBUS MEXIy capkoneMManbHbIMU Ca?! kaHaTaMU M PUAHOAMHOBHIMH
pelenTopamMy  yKa3blBaeT TO, HACKOJIBKO OBICTPO MapaMeTpbl WHAaKTUBAIMU lca JOCTHUTAIOT
CTalMOHAPHBIX 3HaueHWH. [IpOBOAMTH MpsSMble CpaBHCHHS TOJYYCHHBIX pPE3YJIbTATOB C
IPEABIIYIIMMA UCCIACIOBAHMSIMUA HA JPYIMX BHAaX IO3BOHOYHBIX CJOXHO H3-3a pa3jinyvii B
SKCIIEPUMEHTAIBHBIX MPOTOKONIaX. OIHAKO, H3BECTHO, YTO B KAPIMOMHOIIMTAX MIICKOIUTAIOIINX B
aHAJOTMYHBIX OKCIEPUMEHTaX MHaKTuBauus lca JOCTHraeT CTalMOHApHOIO  COCTOSHHS
npuOIM3KUTENBHO 3a 5 menosspusyromux ummyiabco (Adachi-Akahane, Cleemann, Morad, 1996;
Sham, 1997) — toraa kak B >KeJIyOYKOBBIX KapAHMOMUOLUTAX IEpernesia CTallMOHAPHbBIC 3HAYCHHUS
JOCTHUTAINCh TPHOIU3UTEIBHO 3a 4-5 HUMITYyJIbCOB, a B KapJAHOMHOIMTAX PHIO B aHAJIOTHYHBIX
yenoBusx — 3a 20 mmmynbcoB (Shiels, Vornanen, Farrell, 2002). IToBbiienue Temmeparypsl B
YCIOBHUSIX DKCIIEPUMEHTA MPEIMOJIOKUTEIBHO YCKOPUT JOCTHXKCHUE CTAIllMOHAPHBIX 3HAYCHUI
KMHETHKY WHAKTHBauu lca. Jlis Gonee moiaHOro moHMManus kpyrosopora Ca?* B MuoKap/e NTHIT 1
€ro WM3MCHEHHMI B XOJE OBOJIOIHMU IO3BOHOYHBIX JKMBOTHBIX HEOOXOJMMBI JalbHEHIINe

HCCJIICAOBAaHUA, KOTOPBLIC IMO3BOJIUIA OBI pasaciMTh BKJIA[ CAapKOJICMMAJIBHOI'O BXOad Ca2+ )48
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perynstuun puaHoauHOBBIX penienitopoB u CIIP B oOHapykeHHOE B3aMMOJICHCTBUE MEXITY HUMHU B

MUOKAapAC MTHUILI.

