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NPEAJUCJOBHE

B HacTosinlee BpeMs IIHPOKO HCCJENYETCS CePAEeYHO-COCYAHUCTast
CHcTeMa B HOpPMe M NaTosJoruu. BosbmHHCTBO paGoT MOCBSLIEHO
'‘HacOCHOH (YHKUHH cepAlia H PEryJaslUH AesSTeJbHOCTH MHOKapia
B IeJOM OpraHuaMme. 3HAYHTEJbHO MEHbLIE BHHMAaHHS YIeNsSeTCA
‘OCHOBHBIM CBOMCTBaM MHOKapla M XapakKTepy (pYHKUHOHHPOBAHHS
KJIETOYHBIX CTPYKTYp. CBelleHUSI O HHUX pacCesHbl M0 MHOrOYHCJEH-
HbIM u3naHusiM. IIpollecchl peryasiiuu CepredYHOH [eATEJbHOCTH H
aIanTUBHBIX CIBUIOB He OyAYyT NOJHOCTbIO HOHATH A0 TeX IOD,
[I0OKa He YSCHEHBbl KJIETOYHble MeXaHH3MBbI, YIPaBJSIOUIHe COKpaTH-
MOCTbI0 MuOKapaa. B cGoOpHHKe CyMMHPYIOTCS HEKOTOpble pe3yJb-
‘TaThl HCCAENOBAaHUH KJETOYHBIX CHUCTEM PpEryJslUH COKPaTHMOCTH
MHOKapaa, NPeHMYLIECTBEHHO XOJIOMHOKPOBHHIX, IPOBENEHHHIX B
HHCTUTYTE 3KOJIOTHH pacTEeHUH M KHBOTHBIX ¥ PaJibCKOrO Hay4YHOro
LeHTpa M Ha Kaenpe HopManabHOH ¢usuosorud CBepaa0BCKOro
MeIHUMHCKOTO HMHCTHUTYTa. JDKCHEepHMEHTa/JbHBIM paGoTraM Ipel-
MOCJaHO HECKOJbKO OO30pPHBIX CTaTel, KOTOphle IOMOLYT HOHATb
CYIleCTBO H3JaraeMblX BOIPOCOB, 3HAaU€HHe JSKCIEPHMEHTAJNbHOTO
MaTepHaja U HEKOTOPHIX HalIMX o6OOLIeHWH NO XaHHOH mpobJeMe.

BosbinHCTBO paboT MOCBSALIEHO H3YUEHHIO BJHSHHSA PasTHUHBIX
¢akTopoB (uacToThl cepAueCHeHHI, TeMOepaTyphl, CTENEHH pacTs-
JKeHHs,, HOHOB, MelHaTOPOB) Ha OCHOBHBIE 3Talbl 3JE€KTPOMEeXaHH-
yeckoro compsikeHusi. MccienoBaHusi BBHIOJNHEHB ¢ NMPHMEHEHHEM
COBPEMEHHBIX METOJHK — MHKPOIJEKTPONHOH TeXHuKH, (HKcaluu
TOKa B CaXapO3HOM MOCTHKEe. ABTOpPBHI CTPEMIJIHCh HE TOJBKO BBHI-
SIBUTb (PEHOMEHOJIOTHYECKYI0 KAapTHHY JHESTeJbHOCTH KJIETOYHBIX
PETyJNATOPHBIX CHCTEM MHOKAapAa, HO M IOHATb OHOJOTHYECKHH
CMBIC/T ¥ 06le(HU3HONOTHYECKOE 3HAYeHHe HalJaI0laeMblX CABHIOB.
B psge paGoT ucclenylOTCS HOHHBIE MEXaHH3MEBI, KOTOpHIE JIexaT
B OCHOBE 3JIEKTPOMEXaHHUYECKOr0 COIpSIXKEHHS — annaparta, depes
KOTOpHII B CBOK Ouepelb peasu3yiOTCs HepBHble M T'yMopaJjbHble
BausHus. OODBEKT HCCIeNOBaHUSA AOBOJbHO IIHPOK — 3TO MHOKapn
JIATYLIKH, PHIGEI, YepenmaxH, Kpbickl. KpoMe Toro, clenaHa mombiTKa
CONOCTaBHTb CBOHCTBA PAa3JMYHHIX OTAEJOB MHOKapia OIHOTO
JKUBOTHOro. Jlaxe HEMHOT'OYHCJIEHHble NOJYUYeHHble HaMH CBeleHHUs
TOBOPAT O IMIYOOKHX paluyusiXx B XapaKTepe 3JeKTpOMexaHHYe-
CKOT'O CONpSXeHUs] U KJIETOYHbIX PEryJsTOPHBIX CHCTEM B MHOKaphe
PasHBIX BHIOB, C OXHOH CTOPOHBI, H MEXIY NpPEeACepIUsIMH U XKey-
JOYKaMH ONHOTO KHBOTHOIO —C JApYroil. ABTOpH HamelTCs, YTO
HacTosmuil cO0OpHUK Oymer mnoJsie3eH ¢u3HOJOraM, 300j0raM, Bpa-
49aM U BCEM TeM, KTO B CBOMX HCC/IeIOBAHHAX CTAJKHBAETCH C HU3Y-
YeHHeM AesITeJbHOCTH MHOKapna.



AKAOJEMUAHAYKCCCP-YPAJIBCKUN HAYUHBIN HUEHTP

KJIETOYHBIE MEXAHM3MBI PETVJ/ISIIUH COKPATHMOCTH MHOKAPIOA 1974

B. 5. H3AKOB

MOP®0-oYHKL HOHAJIbHASI XAPAKTEPHUCTHKA
KJIETOK MHOKAPJA

ComnocTaB/leHHe NAaHHBIX 10 YJbTPACTPYKTYpe KJIETOK C OHHa-
MHYEeCKHMH XapakTepuCTHKaMu Heo6xogmmo. OnHaKO m0 Henxas-
Hero BPeMEHH 3TO CONOCTaBJIeHHe HOCHJO YacTO BHEIIHHA Xapak-
Tep — OCYILIEeCTBASIACh «IPUBfA3Ka» QYHKUHM K CTPYKType. B Ha-
CTOsilllee BpeMsl BO3POCAO 4YHCAO pabOT ¢  OJHOBPEMEHHBIM
HCIOJIb30BaHHEM (DU3HOJOTHUECKHX (371€KTPO(HU3HONOTHUECKHX) U
IIUTOJIOTHYECKHX [PHEMOB HcciaenoBanus [1—4], Hameruiach
KOMILJIeKCHast pa3pa6oTKa npo6jeM [esiTeNbHOCTH KJjeTKH. [lpu-
MEHHTeJbHO K MHOKapAy peub HAET O PelleHHH NpoOJeM 3JeKTpo-
MeXaHHYEeCKOTO CONPSKEHHs, NPOBeleHUs] BO30OYKIEHHSI OT KJIETKH
K KJeTKe, aBTOMaTHH, FUNepTpOGHH MHOKapIa M HEKOTOPHIX ApY-
rux. Llenp nacrosimieil cTaTbu — OCBETHTb T€ YePTH CYOKJIETOYHOM
apXHTEKTypbl, KOTOPble HEOOXOZMMEl AJsi MOHHMAHUSI LEHTPaJbHOH
npo6JieMbl peryJHPOBaHHs COKPaTHMOCTH MHOKapha, npo6JeMbl
3JIeKTPOMEXaHUYECKOTO CONpPSIKEHHs.

YcTaHOB/IEHO, YTO MHOKapJ HMMeeT THUIIHYHOe KJIETOYHOe CTpoe-
HHe [5—7], a He cuHIHUTHANbHOE, KaK IPeANOJarajnoch paHee.
DJIeKTPOHHOMHKDOCKOIIHYECKHE HCCIENOBAaHUS IOKa3ajH, YTO HHU-
KOrjla mJa3MaTHYeCKHH MaTepHaa ONHOH KJETKH He NePeXOoiHT B
Ipyrywo, a pasfensiercs MeMGpaHaMH TOTO MJH HHOTO THMNA, H
BCJeICTBHE OCOGOM OpPraHM3alMH KJIEeTOYHBIX KOHTAKTOB H OCOOEH-
HOCTell NpoleccoB BO3GYXKIEHHS, a TaKXKe BBICOKOH CHHXPOHHOH
JeITeJJbHOCTH KJIETOK, MHOKapj SBJASeTCs CHHUHTHeM B (usnoso-
ruueckom maHe. OCHOBHasi CTPYKTypHasi H (DyHKIMOHaJbHas elxH-
HHIA MHOKapia — Kiaetka. Kak u B GOJNBLIMHCTBE COKPaTHTEJNb-
HBIX KJIeTOK, MHOKapIuajbHble HMET KOHTPAKTHUJBHBIE MaTepuall
U JpyrHe COCTaBJAOUINE: SIAPO, MHUTOXOHIDHH, JH30COMBI, HHUTO-
IJa3MaTHYeCKHH PeTHKYJaIoM u T. 1. OrpaHHYMMCS PacCMOTpeHHeM
CapKoI/Ja3MaTHYeCKOTO PEeTHKYJ/JIIOMa H HEKOTOPHIX APYTHX Opra-
Hessl. KoHTpaKTH/ABHBIN MaTepuas He pasbupaercsi MOxpo6HO, HGO
3TOT BONPOC JOCTAaTOYHO XOPOLIO OCBEINEH B JHUTepaType.

Cepneunast MbIIla COCTOHT M3 OTHENbHBIX KJETOK RHAMETPOM
8—20 mx. Pa3Mepbl BOJIOKOH BapbHPYIOT B 3aBHCHMOCTH OT BHIA
XKHUBOTHOTO W OTAesa Muokapna. Ilpu rumeptpodum pasmep KJje-
TOK BO3PaCTaeT, YBEJHYHBAETCS 4YHCIO MHODUOPHJII, MHUTOXOHI-
PHif, MOBBHIUAeTCs KOJHYeCTBO rankoreHa [8]. OOBbIUHO KJETKH
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HanomuHatoT HuauHAp (mZamna 50—100 mk) ¥ oOpraHu3OBaHBl B
KoJIoHHH. [ToKa3aHO, YTO HEKOTOpPOe KOJHYECTBO MBILIIEYHBIX BO-
JOKOH OKpyxeHo MuKpodacuueir [9]. Ilom cBeTOBHIM MHKpPOCKO-
IIOM MHOKapIHaJbHble KJIETKH HMEIOT LEHTPAJbHO JOKaJH30BaH-
Hoe AApo (pexe siipa) W IONEPEYHYI0 HCUEPUEHHOCTb, KOTOpas
o6ycloBNeHa OpraHu3aluell KOHTPAKTUJbHBIX €NHHHI — MHODH-
6puan. IlocnenHue yaiie Bcero OpHEHTHPOBAHBI apaJiiesbHO JJIHH-
HOH OCH KJeTOK M 006/1aJaloT IOBTOPSIIOMIMMHCS CapKOMepaMH.
CapkoMepbl pas3rpaHUYUBAIOTCS Z-TUHHAMH U SBJSIOTCA  (QYHK-
I[MOHAJbHBIMH €JHUHULIAMH aKTa coxkpaleHus. Muodpubpunnsl co-
IepxaT nepuonuyecku nopropsiomuecs A u I-mosocw. ITomoca A
obsafaer NBOHHBIM JydyelnpesJoMJeHHeM, aHH30TPONHA B MOJSPH-
30BaHHOM cBeTe; MnoJjoca [ — ¢ MeHbUIMM [BOHHBIM JYyYelpeaoM-
JIeHHeM, H30TPONMHA B IOJSPU30OBAHHOM CBeTe, pacrnojaraercs IO
o6euM cropoHaMm A-NOJIOCH M BHYTPH capKoMepa IeNUTCs MOMoJaM
Z-nvHueHn.

B cepaue MuekomuTaloUmux npH (UKCUPOBAHHOH NHACTOJHYe-
CKOH IJ1MHe capKoMep MMeeT AJNUHY 2,2 MK, TIe Ha H0J0 A-mosochl
npuxopurca 1,5 mx u no 0,35 mx Ha KaxXKIyo TOJNOBHHY [-TIOJIOCH!
[10—12]. Capkomepbl comepkaT nBa TuUma (HIAMEHTOB, CTeleHb
[ePeKPLITHS MeXAy KOTOPHIMH 3aBHCHT OT Haya/jbHOR AJHHBI Ipe-
napara. OpraHusanuss CapKOMepoB H HPOTOMHOGUODPHII B MHO-
KapJle aHaJOTHYHAa TaKOBOH B ckeJjeTHoH Mblwuie. OnHako, B OT-
JMYMe OT MNOCJeAHed, JIHHA capKoMepa-—He IOCTOSIHHAs BeJH-
ynHa. Touactble Muo3uHOBbie npotoMuobubpumiaer (100A B pua-
MeTpe) uAYT BHYTpH A-mosoc, ToHkue HutH (50—70 As nuaMeTpe)
COCTOAT B OCHOBHOM M3 aKTHHA W pacnoJjaraiorcsi mno obenM CTo-
ponaM Z-moJiochl. IllecTp aKTHHOBBHIX HHUTEH B A-moJjoce OKpYyXKaloT
OIHy MHO3HHOBYIO M PaBHO yHxaJjieHE OT Hee. PaccrosiHme Mexny

COCEIHMMH MHO3WHOBHIMH HHTAMH OKoso 40 A. B6iusu Z-nosockl
B3aMMOpPAacCIOJIOXKeHHe HUTeH aKTHHa MeHsieTcsl, U IeKcaroHaJibHas
OpraHH3allisi MepPexXOofHT B KBaJPaTOMOAOGHYIO C PacCTOSHHEM BO-
JOKOH npyr ot npyra 220 A. AKTHHOBble M MMO3HHOBBIE HHTH
COeIMHAIOTCS NONEPEeYHbIMH MOCTHKaMH. B mnpocTpaHCcTBe MexXIy
[IOBEDXHOCTHOH MeMOpaHOH M MHODHIaMeHTaMH pacnoJjaramoTcs
MHTOXOHAPHH, JIM30COMBI H CapKOMJa3MaTHYECKHH DeTHKYJIOM.
MuTOXOHIPHH TNPeNCTaBASIOT CONOH CTONOHMKH, B OTHEJNbHBIX Me-
crax o6pasyloliye CKOIJIEHHUS.