5.8.  DuekTpodu3noornyeckue XapakTepUCTHKH MelCMEeKePHOro MHOKAPAA Nepenesia

5.8.1. Mecromnoio:keHne BOAUTEIS] PATMA CEPANA MTHI

B nanHOli paboTe BHepBBIE C HCIOJB30BAHHEM METOJA ONTHYECKOTO KapTUPOBAHHS OBLIO
MOKa3aHO MECTOMOJIOKEHNE UCTOYHUKA BO30YXAeHUs B cep/ue NTull. boibmmnHcTBO 60see paHHUX
UCCIIEIOBAaHUM OBUTN BBIMOJIHEHBI C HUCIIOJIB30BAHHMEM MEHEE COBPEMEHHBIX METOJO0B C MEHBIIEH
paspemaromnieil cmocoOHOCThI0, JIMOO BKIIOYAIHM TUCTOJIOTUYECKOE OMUCAHUE OOJIacTH BOJUTENS
puTMa cep/na. bolbIMHCTBO UCCIeA0BaTENeH CXOASITCS BO MHEHHH, YTO UCTOYHIUKOM BO30YXKICHHUS
B CepJilie NTHUll, KaKk U B Ceplle MIEKOMUTAIOUINX, SBJISETCS OTTPaHUYCHHBIN OT MPOYEro MUOKap/a
KOJIJTATEHOBOM KarCyJOH CHHOATPUAIbHBIA Yy3€l, BEIYIIUA CBOE MPOUCXOXKIECHHUE OT BEHO3HOIO
CUHYCa, UHKOPIIOPUPOBAHHOTO y OOJBIIMHCTBA NTHIl B Tipencepaus. [Ipu 3TOM, CTOUT OTMETHTb,
yto, XoTs nomainHss kypuna (Gallus domesticus) u smonckmii mepenen (Coturnix japonica)
ABIISIOTCS SBOJIIOIMOHHO JIOCTAaTOYHO OJIM3KUMHM BHUAAMH, B JaHHOW HCCIIEJOBAHHUM MBI HE
0OHapYXWJIM UMEIOIIETOCS Y KypUIl BEHO3HOTO CHHYyca B cepie nepernena (Jensen u np., 2014;
Parto, Tadjalli, Ghazi, 2010). Omno wu3 Hambojee MOAPOOHBIX HMMYHOTHCTOXUMHUYECKUX
WCCJICIOBAHMI B 3TON 00JaCTH, BBIMOJTHEHHOE HA CEP/AIIaX PA3TUYHBIX BUIOB MTHII, TTOKA3aJI0, YTO
OKCIPECCHsl TPAHCKPUMIMOHHOTO (akrtopa ISIl, TpagMIMOHHO CYHMTAIOUIETOCS MapKEePOM
MEeHCMEKEPHOT0 MHOKap/a, XapakTepHa Mjisi 00JIacTH, MPHIIETAIONMed KO BXOAY MpaBON BEpXHEH
I0JIOM BEHBI, OTJIEJIEHHOMY OT MPaBOTo MpecepIusi CHHOATpUaAIbHBIM KilanmaHoM (Kroneman u np.,
2019). B manHo# paboTe MbI TakyKe HAOIIOIATHM TCHEPAIMIO BO3OYKIACHHUS, PACIIPOCTPAHSIFOIIETOCS
B IaJIbHEHIIIEM B TKAHEBOM IMpemnapare, B 00J1acTu, MpUjleraroleii K CHHOATPHAILHOMY KJIalaHy, 4YTo
COOTBETCTBYET JaHHBIM MPEABLAYIIMX HccienoBaHui. EcTh Takke JaHHBIE O TOM, YTO CTBOPKHU
CHHOATPHAJIBHOTO  KJIallaHa, MMEIONIME  MBIIIEYHOE CTPOEHHE M JEMOHCTPUPYIOIINE
COKPAaTUTENbHYI0O aKTUBHOCTh, TaKXE MOTYT YYacTBOBaTh B TEHEPAlUU DIEKTPHUIECKOTO
BO30YXKICHHS U, TIO KpaliHEeH Mepe, IeMOHCTPUPYIOT AIEKTPUUIECKYI0O aKTHBHOCTh MEHCMEKEPHOTO
THIIA, OJIHAKO, 3Ta TMIoTe3a Tpedyer Oojiee BHMMaTenbHOro paccmorpenus (Feige, 1993; Moore,
1965).

5.8.2. Daexrpuueckas aKTHUBHOCThH H 3JIEKTPOPHU3NO0I0THYECKUIT (penorun
NeiiCMEeKepPHOro MHOKap/aa nmeperneJia

JlaHHBIX KacaTeIbHO MAPAMETPOB SJICKTPUUYECKOW AKTHMBHOCTH IMEMCMEKEPHON TKaHU cepAua

B3pOCJBIX NITHUIL B IUTEparype Kpaiine maino. Tak, E.N. Moore B cBoeit nroHepckoii paboTe mokasain