CorslacHO omucaHusiM MHorux aBTopoB [13—18], capkonemma
CepleuHbIX KJETOK COCTOMT W3 BHYTPEHHell NIa3sMaTHYeCKOH MeMO6-
panbl ToammuHoit 60—120 A, pasnenenHoii mpomexytkom 100A or
HapyXKHOH, MeHee IUIOTHOH OCHOBHOH MeMGpaHBl TOJNLHHOA 150—
300 A. Ilmasmatuyeckass MeMGpaHa HMEET Ty e MOJIEKYJSPHYIO
apXHTEKTYpPy, YTO W ApPyrue Bo3Oyaumble MemGpannl [19—21] —
OHa Tpexc/oiHA. [IBa TeMHBIX HapPYXKHBIX CJOSI pasfeleHbl CBeT-
JIBIM, KaXKIbli To/MuHO# npubausutenabHo 30 A. Texnuka samopa-
xuBatomero mnporpaBauBaHust (technique of freeze-etching) mo-
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3BOJIMNIA M3YYHThb OCOOEHHOCTH IOBEPXHOCTHOH MeMOpaHBl KJIETOK
MHOKapna Gosee mnoxpo6Ho. ITokasano, 4TO MHOKapauajabHas
niasmMartuyeckas MeMOpaHa HMeeT YIJHHEHHBle BISYMBAHUSA,
CKJIAJKH, KPYIJble SIMOYKM H BIAIWHBL, a TaKkKe MOMYJSUHIO Ma-
JIeHbKHX 4YacTHyeK. Kpyrible SIMOYKH COOTBETCTBYIOT OTKPBITHIO
T-ty6yn [22]. Mem6paHa OKOJIO NOBEPXHOCTH COLEPKHT GOJbIIOE
YHUCI0 BEe3HKYJ, KOTOpble, BEPOSITHO, BBINOJHAIOT (YHKUHH MHHO-
1UTO32 M 3K30LHTO3a. MHKDONHHOIHUTO3HAS aKTHBHOCTb B cylOcap-
KOJIeMMaJIbHOH 06J1aCTH KOPpPEJIHpPYET C PasBUTOCTbIO T-CHCTEMBI.
ITuHOUUTO3HAS aKTHUBHOCTb INPOSBJISIETCS B 3aXBaTe LHTOXHMHYe-
CKOHl METKH W XOpDOLIO Bbipa)KeHa B aypHKYJSPHOH MEIIIEe Yyepe-
naxu M npeiacepauu Kphic [23, 24], HO ee NpPaKTHYECKH HET B Ke-
JYIOYKe KpBICHl, KJETKH KOTOPOTO HMEIOT XOpOLIO pas3BHTYIO
T-cucremy [24].

Opranusauus sigpa B KJeTKax MHOKapAa B OOGIIHX YepTax Takas
e, KaK ¥ B Apyrux kiaerkax. OHo pacnosaraercss B LEHTPe KJIETKH
H OKPYXEeHO IBYXCIOHHOH «3/€MEHTapHOH» MeMOpPaHOH TOJILIHHOH
60—90 A. HapyxXHbIil JUCTOK SIAEPHOH OGOJIOUKH TEPEXONHT B MEM-
OpaHBl CapKomJa3MaTHYeCKoro perukymioMa [25]. B simepHoit o6o-

JIO4Ke HMeloTcs KpynHble mopbl (200—1000 A), u oHa, BeposiTHO,
OpoHUIlaeMa AN KPYNHOAMCIEPCHHX yacTull. Ilpu runmepdyHKUuH
MHOKapaa, KOrjaa HIeT YCHJIEHHBIH cuHTe3 0esKOB, siApo ob6pasyer
MHOXEeCTBEHHble BhINSTYMBaHUS. IHTepecHO, 4yTO He Bce sipa rumep-
TpOPHPOBAaHHOTO MHOKapAa IpeTepneBaloT NOAOOHLIE H3MeHEHHS.
3To0, KaK HpeAnosaraercs, CBs3aHO C HepaBHOMEPHBIM YUacCTHEM B
pa6oTe opraHa paaJMYHbIX MBIIIEYHHIX KJeToK. Ilox ¢as3oBokoH-
TPACTHBIM MHKPOCKOIIOM BHIHO, YTO INPH COKpallleHUH HPOHUCXOLHT
H3MeHeHHe (POPMHI Si[pa — M3 BBITIHYTOH OHAa CTAHOBHUTCS OKpPYT-
Joit miau oBaibHOH [26]. MexaHuueckue medopManuu sigpa He
MOTYT He BJHATh Ha (YHKIHIO W MeTaboau3Mm KieTku. BeposTHo,
MeXaHHYeCKHe BO3MEHCTBHS Ha SAPO NPH PaCTSAXKEHHH WJIN COKpa-
leHHH — BaXKHBIH MOMEHT B CONpsKeHHH crenududeckoi GyHKUHH
KJIeTKH C ee MeTaboNMYeCKHM (mIacTHiecKuM) obecneyeHHeM.
BHyTpeHHSIT apXUTEKTOHHKAa MHTOXOHILPHH cepllia He OTJIHYa-
€TCSl OT CTPYKTYPHl «CTAHZAPTHHIX® MHUTOXOHAPHIl, OZHAKO B KJIET-
KaXx MHOKapJla HX 3HauyHTeJbHO Oosblle, 4YeM B APYrHX OpraHax.
BaxHo momuepkHyTb, uTO OpMa U BHYTPEHHSIST OpraHU3alus MHTO-
XOHIPHH B 3HAYHTEJbHOH Mepe Ompenensiorcs X (GYHKIHOHATbHHIM
cocrosinueM. Hapyublif # BHYTPEHHHI JHUCTKH MHUTOXOHIPHH, Kak
U B sape, o6pa3yloTcsl «3JeMeHTapHBIMH» MeMGpanamu. OT BHYT-
peHHell MeMOpaHBl OTXOAAT MHOTOYHCJIEHHEIE BBINSYMBAHHUS — KPH-
CTHl, HA KOTOPHIX (PUKCHPOBaHHl pasjiMyHble (epMEeHTH U (PepMeHT-
Hble aHcaM6iu. KonnuecTBO KPHUCT B MHTOXOHAPHSX CepAla CpaB-
HHUTEJbHO BEJHKO, YTO CBHIETEIbCTBYET 06 HHTEHCHBHOH BhIpaboTKe
sHeprun [27—29]. TIpocTpaHcTBO MeXHy KPHCTAMH 3amlOJHSET
MeJIKO3eDHUCTBIH MaTpukc. B MaTpukce MuTOXOHApPHI MHOKapaa
1aCTO BCTPEYAIOTCH OCMHUOHIbHEIE I'PaHybl fuaMeTpoM 250—300 A.
310, BUAKMO, CKOIIeHHUE KaTeX0JIaMHUHOB.
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Mutoxouapuu cepina 3MGPHOHOB IO CPAaBHEHHIO C MHTOXOHApPH-
SIMH B3POCJBIX KHUBOTHBIX HMEIOT MeHbIIHe pas3Mephl, GoJiee peikue
KpUCTH ¥ 60JblIyl0 BapHabeJbHOCTb KOH(HUIYpanHMH BHYTPEHHeN
MeMGpaHbl. MHTOXOHAPHH CepAlla YesJOBeKa C SIBJEHHSIMH KapIaHo-
MHONATHH 1O YJIbTPAaCTPYKTYpPe CXOXH C MHTOXOHADHSMH Cepila
sapoanima [30]. DTo 06YC/I0BIEHO HX TMOBBIIIEHHON AbIXaTeJbHOM
aKTHUBHOCTBIO U HHTeHcH(HKaliWell cBs3biBaHUsl Kaablus. Ilpemno-
Jlaraercs, YTo Npu6JHKEeHHe MHUTOXOHAPHHE K 3MOGPHOHAJbHOMY THITY
CBfI3aHO C ajanTtalued NOpaxKeHHOM TKaHU K KHCJIOPONHOR Hemo-
CTaTOYHOCTH.

B capkomsasme MHOKapAa BBIZEJISIOTCS TaKXe MHKPOCOMBI,
JM30CcOMBI, annapat [onpmxku u uurorpanynnl. CunTaercs, uTO
MHKpoTesnblla (oBajbHble ob6pasoBaHusi auamerpom 0,06—0,5 mx) —
3TO CKOIIEHHE KaTeXOJaMHHOB 531]. OxHako MHKpOTeNblla He
naioT xpoMmabdunHoll peakuuu [32], uro oTpumaer maHHOe mpen-
nojoxenne. X oco6eHHO MHOro B MHOKaple NpeicepAuidl, U Npu
HeJlocTaTKe KHCJIOpPOJAa KOJHYECTBO MHKpOTeJel] enle GoJblle BO3-
pacraer. PyHKUMOHANbHASL POJb MHKpOTeJel MHOKapAa H3yyeHa
HeJI0CTaTOYHO.