TeHepalnIo MOTEHIUAIOB ACHCTBH IIEHCMEKEPHOTO ICHCTBHS B 00JIaCTH CHHOATPUAIBHOTO KJIariaHa

(B TOM 4HCJI€ €0 MBIIIEYHBIMU CTBOPKAMH) B IPABOM IIPEJCEPANN KYPHULIBI — OIHAKO, HE IPEICTaBHII

0 JpOOHOTO OMHCaHMs TTApaMETPOB JTAaHHOM djekTpuueckoi aktuBHOCTH (Moore, 1965). IIporreBa
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u KaceBa B cBoeli paboTe onucaay mapaMmeTphl JJIEKTPUIECKOW aKTUBHOCTH KJIETOK MEHCMEKEPHOTO
TUIA U3 aTPUOBEHTPHUKYIISIPHOTO KOJIbIA Ceplla KYpHIbl — OJHAKO, OYEBHIHO, JaHHas 00JjacTh
MUOKapJia HE SBISAETCS HCTHUHHBIM IIEHCMEKEpPOM, BBHUIY KpaiiHe Maiiod ckopoctu MJIJ] 1o
CpaBHEHHIO C TaKOBOM, mosyueHHOW B maHHOM ucciemoBanuu (Prosheva, Kaseva, 2016). Takum
oOpa3zoMm, [naHHas paboTa BIEpBbIE OMNKCHIBAET MapaMeTpbl AIEKTPUUYECKON aKTUBHOCTU
NeiicMEKepHOro MHOKapJa B3pOCIOro rmepernena. B menoM, koHpurypamus mneicMeKepHbIX
NOTEHIIMAJIOB JICHCTBUSA B MUOKap/e repernesa Obljla TUMWYHON /A7 OOJIBIIMHCTBA TO3BOHOYHBIX.
OnHako, CTOMT O0OpaTuTh 0CO0O€ BHHUMAaHHWE Ha KpalHE BBICOKYI0 CKOPOCTh MEIJICHHOMN
JUACTOIMYECKOH Aenoispuzaiun: Vi B MUOKap/e nepernena npesbimaet Vvy; B ecMeKepHOM
MHUOKap/Ie MBIIIN U KPBICHI Oojiee ueM B 2 pasza (Pustovit, Kuzmin, Sukhova, 2015; AGpamoukuH,
2013). OHako, CpaBHEHUE aMILTUTY bl IIEHCMEKEPHOTO TOKA |f TaeT MPOTHBOMOJIOKHBIN PE3yIIbTaT:
aMIUIMTYZla JAaHHOTO TOKa Yy KpPbIC, HOPMHUPOBAHHAsI 110 €MKOCTH KapJAMOMHOILIMUTOB, OKa3bIBAETCS
Boimie (D’Souza u np., 2014). C 0gHO# CTOPOHBI, 3TO KOCBEHHO YKa3bIBAET HA TO, YTO XOTS KaHAJIBI
HCN4, onocpenyromue Tok lf, SBISIOTCS OTHUM U3 MapKEPOB NMEHCMEKEPHOT0 MUOKap/ia NTHII, POJIb
Toka lf KaK Jenonsipu3yIoniero NecCMeKepHoro Toka B MUOKape NTHIl CHIKEHA MO0 CPaBHEHUIO C
TaKoOBOHW B MuOKapje miekonuraromux (Vicente-Steijn u ap., 2011). C apyroii CTOPOHBI, 3TO MOXKET
TaKKe YKa3bIBaTh Ha BO3MOXKHBIE 0COOEHHOCTH KpyroBopoTa Ca?* 1 paboThI «KalbIMEBEIX YACOBY B
neiicMeKepHOM MHUOKapJe NTHIl, U JaHHas TUIoTe3a TpedyeT AajdbHEeHImX, Oojiee MOIPOOHBIX

HUCCJIETOBAHUM.

Takue 0COOCHHOCTH 3JEKTPOPU3HOIOTHUECKOr0 (EHOTHNA KaK OTCYTCTBHE OBICTPOTO
HATPUEBOTO TOKA U KpaifHe HU3Kas aMIUTUTYAa (POHOBOTO TOKA BXOJAIIETO BRIIPsIMIICHUS k1 Takxke
XapaKTepHbI ISl MEHCMEKepHBIX KapIHOMHOIMTOB OousbimHCTBa 1mo3BoHOuYHBIX (Cho, Takano,
Noma, 2003; Satoh, 2003). Hwuskas ammauryma Toka ki gergama BO3MOKHBIM OTCYTCTBHE
CTAaOWIIHHOTO MOTEHITMaNa Mokos 1 Hamurue M1/ B meficMekepHbIX KineTkax. OHaKo, 3aBUCUMOCTh
CTETICHH BBINIPSIMIICHUST TOKa ki OT MOQAEepKMBAEMOrO MOTCHIMANA B MEHMCMEKEPHBIX KIIETKaX
nepernena OTIHYanach OT TaKOBOW B paboyeM MHOKapJe, YTO MOXKET YKa3blBaTh Ha Pa3TMYHBINA
U30(OPMHBI COCTaB KaHAJIOB JAaHHOTO TOKa B TEHCMEKEPHOM M pabovyeM MHOKapjae MNTHI[ —

o 100Hast pa3HKIlA XapakTepHa U I IPYTHX Mo3BOHOYHBIX (Marionneau u ap., 2005).

Crout Takxe OTMETHTb, YTO XOTs1 HAOOp PENoJAPU3YIOIINX KAIMEBBIX TOKOB B NMEHCMEKEPHOM
MHOKap/ie Tepernesa He OTJINYajcs OT TAKOBOTO B paboyeM MHOKAp/Ie, aMIUIUTY1a MEAJIEHHOTO TOKa
3aJIepKaHHOrO BBINPsIMIIEHUS Iks B MEMiCMEKEpHBIX KJIETKax ObLIa BECbMa BBICOKA U CPaBHHUMA C
TAaKOBOH B JKEITYJOYKOBBIX KJIETKaxX. ITO MOXKET OBITh CBA3aHO C TEM, UTO TOK lks, Kak 00cyxaanoch
BBIILIE, IPEANIOJIOKUTEIBHO BBINOIHAET B MUOKAPAE NTUILl POJIb PETOJISIPU3ALIMOHHOIO pe3epBa — H,
TakuM 00pa3oM, MPEJOTBPAIAeT BOSHUKHOBEHHE APUTMUYECKHX COOBITHM, YTO OCOOEHHO Ba’KHO

JUIsl BOAUTENS puTMa cepaua. Kpome Toro, mockoiabKy A1 ToKa lks XapakTepHa CUIIbHO BhIpaKeHHAs
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aZipeHepruyeckas peryislus, OH MOXET B 3HAYUTENIbHON CTEeNEeHHM ONOCPEN0BaTh YKOPOUEHHE
MOTEHIIMATIOB JCUCTBHUS TPH AKTUBAIMMA CHMITATUYECKOW CUCTEMBI M, TaKUM 00pa3oM, Takke

peIoTBpaaTh BO3SHUKHOBEHHE nocTaenospusanuii (Wilders u ap., 2010).
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6. 3AKJIIOYEHHUE

Jannas paboTa MOCBAIICHA NETATHHOMY HW3YYCHUIO DJICKTPUYECKOW aKTHMBHOCTH MHOKapaa
B3POCIJIbIX NITHI HA TPUMCPE ATIOHCKOI'O MEPCIICIia, 4 TAKIKC OCHOBHBIX MOHHBIX KaHAJIOB U CTPYKTYDP,
BHOCSIIMX BKJIJ B ee popmMupoBaHue. BBury 001b1110i1 9BOTIOLMOHHON TUCTAHIIMKM MEKTY ITULIAMU
U 4YeJIOoBEKOM, (pU3MONOTUS NTHUI] U, B YACTHOCTH, (PU3MOJIOTHUS UX CEpAlla HM3Y4YEHBl XYXKE I10
CPaBHEHHIO C OCOOEHHOCTSMHU (HHU3HOJOTHH MieKonuTarommx. OCHOBHAs 4acTh HWCCIEIOBAHMUIMA,
Kacaruasacsa (1)I/IBI/IOJIOFI/II/I IITUL, BBIIIOJIHCHA HaA 3M6pI/IOHaX ITUI U KYJIbTYpaxX UX KJICTOK, YTO HC
MO3BOJISET MIEPEHECTH MOMyYEHHBIE JaHHbIE Ha B3pOCible opraHu3Mbl. OaHako, ¢ GyHIaMeHTalbHON
TOYKH 3PEHUS, MHOKApJ MTHI] MPEACTABISIET COOOW KpailHE MHTEPECHOE COYECTaHHE apXaumdHOH
MOpP(HOJNIOTHH H CTPYKTYPHl KApAUOMUOIIUTOB M BBICOKOTO YPOBHSI TPOU3BOIUTEIHLHOCTH, B
HEKOTOPBIX CIy4asx IMPEBBHIIIAIONIET0 TaKOBOM y MiiekonuTaomux. HezaBucumoe mpuoOpereHue
YEeTBHIPEXKAMEPHOTO CEepALla, CIIOCOOHOCTH K MOJETY M CIIOCOOHOCTH K MOJEPKAHUIO TEMIIEPATyphI
Tela NTULAMHU B XOJ€ SBOJIIOIHUH MPEANONaraeT, 4To GyHKIMOHUPOBAHUE CEp/lia NTHUI] JOJDKHO B
M3BECTHOM CTENEHM OTIMYATHCSA KaK OT PENTUIINH, Tak U OT Miekonurtaomux. C Ipyroil CTOpoHsl,
coBpeMeHHasi PU3NOJIOTHS CEPIIa TPEOYET MOMCKA HOBBIX MOJICTHHBIX OOBEKTOB JIJIsl HCCIIEI0OBAHUS
perymsinuu GYHKIUNA MUOKap/Aa U TECTUPOBAHUS HOBBIX KapJIUOTPOMHBIX IIPENapaToB B HOPME U B
MaTOJIOTHYECKUX ycioBuax. [loaTomy nanHas paboTa Tak)Ke CTaBWia II€JIbIO OLICHKY NEPCIEKTUB