JIM30COMBI HMEIOT TaKHe XKe pa3Mepbl, KaK ¥ MHKpOTe/blla, H
6narofapsi MM OCYlleCTBJAseTcs NepepaGoTKa M yldajeHHe NPOAYK-
TOB KJIETOYHOro MeTabosuaMa. Tak Kak JIM30COMBI OKPYXKEHBI MeEM-
O6paHOH, MX BJMSHHE B HOpDMEe Ha COJEpKHMOe LHUTOIIa3Mbl HeBe-
auko. Hakonnenne HeKoTophlx MeraGoauToB, usMeHenue pH u
OCMOTHYECKOI'0 JaBJeHHs LHUTONJNa3Mbl IOBHILIAIOT HPOHHLIAEMOCTb
MeMO6paH JIH30COM H NPHUBOAST K BBIXOAY LHUTOJH3UPYIOUIUX (ep-
MEHTOB B MAaTpPHUKC UHTOIJas3Mbl. YJabTpaduONeTOBble JTY4H, TOK-
CHHBI MHKpPOGOB, psii (apMaKOJOTHUECKHX BeLIECTB YBEJHUYHBAIOT
NPOHHIIaeMOCTh MeMOpaH JH30COM; FOPMOHBI KOpbl HaANOYEYHHUKOB
yMeHbIIAIOT ee. B Muokapme merefi JM30COMBl KpaiHe DeIKH, HX
YHUCJIO YBEJUYUBAETCS C BO3PACTOM.

OkoJ0 mosioca MBIIIEYHBIX KJETOK pacnosiaraercss amnmapart
loapmxu, npeAcTaBasioOmuil CO60H CKONMJIEHHE NY3BIPbKOB U TPY6O-
YeK pasJHYHOH BeJHYHHBI. DTO, BEpPOSITHO, HacCThb 3SHAONIA3MAaTH-
YeCKOH CeTH, COCTOSIIash M3 YILIOTHEHHBIX LUCTEPH (IHUKTOCOM), Ha
KOTOpPBIX OTCYTCTBYIOT pubocomnl [33]. B muokapae ata cTpykrypa
pasButa ciaabo u ysknus ee He sicHa. Kpome Toro, B Kierkax
cepina OGBIYHO MHOTO TpaHyJ TIJIHKOreHa W pubocoM. PuGocoMmsbl
4acT0 OOBENMHSIOTCS B TPYNNbl, WIH IOJHCOMBI, B KOTOPHIX HJIET
CHHTe3 NOJIMNENTHAHBIX Leneil.

CAPKOIIJIABMATHYECKHA PETHKYJIIOM H T-CHCTEMA

Jauuble O CyLIeCTBOBAHMH CETYAThIX LUTOIJIA3MaTHYECKHX
CTPYKTYp OblIM TOJYyYeHBl elile B mpouuioM Beke [34] —moxm cse-
TOBBIM MHKPOCKONIOM OGHapyXKeHbl HMTH, HAYIIHe OT Z-JHHHH cap-
KOMepOB K IOBEPXHOCTHOH o06os0oYKe. DTH CTPYKTYphl HasBaJH
PETHKY/ISIpHLIM annapaToM. ITox 3/1eKTPOHHBIM MHKPOCKONOM OHH
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6bly onucaHbl B 1953 r. ¥ Ha3BaHbl CapKOMJIa3MaTHYECKHM PETHKY-
JqioMoM [35]. Mix nmoapasmenunn Ha ABe yacT: 1) momepeuHble Tpy-
GOuKH, HAYLUIHE K Z-JUHHAM HJIH K YCJIOBHBIM JIHHHSIM COeIHHEHHUS
A- u I-nonoc (T-cucreMa uiaH TpaHCBep3a/ibHas TyOyssipHasl CHCTe-
Ma); 2) nmnpoAaonbHble TPYOKONOAOOHBIE, peXe Be3UKYJsSpPHHE
CTPYKTYpbl, KOTOpblE OPTaHU30BaHHl B SIPYCHl U HaxonsATcs B OJH3-
KOM KOHTakKTe ¢ MHOQUOpHJaMH (COOCTBEHHO capKoIla3MaTHye-
CKHll peTHKYJIOM). B Hacrosilliee BpeMsi HAMETHJOCh YETKOE TEPMH-
HOJIOTHUeCKOe pasfieneHne T-cucreMbl M capKON1a3MaTHYECKOTO
pETUKYJIOMa,

Knaccuueckasi cxeMa, BbIBelleHHasi IO NaHHBIM 3JIeKTPOHHOH
MUKDOCKOIIHH, IOJaraeT, 4TO IIOJOCTH [BYX OTHAeNbHBIX 4YacTef
BHYTpPeHHeH MeMOpaHHO# CHCTeMBI He COOOIIAOTCH MEXAY cob6oH
H MeXIy HUMH, T. €. T-cucTeMOll W capKon/jasMaTH4eCKHM DeTHKY-

JIIOMOM, Bcerjza uMeercss mpoctpaHcTBo go 100 A —xak 6wl cBoe-
0o6pasHBIll 3JieKTpHYecKHil cuHamnc. M3 3Toro HcXomuT uaes o pas-
JIMYHOH (PYHKIHOHAJNBHON POJH TpPaHCBep3aJbHBIX TyOysa H capkKo-
NJ1a3MaTHYECKOro peTHKyndioma. JlokasaTeabcTBa B TOJAb3Y HX
CTPYKTYPHOH pa3fenbHOCTH SIBJSIOTCS KPUTHYECKHMH B mNpobjeme
asexTpoMexaHnuueckoit cBsidn [36]. OtcyrcTBHe MOPdONOrHYECKOro
nepexofia, pa3flleJbHOCTb JBYX dYacTedl CapKOTyOY/sSPHOH CHCTEMEI
6blIM NPOAEMOHCTPUPOBAHH B CKeJETHOH MBILIIE IIPH 3KCIO3HUHH
B H30TOHHYECKOM pacTBOpe xJopucToro kanus. Ilonmepeunwie TyGy-
Jbl TIpH 3TOM Habyxanau, a NPOAOJbHbIE OCTaBaJHChb HEHM3MEHHBIMH.
IToka HesicHO, sIBJISIETCS CKa3aHHOe OTPaXKeHHeM pa3JMuhil B CBOM-
ctBax MeMOpaH pasHBIX Yacred TYOyJsSIpHOH CHCTEMbl HJH OT-
KphiTHs T-cUCTEMBl B MeXKJE€TOUHble NPOCTPAHCTBA.

ITo onwucauunto [37], capkomiasMaTHYECKHH DPETHKYJIIOM COCTOHT
U3 OrpaHHYeHHBIX MeMOGpaHaMH INYy3bIPbKOB, TpPyOoOdYeK, IHCTEpH,
06 beIHEHHbIX B HENPePLIBHYIO PETHKYJSPHYIO CTPYKTYPY, KOTOpas
o6pasyer Kak Gbl 4exoJ BOKpPYr Muodu6puaa. B ckeneTHo# Mbllile
OH o6GJiaJlaeT OpraHH3allyied, IOBTOPSIOIIEHCA B KaXXJIOM capKoMepe,
TaK YTO BCSI CHCTEMa CerMeHTHPOBaHa B COOTBETCTBHH CO CTPYKTYp-
HBIMH NepHOJaMH CBSI3aHHBIX C Helo MHOGUOPHILIL.

Onucanbl TakKXe y4acTKH, rie T-cucreMa KOHTaKTHpyeT ¢ 6o-
KOBBIMH B3IyTHSMH (TepMHHaJbHble LUCTEPHbI) MeMO6paH capko-
N71a3MaTHYECKOr0 PETHKYJIIOMa, TaK HasblBaeMble «TPHAlbl» U «AHa-
Ibl» (puc. 1, 3—Bb). B mnoHsATHe TpHaABl BXOAHT COBOKYMHOCTb
CNAelyIOUUX CTPYKTYp: KOHeuHasi YacTb TPaHCBep3ajbHOH TPYOKH,
BBINSIYHBAHHS INPOJNOJBHBIX TPy6oueK (TepMHHaJbHble LHCTEPHBHI,
WM JlaTepasibHble MEHIOYKH) M3 CMEXHBIX CapKOMEpOB. YKasaHHbIH
KOHTAaKT pacnoJsaraerca B obaactu Z-auHuil. JuamgaMu OblIM Ha-
3BaHBl MOYTH aHaJOrMYHbIE CTPYKTYpPH C TOH JIMIIb pasHHIleH, YTO
T-cucreMa KOHTakKTHpyeT ¢ JaTepaJbHLIMH MEIIOYKAMH TOJBKO
OJIHOTO capKoMepa.

Orkpritie T-Ty6ys B HHTEPCTHIHANbHOE NPOCTPAHCTBO YCTAHOB-

JICHO Ha cKeseTHO# Mbimmne [38, 39]. Yactuus ¢eppuruna (110 A
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Puc. 1. CxeMa THNOB CB:-
3H PETHKYJIOMa -C TOBEpX-
HOCTHON MeMOpaHOH.

1 — tun nepudepndeckoRl cBs-
3u: S — capkojemMMma, JSR —

KOHTAaKTHBIA CapKomja3MaTH-
YecKHR peTHKYJIOM, JG — KOH-
TaKTHHE TrpaHyasl, JP — KoH-

TaKTHble OTPOCTKH; T T A

——— . [E— f—
2 — nepudepHdecKas CBSI3b — ey, g———— g,y s,

yaactok C (capkolJjasMaTH-
9ecKHil PETHKYJIOM KOHTaKTH-
PyeT HeNoCpeACTBEHHO C IO-
BEPXHOCTHOH MeMGpaHOH);
3 — BHYTpeHHAs CBA3b B
CKeJIETHOR MBlllle IO03BOHOY-
HHIX: @ H b — ABa JaTepab-
HbIX MeIIOYKa CMeXHBIX cap-
KoMepoB, A — Tpuapga, SR —
CapKOMIa3MaTHIECKHl DETHKY-
JIIOM, T — TpaHCBep3aJibHble
Ty6ynn, TC — rpaHyJasipHble
BKJIIOUEHHS;
4 — cpes uepe3 TpPHALY;
5 — nepudepuueckas (PC) u
BHYTPEHHSIA CBS3b B CepAme
MJIeKONHTAaloWuX, A — AHana,
A — A —nonoca, SM — cap-
xoMmep [57].

B AuaMeTpe) OGHApYXKHBAIOTCH <«BHYTPH» KJIETKH, €CIH KpYNHble
MOJIEKYJ/IBI TIOMECTUTh BO BHEKJIETOUHYIO XHUIKOCTh. TaK Kak MaJo-
BEpPOSITHO, YTOGbl HACTHILI TaKOH BENHYHHBI IPOXOAMJHN Yepe3 MH-
TaKTHYI0O MeMGpaHy, TO CJIe[OBajoO NPEINOJOXHTb, 4TO T-cucrema
IPSIMO OTKpPLIBAE€TCSI B HHTEPCTHIMAJbHbE IPOCTPaHCTBAa. AHaJO-
THYHOe 3aKJ/JIoueHHe OBIJIO CHeJaHO ¥ INPH HCMOMIb30BaHHU APYTUX
KpynHoaucnepcHulX BemectB. Haamume T-cucreMbl, KoTopas npen-
cTaBJsieT COOOH BISIYHBAHHST MOBEPXHOCTHOH MeMOpaHbl B TIIyOb
KJIETKH, 06bsicHsieT naHHble Xumia [40] o Tom, yTo nudy3sHOHHBIM
NPOIIECCOM HeJNb3sT OGBACHHTL GHICTPYIO CBSI3b BO3OYXKIEHHST H CO-
KpalleHuss B ckeseTHOR Mbimie. Eciin Bo3OyXaeHHe NPOBOLUTCS IO
T-cucreMe, To npu 3TOM LOMKHO YMEHbLIATHCSA PACCTOSIHHE, Ha KO-
TOpOe BO3OYXKJIeHHEe paclpoCTpaHseT cBoe JeliCTBHe NPU HHUIUAIHH
cokpameHusi: nudPy3nOHHOe paccrossHHe OYIeT paBHO YyXKe He
paguycy BOJIOKHa, a Bcero 1—2 mkx — HaubosblieMy pPacCTOSHHUIO,
otpeaswouieMy mMem6pany T-cucteMsl oT MHOGUGPUIT B KaxXaoi ac-
COLlMAllUU «TpHaZa — MHOPUOPHUILIA».

Psin sxcnepumentoB [41—43] nokasas, uto T-cucremMa melCTBH-
TeJbHO HPOBOAHUT BOJHY BO3OYXKAEHHS BHYTPb KJIETKH: JIOKaJbHAsl
3JIeKTpUUecKas JEeNoJspH3alus BOJOKHA CKeJEeTHOH MBILIIbI JISATYI-
KH B 0oGJacTH Z-JMHHUH CapKOoMepa BHI3bIBaJa JIOKAJBbHBEIE KOHTpaK-
THJIBHBIH OTBeT. B HacToslllee BpeMsl MOSBHJAcChb BO3MOXHOCTb H3-
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Puc. 2. CxeMaTHuecKkasi AHarpaMMa BHYTPEHHHX MeMODaHHEIX CHCTEM
CepAEYHO! MBIIUIE MICKONHTAIOMHX.

Mo — muodubpaann, T — T-cHcTeMa. B MecTax KOHTakTa T-CHCTEMH M CapKo-
NJAa3MaTHIECKOTO DETHKYJIOMAa BHAHH <«KOJGOMOAOGHBIE» CTPYKTYDH (aHajxor

TepPMHHAJbHBIX MUCTepH). OHH OTAeNeHH OT T-CHCTeMH npocseToM B 100 A [17].

6upaTeNbHO paspywartbh T-cucTeMy: BOJIOKHO NMOMeLIaeTcsi B FHmep-
TOHUYECKHIl PacTBOP IVIHL[EPHHA, a 3aTeM BHOBb NEPEHOCHTCS B HOP-
MaJIbHBIH pacTBOP. DJIEKTPOHHOMHUKPOCKONMHYECKHe HCCIe0OBaHus Ta-
KHX TMPenapaToB nOKasbiBaloT noBpexaenue 959% ty6yn [44—45].

Hrtak, MOXHO BBIIEIHTb CJeLyIOIHe OCOGEHHOCTH CTPOEHHS
CapKOTYOYyJNSIPHOH CHCTEMBI CKEeJETHOH MBIIINBI: 1) OHA COCTOHT H3
IBYX pasfiesJbHbIX uyacTel — T-CHCTeMBI W CapKOIJIa3MaTHYECKOrO
PETHUKYJIIOMa, KOTOpBle KOHTAKTHPYIOT B 006JacTH <«TpHalLy HIH
«auan», 2) T-cucrema ipencraBiasier coGoil mosyilo TpyoGKy, KoTopas
OTKPBIBAETCSI B MEXKJETOYHOEe INPOCTPAHCTBO Ha YPOBHe Z-JIHHHI
(pexe Ha ypoBHe KoHTakTa A u /-IUCKOB capKoMepa) H COZEPKHU-
MBEIM KOTODOH SIBJISIETCS HHTepCTHUHAJbHAs XHIKOCTb; 3) capko-
MIa3sMaTHUYECKH PETHKYJIIOM CErMEHTHPOBaH H OOBIYHO 3aXBaThI-
BaeT HeCKOJbKO capkoMepoB. IIpomosnbHble TPY6OUKH 3aKaHUHBAIOT-
ts B3AYTHUSIMH — TePMHHAIbHBIMH LIHCTEPHAMH.