HCIIOJIb30BAHHA MUOKapJa ITHUILl B BKCHepHMeHTaHBHOﬁ KapAuoJioruu.

Hapsiny ¢ onpeneneHneM MECTOIOJNOKEHNs BOIUTENST PUTMA B CEpALIE NEpENesa U ONUCaHuEM
0a30BBIX XapaKTEPUCTHK 3JIEKTPUYECKOM aKTUBHOCTH pPaboOuero M NeHCMEKepHOTo MHOKapnaa
nepenena B 0a3aJibHBIX YCJIOBUSAX, HAMHU BIEpBbIe OBLIO MMOKA3aHO HAJIMYUE TOKOB 3aJEpP>KaHHOTO
BhIIpsIMIICHUS lkr U lks B KapIMOMUOIUMTAX MTHUII, & TAKXKE UX BKJIAJ B PEMOJISIPU3ALMI0O MUOKAP/A.
OTH XK€ TOKU 00€CreynBaloT MO3IHIOI0 PENOJIIPU3AUI0 MUOKApAa YeloBeKa, MpUYeM, TaK xKe, KakK
U B MHOKap/ie Mepernena, OCHOBHOM BKJIa/ B PEMOISPU3AINI0 KapAHUOMUOLIUTOB B HOpME BHOCHUT lk.
B nannoii pabote BriepBbie OBUIO MOKA3aHO HAIWYKHE TPAH3UTOPHOTO BBIXOJSINErO KaJHEeBOrO TOKA
lto B MUOKape B3pocibIX NTHL. II0CKOIbKY TaHHBIN TOK OTCYTCTBYET B CEpALIaX XO0JOIHOKPOBHBIX
MO3BOHOYHBIX, paHee OH CUUTAICAd MCKIIOUUTEIbHBIM SBOJIIOLMOHHBIM TNPUOOpPETEHHEM
miiekonurtaromux. OIHaKko, B MUOKap/Ie Meperesnia 0OTCYTCTBOBAN YIbTPaObICTPhIH TOK 3a€pKAHHOTO
BBIIPSIMIICHUS |kur, XapaKTepHBIN Il MUOKap/a yesioBeka. CpaBHEHHE C PENTHIMSIMU MTOKA3bIBAET,
YTO MOMHUMO TOKa lto B MUOKapJe NTHUI[ TakKe MOSBWICA TOK lks — WM K€ HBIHE MXUBYIIUE
MPEJICTAaBUTENIN KJIacca MPECMBIKAIONIIUXCS TOTEpsUId €ro B XOJA€ 3BOJIONUH. Takum oOpazom,
31eKTpodU3NONIOTHUecKuid (EHOTUIT cep/la MTUI[ HeCeT Kak CleIbl MPHUCIOCOOTIeHHs] K HOBOM

HKOJIOTHYECKOM HUIIE, TaK U OTHEYaTOK 0COOEHHOCTEH (pusorenesa.

Taxxke B maHHOW paboTe BIEpBHIE OBLIO MOKA3aHO MPUCYTCTBHE B MUOKApJe Teperesia 0eaKoB

Kv11l.1l (ERG), Kv7.1 (KVLQTI1) u Kv4.3. [TockoabKy B MHOKap/e MJICKOIMUTAIOIIUX U JPYTUX



125

MMO3BOHOYHBIX JTAHHBIC KaHAJIBI OMTOCPENYIOT TOKH lkr, lks U lto, HAMU OBLTIO CHIETAHO TPEATIONOKECHUE
00 aHAJIOTMYHON MOJEKYISIpPHOW MPHUPOAE MAaHHBIX TOKOB B MHOKapae nrtuil. OmHako, JaHHAS
runoTe3a TpedyeT MOATBEPKICHHSI — CEKBEHUPOBAHUS OOHAPYKEHHBIX TPAHCKPUIITOB U CO3JAHHS
JUHUH HOKAyTHBIX JKUBOTHBIX. [IOCKOJIEKY UMEHHO HA0Op PEMOJISIPU3YIONINX KaJUEBBIX TOKOB
OTIpeICIIIET PEMOJIIPU3AIINI0 MUOKAP 1A )KUBOTHOTO, 3 (EKTUBHOCTH MCITOJIB30BAHMSI T€X MM HHBIX
KapIMOTPOIHBIX TPENapaToB M, COOTBETCTBEHHO, PEIEBAHTHOCTh MOIEIBHOI'O OOBEKTAa, AAHHBIN
BOMIPOC TpedyeT HauboJee MoApOOHOT0 PACCMOTPEHUS B TambHEHIINX uccienoBanusx. OqHaKo, Ha
OCHOBaHWH IMOJTYYCHHBIX HAMH JaHHBIX y)K€ MOXHO 3aKIIOYUTh, YTO MUOKAP]I TIepernena Mo CBOUM
INEKTPUYECKUM XaPAKTEPUCTUKAM HA KJICTOYHOM YPOBHE JIOCTATOYHO OJTM30K K MUOKapy YeJIOBEKa
— II0 KpaﬁHeﬁ Mepe, 6J'II/DKG, ycMm MI/IOKap,Z[ KpBICI:I U MBIIIK — H, CICAOBATCIBHO, SABJIACTCA

MEPCICKTUBHLIM MOACIIbHBIM 00BEKTOM JIIsL BKCHepHMeHTaHBHOﬁ KapauOJIoTuu.

Bornpekn npeanoniokeHusiM, OCHOBAaHHBIM Ha PE3yJIbTaTax MPEAbIAYITUX HCCICTOBAHUNM, BXO
Ca’* s KapAMOMHUOIIMTAX TMepernelia o0eceuynBacs TOIbKo KaHanamu L-tuma, Torna kak Ca®" tok T-
TUNa B paboueM MHUOKapiae OTcyTcTBoBasl. OgHaKo, KaHaibl T-THMa MOTYT BHOCHUTH BKJIAll B
byHKIMOHUpOBaHWE pabodyero Muokapaa 0Ooyiee MEIKHMX BHJIOB ITHI[ C BBICOKOH YacTOTOM
coKparieHus cepama. Eme oHoi 0cOOeHHOCTRI0 pabodero MUOKapa NTHIL SBISICTCS 00ecTIeueHne
>(p(EeKTHBHOTO M HHTEHCHBHOrO KajiblMii3aBucumoro BwiOpoca Ca®* w3 CIIP B xoze
AIIEKTPOMEXAHUYECKOTO COTPSDKEHUS, HECMOTPSl HAa apXaudHyl CTPYKTYPY KapIAOMHOILUTOB H
OTCYTCTBHE CHCTEMBI MOIMEPEYHBIX TpyOoueKk. B manHOi paboTe BrepBbie OblIa MPOBEIEHA OLICHKA
emxoct Ca®t neno CIIP KapJIMOMHUOIIMTOB NTHUI[ W TMPOJAEMOHCTPUPOBAHO (PYHKIIHMOHAIHLHOE
B3auMoielicTBie Mexay Ca?’ xaHamaMu Ha capkoleMMe M PUAHOAMHOBHIMH PEIENnTOpaMH Ha
memOpane CIIP xapaumomuonuTtoB ntull. HecMotpst Ha orcyrctBue T-TpyOouek, B3auMoeiCTBHE
Ca?" KaHAJIOB M PHAHOMHOBBIX PEIENTOPOB B MUOKAp/IE NTHUI[ HE MEHee TECHO, YeM B MHOKap/e
MiekonuTaomux. [lo Bcell BUIUMOCTH, HApAIY C OCOOBIM TMATTEPHOM  PACIIOJIOKECHHUS
PUAHOIMHOBBIX PEIENTOPOB, POJIb B OTOM HTPAET BHICOKAs aMIUIUTYAa capKoidemManpHoro CaZt

TOKa.