UccnenoBalus cepledyHOH MBIIILB TENJIOKPOBHBIX TaKXKe IOKa-
3aJH, UYTO HMEIOTCS MABE pasJHYHBlE CHCTEMBI CapKOTYOYJsipHOH
ceTH — momnepeyHas u mpomosnbHas [46—48] (puc. 2). B o6mem
Bule T-cucTeMa COCTOHT M3 OBOMIHBIX TPY6OYeK, NPOHH3BIBAIOLIUX
MeMGpaHy Ha ypoBHe Z-nuHuH. MHOrZa BHIHO, YTO cocelHHE ceT-
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yaThle CTPYKTYPHl CBSI3aHbl MeXAy €060l OpHEHTHPOBAHHBIMH B
NpOJONLHOM HarpaBjeHuH TpyGoukamu Toro e Ttuma [49—51].
TpaHcBep3aibHble TyOy/bl B MHOKaplle MMeEIOT 3HAYHTEJbHO GOJIb-
LIHA J¥MaMeTp IO CPaBHEHHIO CO CKeJeTHOH MBIIIIEeH H BCerja Joka-
JIU30BaHbl HAa YpOBHe Z-JHHUH. DTO YCTAaHOBJEHO C TMOMOLIbIO Tex-
HHKH 3aMOpaXHBAIOUIEro INPOTPABJIHBAHHS M 3JEKTPOHHOH MHUKPO-
ckonuu [52, 53]. HapyxHble ameprypsl T-TyOysn Ha IOBEPXHOCTH
CapKoJieMMBbl CTPYNIHPOBAHbLI B PSAALI B COOTBETCTBHH C pacmpeje-
JeHHeM Z-JMHHH capKOMepoB. B oTJHuMe OT CKeJeTHOM MBILINbI B
ceplile MJIEKONHUTAIOIHUX T-cHCTeMa 3HAUHTEJbHO KOpOYE U MOKPHI-
Ta M3HYTPH OCHOBHOH MeMmGpanoii [54]. T-cucrema cepien He Me-
HSeTCA NPH TVIMLEPHHU3ALMH, KaK H NapaMeTphl BHYTPUKJIETOYHBIX
[OTeHIHaJO0B AelicTBHA. DTO 0ObsicHseTcs TeM, uTo T-TyOyJbl MHO-
Kapla IUHPOKH, KOPOTKH H BCJEINCTBHE 3TOTO ObICTPO HAOCTUraeTcs
paBHOBecHe c oMbiBaoleil cpenoil. ITostomy paspeia T-TyGya nociie
TOro, KakK IpernapaT [epeHOCHTCS H3 THIEPTOHHYECKOTO pacrBopa
(rmunepuHa) B HOpMaJIbHBIH, He IPOHUCXOIHUT. )

CorsiacHo ofHuM aBTopam [55], B MuOKape, Kak U B CKEJETHOI
MbIlILle, HE CYLIECTBYET OTKPBITHIX KOMMYHHKanui mexpy T-tyGy-
JIaMH U CapKOIJIa3sMaTHYECKHM DeTHKyJioMoM. B psme pabot BCcTpe-
yapTca cOoOOlIeHHsT O NPSIMOM INepexone JABYX 4acTed capKoTyOy-
Jasipuoit cetd [23]. Kak u B ckesJeTHOH MBIIIle, B KJE€TKaX MHOKap-
la HMeeTCs HeNpephiBHAsI CBA3b MeXIy MJasMaTHyeckod meMGpa-
HOH M cTeHKaMu Tpy6ouek T-cucrembl, ¥ mpocBeT TyOyJs CBOGOIHO
coofiiaercsi ¢ BHeKJeTouHOH cpemoit [53, 56]. O6 stom cBumerens-
CTBYIOT H HCCJE[OBAHHSA C (PepPHTHHOM U NPOAYKTaMH IIEPOKCHIA3-
HoO¥ peakuuu [24, 57]. T-cucrema, yepe3 KOTOPYIO BHEKJETOUHAs
HHUAKOCTb MOXET NMPOHHKAThb «BHYTPb» KJETKH, OTCYTCTByeT B BO-
JokHax [TypkuHbe, npexcepausx MJexkonuraomux [23, 24] u, Kax
npaBuso, B Cephlle X0M0AHOKpoBHBIX [17]. Oxkoso TpaHcBepsasb-
HBIX Ty6GyJ 4YacTo HAaGJIONAIOTCH NHHOLUTOTHYECKHE Iy3BIPbKH.
BrickasaHo mnpeAnosoKeHHe, UTO OHH OTIOYKOBHIBAIOTCA OT TYOYJ
T-cucremsl.

XapakrepHasi ocoGeHHocTh T-cucTeMbl MHOKapaa (M 3TO OTJIH-
gaeT ee OT T-CHCTEMBI CKeJETHHIX MbIIIL) — GOKOBbIE BETBJIECHHS.
Tlpu ucnosp30BaHHM NPOLYKTOB NEPOKCHAA3HOH peaKUUH NOKa3aHO
[58], uro GokoBhie orBerBieHust T-TyGyJ HAYT Yepes3 BCIO KJIETKY H
NIOCTENeHHO YMEHbINAITCA IO pa3MepoB TPYOOUeK CapKOIJIa3MaTH-
yeckoro pertuky/iaioMa. O6pasyercsi Iiy60KO pasBeTBJEHHAs CeThb
NIOBEPXHOCTHOI MeMOpaHBl BHYTPH KJETKH, depe3 KOTOPYIO 3KCTpa-
KJeTOYHast cpefa oOyeHb OJHM3KO MOAXOAHT K MHOGMHIAMEHTaM.
OnHako yka3aHHOe CTPOeHHe CO3[aeT TPYAHOCTH B HHTEpIpeTalliH
MaTepuaja U YBePEeHHOM pa3lelieHHH CapKOIJIa3MaTHYECKOTO PETH-
KyJjioma u T-cucreMbl. MOXHO yTBepXKIaTh, UTO CapKOILIa3MaTHye-
CKHi DETHKYJIOM He MOXeT ObITb UAeHTH)HUHPOBaH Ge3 HCIOJb-
30BaHHSI 3KCTPaKJeTOUHbIX MeTOK. [laHHBIH Bompoc TpeGyer Tia-
TeJIbHOrO H3y4eHHs, IOCKOJNbKY HMeeT BaXKHOe 3HauyeHHe AJs MpO-
61eMBI 3J1eKTPOMeXaHHYeCKOi cBsisn [59—61].
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Eciu B CKeleTHOH MBlIille CapKOM/Ia3MaTHYECKHH DPETHKYJIIOM
npejcraBiaseT cOO60H BHYTPHUKJIETOUHYIO ceTb TyOysn ¢ Gosee Hau
MeHee yeTKOH Tomorpadueli Mo OTHOIIEHHIO K CapKOMepy C BhIpa-
JKEHHOH CerMeHTapHOCTbIO, TO B cepllle MJEKONMUTAIOMUX — 3TO
LIMPOKOBETBAILLLAsACA peryJsipHasl ceTh, OKpYXKalolllasi KOHTPaKTHJIb-
HBIH annapaTr M HelpephiBHAasi OT capkoMepa K CapKOMepy C aua-
MeTpoM TpyGouek 20—60 #m [62]. PacnpocTpanenne ot capkomepa
K capKOMepy CapKoNJa3MaTHYeCKOro PETHUKYJIIOMa, a TaKke OGHJIb-
Hble JiaTepaJibHbBle BeTBJeHUs T-cUCTEeMBl B CepAEYHOlH Mbilile 06b-
SICHSIOT, I0YeMy B MHOKapJie He CMOIJIH OOHapyXHTb JIOKAJHU30BaH-
HBIX COKpallleHWil, NPHMeHsisi pasipaxatouruii Toxk [41].