BrIsiBIIEeHHOE HaMU C IOMOUIBI0 METOA ONTUYECKOIO KAPTUPOBAHUS MECTOIOJIOKEHUE BOIUTENS
pUTMa B CEpAlle Iepernesia COBINALAeT ¢ Pe3yjabTaTaMH TMCTOJIOTMYECKMX U MMMYHOXHMHUYECKUX
UCCIeIOBaHUM. MBI TakKe BIEpBBIE IMOAPOOHO ONUCAIM DIEKTPUYECKYI0 AaKTHMBHOCTh U
3EeKTPOPU3NOIOTHUECKUNA (DEHOTHUI MEeHCMEKEePHBIX KJIETOK, BBIIEICHHBIX M3 00JIACTH BOIUTEIS
putMma. O1HaKo, XOTS HA0OP MOHHBIX TOKOB M MX aMIUIMTY/a B MeMCMEKEPHOM MHUOKap/ie mepemnenia
[0 CPAaBHEHMIO C TAaKOBBIMU B paboueM MuOKapje ObUIM BIOJHE XapaKTEpHBI JUIsl OONBIIMHCTBA
MIO3BOHOYHBIX, HEOOXOIUMBI JalbHEUIINE HCCIEJOBAHUS KPYroBOpPOTa KalbIMsl M MEXaHHW3Ma

«KaJIbIIUCBBIX YaCOB» B HCﬁCMCKCpHBIX KapaJuOMHOIIHUTAax.
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7. BBIBOJbI
DNEeKTpOKapANOrpaMMa SITOHCKOTO TMeperesia uMesa TUIMHYHYIO JUIS TTHI KOHPUTYPALIHIO.
UYacroTa cokpaieHuii cep/ia B MOKoe Oblia OJM3Ka K TAKOBOM Y MEIKUX MIICKOTTUTAIOIINX
(HampuMep, KpBICHI), OJHAKO, MpH (apMaKoJOTHUECKOW HAarpy3ke Ccepaie Tmepernena
pa3BHBaio O0Jee BBICOKYIO YaCTOTY COKpAIICHUI; H3MEHEHHE YacTOThl COKpAIEHU cep/a
Ha 3JIEKTPOKapAUOTrpaMMe IIPOUCXOAMIIO 3a CUET YCKOPEHUS PENONISIPU3ALNN U YKOPOUECHHUS
MEXIUKIIOBBIX HHTEPBAJIOB.
Pabounii Muokap/ meperena UMEET CHJIBHO OTPUIIATEIbHBIA MOTEHITMA TTOKOs, PA3IMIui B
YpOBHE IMOTEHIHMANa IMOKOS MEXAYy IMPEeICEepAHBIM U JKETYJOYKOBHIM MHOKApIOM HeT.
[MoTeHnmanel ASMCTBHS B KEMYTOYKOBOM MHOKApAE WMEIOT OONBIIYIO IIUTEILHOCTH IO
CPaBHEHMIO C TPEACEPAUSIMHU; COOTHOILIEHUE MJIUTEIBHOCTEW IOTEHIMAIOB JAECUCTBUS B
KEITYZI0YKOBOM U MPEICEpPIHOM MHOKap/e nepenesna 0JIM3K0 K TAKOBOMY Y MIIEKOTIUTAIOIINX
CpPEeIHHX pa3MepoB (MOpPCKasi CBUHKA, KPOJIUK).
OCHOBHBIMU PEMOJIIPU3YIOIIMMH TOKAMH B MHOKapJe Ieperena SBISIOTCS OBICTPBIA H
MEJUICHHBIN TOKH 3aJIep>KaHHOTr0 BhITPsIMIEHUS lkr 1 lks, @ TakKe TPaH3UTOPHBIN BHIXOIAIIUN
TOK lto. BriokaTopbl MaHHBIX TOKOB BBI3BIBAIOT 3aMEUICHHE PENOJISpU3alMi MHOKapaa
nepernena. JlanHblii HAOOp PEMONSIPU3YIONIMX TOKOB OTJIMYAETCS OT TaKOBOTO B MHOKAape
YeNoBeKa, COOaKU M KPOJIMKa OTCYTCTBHEM TOKa lkur — OIHAKO, OJMKe K HEMY 10 CPaBHEHUIO
C ANMEKTPOPUZUOTOTHUECKUM (PEHOTUTIOM KPBICHI M MOPCKOM CBHUHKH, YTO JIETa€T MHOKAPJ
nepernesa MepCrHeKTUBHBIM MOJAEIBHBIM OOBEKTOM JIsi 3KCHEPUMEHTATbHON (U3HOIOTHU
cepaua.
B pabouem Muokapze nepemnena sKCpeccupyroTes u Tpanciaupyrorces oenku Kv11.1, Kv7.1 u
Kv4.3, onocpenytoiue Toku lkr, lks 1 lto B MUOKapie MIEKONUTAIOIINX, COOTBETCTBEHHO, U
SIBJISIIOLMECS TOTEHIMAIbHBIMU MOJIEKYJIIPHBIMU KOpPpEJIsiTaMU KaHAJOB, OMOCPEIYIOLIUX
9TH TOKHM B MUOKap/ie nepernera.
B 0a3anbHbIX YCIOBUAX TOKU BXOSILETO BHITPSIMIICHUS B MUOKap/I€ Mepernelia npeacTaBleHbl
TOKOM lk1; B %KeJTyJOUKOBOM MUOKapE lk1 BhIpaXk€H CHIIbHEE 110 CPABHEHUIO C TIPEICEPIHBIM.
ALIETHIIXOJIMH3aBUCUMBIN TOK BXOJIAILETO BBHIIPMSIIEHUS lkach aKTUBUPYETCSI B IPUCYTCTBUU
AlETUIIXOJIMHA U €0 aHAJIOTOB, YYBCTBHUTENEH K CEJIEKTUBHOMY OJIOKATOpY TEpLUANNHY U
MPUCYTCTBYET TOJBKO B MPEACEpAHOM MHOKapje mnepenena. KOHCTUTYTUBHO aKTUBHBIN TOK
Ikach B pabouem MHOKap/ie repernesa OTCYTCTBYET.
CapkosieMManbHbI  KaJdbIMEBBIH TOK B JKEIYJOYKOBBIX KApJUOMHOLIMTAX HUMEET
3HAYNTENBbHYI0 aMIUIUTyZy. Bxox Ca?* B KapAHOMHONMTHI Tiepenena OMOCpEIOBaH
KaJbIMeBbIMU KaHanmamu L-Tuna, kanpiuenslil Tok T-tuna B paboueM MuOKapjie B3pOCIOro
nepenena oTcyTcTByeT. EMKOCTh KaJIbLIMEBBIX JIETIO CAPKOILIA3MaTHYECKOTO PETUKYIyMa B