B npoTHBONOJNOXKHOCTL CapKOMIa3MaTHYECKOMY DPETHKYJIIOMY
CKEJIETHOH MBIIIIBI, KOTOPHIA 0K0JI0 T-Ty6ys1 OKaHYHBaeTcs TakK Ha-
3bIBaEMBIMH TePMUHAJIbHBIMH LIUCTEPHAMH, B CEPAlle TEIJIOKPOBHBIX
Takue CTPYKTypbl He HaifeHbl. OJHAKO HEKOTOpble I'OMOJIOTH IIO-
CJeJHUX CYLIeCTBYIOT — HeboJbliNe Koa60uykKooOpasHble pacuiupe-
Hus. Takue pacminpeHusi, Kpome TOro, oGHapyKHUBAIOTCS BLOJb Cap-
KOJIeMMBl U B TECHOH CBSI3U C MHTEePKaJsSpPHBIMH AHCKaMu [63—65].
B yuacrkax, rae Her T-TyGyJs, OHM 3aMeHeHBl CHCTEMOH TPyGOUEK
CapKoMJIa3MaTHYeCKOH CETH M COeJMHEHH ¢ COCeJHHUMH TPyGOUKaMHy,
OKpyXawomUMH Muopu6Gpunnbl. IlpuMeHHTENbHO K MHOKapAy aHa-
JIOTH TePpMHUHAJbHBIX LHUCTEPH NpeNsokKeHO 0603HAYaTh KOHTAKTHBIM
CapKOIJIa3MaTHUeCKUM peTHKyJaoMoM [57] (mpyrue TepmuHbI —
c[yéﬁapxoneMmaanbIe uucrepusl [56], mepudepuueckuit Kanjuur

62]).

Mecra cuennenuss T-cucTeMBl ¥ CapKOIIa3MaTHYECKOTO PETHKY-
JIOMa XapaKTepU3YIOTCS TIPaHyJASPHBIMH BKJIOYEHHSIMH, KOTOpBIE
NONOGHEl HalJeHHBIM B IHUCTEPHAX CKeJeTHbIX Mblm [66—68].
ITpucyTcTBHe B HHX KHCJBIX MYKONOJHCaxapHIOB NO3BOJSET Hpel-
NIOJIOXKHUTh, YTO XOHIPOUTCYJAb(AT MOXKeT obecneyuBaTh CBSI3bIBaHHE
KaJblusd B JaHHBIX yuyacTKax. Tora BO3HHKaeT BONPOC O POJIH TOH
IONYU CapKOIJIa3MaTHYECKOTO0 PETHKYJNIOMa, KOTopasi He COINEPXKHT
FpaHyJsIipHBIX BK/ItoueHuit. Hannuue paspenbHBIX JIOKYCOB AJSI BHI-
CBOGOK/JEHHST W TOTJIOUIEHHUSI KaJbLHUsl MOCTYJHPYETCS M Ha OCHOBa-
HUH (PU3HONOTHYECKUX HCCAeLOBaHuUk.

YKe daBHO GBIJIO M3BECTHO, YTO KJETKH CHHOATPHAJbHOrO, at-
PHOBEHTPHKYJNSIPHOTO Y3JIOB M NPOBOISIIEH CHCTEMBl KeJYHAOYKOB
Kak MOp¢oJOorHyecKH, Tak H (YHKIHOHAJBLHO OTJHYAIOTCH OT Kie-
TOK pabouero Muokapaa. OZHakKo Ha pas3iuuyusl MeXAY Ipeicepn-
HBIMH W KeJyJOYKOBBHIMH KJIETKAMH OJIHOI'O XHMBOTHOro o6palia-
Jochb MaJso BHHMaHHs. CONOCTaBUTh Ke JNaHHble PasHBIX aBTOPOB,
H3YYalolIUX CTPOEHHe NpeLCcepIuil U XKeJyHLOUYKOB pa3fiesbHO, Kpaf-
He TPYAHO BBHIY MHOroO6pasusi NOAXOLOB, METOAMKH, HCIOJb3Yye-
MO}l TEDMHUHOJIOTHH W MHTepNpeTalliH NOJydYeHHBIX JaHHbIX. Bot mo-
4eMy OcoObIfl HHTepeC NpeACTaB/sfAlOT paboThl, TAe OLHOBPEMEHHO
u3yvaioTcsti o6a ormena cepiaua, u6o ¢usnosoraM HM3BeCTHH aybo-
KHe pasJuYHs MeXAY IpeAcepAusMH U XKeJymoukaMu B ¢opMe
BHYTPHKJIETOUHBIX TNOTEHLIHAJ0B, HX HOHHOM TeHe3e, MapaMeTpax
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COKpallleHHH, B XapaKTepe peardpoBaHHsi Ha (¢apMaKoJOTHUEeCKHe
BO3JeHCTBHS U Ha CMEHY YacTOThl cepaueGueHui.

'ncroxuMuyeckne HaGMIOQeHHS IOKa3ajH, YTO TNpeLCepAHble U
JKeJyNIOUKOBble KJETKH PasjiM4aloTcsi IO COMEpKAaHUI0 XOJHHAICTe-
pa3 [69, 70], cykuuHaTZernaporeHassl ¥ APYruX (epMEHTOB OKHC-
JeHust [71, 72]. YcraHOBIEHO, YTO B NpeACepPAUsiX KPBICHI aKTHB-
HOCTb LIUTOXPOMOB U JerHApOreHas MeHblle, YeM B XKeJyAOuKax
[71]. DnexTpoHHOMHUKpPOCKONKYECKHE HCC/AENOBAHHA MOKa3aJH pas-
JIMYHS BO BHYTPEeHHeH CTPYKType LUTOMJIa3Mbl, OPraHU3alUH CapKo-
NJ1a3MaTHYECKOr0 PEeTHKY/JIIOMa B IpeNCepAusiX M XKeayJouyKax.
B Xesnymouke KOWIKM pa3mep kiaeTok 10—I12 mk, XOpouwio pasBuT
CapKomJia3MaTHUYeCKHH DPETHKYJIOM W o6uiabHbl T-TyOyabl. Kierku
npeacepAull MeHbinero pasMmepa (5—6 mk), comepxar mano T-Ty-
6yJ, MHOTO cy6capKoJieMMaJbHbIX LHCTePH, YeM HANOMHHAIOT MHO-
KapJ, XOJOJHOKPOBHBIX. AHAJIOTHYHO B INpeJCeplIHH KPBICH c1a60
BeIpaxeHa T-ciucTeMa H capkomjiasMmMaTuyeckuit perukyiaiom [71].
YCTaHOBIEHO NOpa3uTe/bHOE CXOACTBO MEXIY KJETKaMH XKelyHod-
Ka KphIChl B IlepBble HelleJ U NMOCTHATaJbHOTO Pa3BUTUSA U KJIeTKaMH
npexcepauil Bapocaoit kpbick [73]. Cpasy nocie poxnenus T-cu-
CTeMbl ellle HeT, MHOGUOPUJJIB JIOKAJH3YIOTCA IPEeHUMYLIeCTBEHHO
1o nepudepud KJIETOK, TeM He MeHee CKOPOCTb COKpallleHHs BeJHKa.
Uepes nBe Henesqd MOCTHATAJBHOIO Pa3BUTHA MHOGUOGPHUJIBI MOSB-
JISIOTCS U B LEHTPe KJeTKH, ONHOBPEMEHHO CTaHOBATCS BHIHUMBIMH
T-ry6ynbl. MHTOXOHAPUH B TIpeCEPAUH KPbICHl MEHbIIHX pPa3MepoB,
C MeHbUINM KOJIHUEeCTBOM BHYTPEHHHUX KDHCT, 4TO KOppeJUpyeT C
MaJ/iblM YPOBHEM COBepLiaeMOi MexaHHuecKoil paGorsl [71].