pa60qu MHOKapJ¢C mepericiia CormocraBuma € TaKOBOM Y XOJOAHOKPOBHBIX IMO3BOHOYHBIX U
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3HAUUTEJIBHO NPEBBINIAET TAKOBYK) Yy MIIEKONUTAKOIIMX. BrepBble MMOKa3aHO HalW4due
(yHKIMOHANTBHOTO B3auMojeiicTBus Mexay Ca®®  kaHamaMm Ha — capkoleMMe |
PUAHOIMHOBBIMHU PELIEITOPAMU B JKEJyIOUYKOBBIX KapJIMOMHOLMTAX IIEpeTea.

DnekTpuueckoe Bo30yKIeHHE B CeplLe Nepernesia TeHepUpyeTcsi MUOKapIoM B 00J1acTH BX0OAa
MpaBoOil BEPXHEH MOJIOW BEHBI B MpaBOE€ MpeAcepAue. DIECKTPUYECKasi aKTUBHOCTh JaHHOU
00TacTH  XapakTepus3yeTcs  BBICOKOW  CKOPOCTBIO  MEUIEHHOW  JTMACTOJIIMYECKOMN
JEToNApU3aH. DJIeKTpopU3HoNIorndecknii (HeHOTUN TMEeWCMEKEPHBIX KIETOK CXOJEH C
TaKOBBIM y MPOYMX IMO3BOHOYHBIX U XapaKTEPU3yeTCsl OTCYTCTBUEM TOKa INa, IPUCYTCTBHEM
AKTUBUPYEMOT'O THUIIEpIOJIIpU3aiuell Toka |t M HU3KOH aMIuTynod (OHOBOTO TOKa

BXOJISIIIETO BRIMPSMIICHUS k1.
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