B psge paGoT nokasaHo, 4TO B Mbllille INpeAcepIHil UMEIOTCS
LUTOMJIa3MaTHYeCKHe IpaHyabl [72, 74]. BeickasaHo npexmosoxe-
HHEe, UTO 3TO MPOAYKTH CEKpPelHH INpelcepAHBIX KiaeTok. Cekpenus
MBILIEYHBIX KJETOK He NapafokKc, H60 H3BECTHO, UTO IOKCTArJoMepy-
JsIpHBlE KJIETKH, KOTOpBHIe SBJSIOTCH MOAM(DHUMPOBAHHBIMH IJ1adKO-
MBIIIEYHBIMH, 0GJaanalor cekperopHoli ¢yukuued. CorsmacHo mpyro-
My MHeHHIO, NpelcepAHble TPaHYJbl — 3TO YYaCTKH, Tle XpaHATCS
KaTexoJaMHUHbl (BBHUIY BHEIIHEr0 CXOACTBA C KaTeXOJaMHHCOZep-
JKAUIUMU TPaHyJaMH KJIETOK MO3TOBOI'0 CJOS HaAIOYeYHHKOB M XPO-
madhOUHHBIMH KJIeTKaMu cepiell HukjaocroM). OxHako rpaHy’abl B
HaANoOYeyHHKaX yMeHbIIAIOTCS NpH pe3epNHHH3allud, a B Ipejacep-
nusx caabo pearupyloT Ha pe3epnuH. HHCI0 IpaHy/ yBeJHUYHBAeTCs
NpH AeHdCTBUH aJpeHaJHHAa ¥ YMEHbIIAETCs NMOJA BJMSIHNEM aTpPONMHHA
U reMHUXOJIMHHAYMA.

MuoxapauajapHele KJIETKH XOJOAHOKDOBHBIX HMEIOT OCOGEHHO-
CTH 1O CPaBHEHHIO C MHOKapIOM TeIJOKPOBHBIX [75—78]: oHu
MEHBUINX Pa3MepoB U OTAeJEeHBl IPYr OT Apyra 3Ha4YHTeJbHO 00Jb-
UIMMH MeXKJETOUHBIMH NPOMEXYTKaMH; B KJeTKax aMpubuii He
o6HapyxuBaercsi T-cucreMa; capKOIIa3MaTHYeCKHH DPETHKYJIIOM
PasBHT OTHOCHTeNbHO cia6o [76]. O6 orcyrcrBunm T-cucreMbl B
MHOKap/e XOJOXHOKPOBHBIX CBHIETENbCTBYIOT ¥ (PH3HOJOTHYECKHE
nauuble [61, 79, 80]. OTmbiBaHHe noc/ie MAMLEPHHH3ALHU He BeNeT
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K Da3006ILEHHI0 3JeKTPOMEXaHHYECKOro CONpSIKEeHMd, KaK 3TO Ha-
Garofaercs B ckesJeTHOH Muimne [81, 82].

CapkoniiaaMaTHUYeCKHH DETHKYJIOM B cepjlle XOJOLHOKDOBHBIX
npejcTaBjeH B BHAe MeJKHX, PacCessHHBIX, OKpPYKeHHBIX MeMOpaHa-
MH IIy3bIpbKOB, KOTOpPHlE He HMEIOT KaKoro-JHO0 3aKpeleHHOro
OTHOIIEHHSI K capkoMepaM. B HeKOTOpDHIX yyacTKax 3JIEeMeHTHl cap-
KOTyOy/sipHOH MeMOpaHbl 6JH3KO NPHJIEralT K KJIeTOYHOH MeMOpa-
He. MHorma HeGosblIHe Be3WKYJBl BCTpedyaloTcs B Mexdubpuaisp-
HBIX NpOCTpaHCTBax B o6aactu Z-nuuui. HenocpemerBenHo mnon
MeMG6paHOH BHIABJIsETCA GOJbILIOE KOJHYECTBO MENTKUX IMHHOLUTOTH-
YeCKHX Ny3bIpbKOB. MOXHO CYHTaThb 3a NPaBHJIO, YTO KOJHYECTBO
cy6capKoaeMManbHbIX My3bIPbKOB OGpPAaTHO NPONOPLHOHAJNBHO pa3s-
BHTOCTH CapKOIJa3MaTHYeCKOrO peTHKyJioMa H T-cucreMbl. XoTst
T-ty6Gynbl B cepAlle XOJOTHOKPOBHHIX M He BCTpPeYaloTcs, UX Mopdo-
JIOTHYECKHUM SKBHBAJEHTOM SIBJAAIOTCH cy6capKosjeMMaJsibHble BIfI-
YHBaHUS, KOTODble HEKOTOPbie aBTOPHI Ha3BIBAIOT KOPOTKUMH T-Ty-
G6ynamu [83]. PasMepbl uX HENOCTOSIHHBI M ToHorpaduueckasi CBsi3b
¢ Z-nuHuel caydaiina.

BennocTb 3/1eMeHTOB capKOIIa3MaTHYECKOH CHCTEMBl BHISIBJEHA
H B MCCIENOBaHHSAX MHOKapAa 30JOTHX phGoK [78]. ¥V Hux capko-
TyOyasipHas CHCTeMa IpeJCTaBjieHa B BHIE PAacCesiHHOH IO NpOTO-
IJ1a3Me CeTH, He OKpyXKawlled MHOQUOPUJJIB, a JHIIb YaCTHYHO
pacnoJjaramouleiics OKolo HHX. B 3Tux KieTkax He OOHapyXeHO
KaKoro-iuf6o CrellHaJH3uPOBAHHOIO PAacCIOJOXKeHHUSI CcapKoTyOyasip-
HBIX 3JIEMEHTOB, KaK B KJeTKax TeIJIOKPOBHHIX. Tak Xe, Kak H B
KieTkax amMdubui, 3gecp orcyrcrByer T-cucrema. ITpumeuaresnbho,
4TO Hapsily cO ClabOoBBHIPAXKEHHBIM CApKOIIa3MaTHYECKUM peTHKY-
JIIOMOM B cepJle pbIO BBHISBJSIOTCS CapKOIJa3MaTHYeCKHe LUCTep-
Hbl B HeNOCPeJCTBEHHOH 6/IM30CTH OT BHYTPeHHeH NOBEPXHOCTU KJle-
ToyHO# MeMOpanbl. CTPYKTypa TaKuX NPpHMeMGpPaHHBIX IUCTEPH He
II0X0XKAa Ha TIOCKHE MEIIOYKY, pacroJjiaramllyecs: B KJIeTKax TeMNJo-
KPOBHBIX,— HX KOHTYPHI H3BHJIHUCTH. TaKoro poia B3aMMOOTHOILe-
HHUSI MeXIy <«LHCTeDHaMH» W IIOBEPXHOCTHOH MeMOpaHOH HaNoOMH-
HAIOT CBSI3b MeXAy Ty6ysnoll T-cHCTeMBl U TepMHHAJbHON HUCTEPHOH
y TemnokpoBubix [84]. Heo6xomuMo mnoayepKHyThb, 4TO pPasiHuusi
MeXIy MHOKapIOM XOJIOJHOKPOBHEIX M TEIJIOKDOBHHIX B LEJOM
BeCbMa OTHOCHTENbHBI; HeMeHblIHe Pa3/HYHg HMelTCs MeXIy KJIeT-
KaMH pasJHYHBIX OTAEJOB MHOKapJAa OJHOrO U TOrO Xe XHBOTHOTO.

XapakrepHasi 0COGEHHOCTb OpraHH3allud BHYTDPEHHHX MeMOpaH-
HBIX CHCTEM MHOKapJa-— TeCHasi CBSI3b PETHKYJIOMa C IOBEPXHOCT-
Hoit MeMm6panoii’ [85]. ComMep u Hxoucon [55, 57] npemnoxuiau
Ha3bBaTh TY YacTb PETHKYJAIOMa, KOTOpas NOXXOAUT K IOBEPXHOCT-
HOHl MeM6paHe, KOHTaKTHBIM CapKOIJIa3MaTHYECKUM DETHKYJIIOMOM
(junctional sarcoplasmic reticulum) (cm. puc. 1, 1, 2, 5).
B HeM HafiieHBl MaJjible MJIOTHBIE TPAaHYJIBl HESICHOH IIPHUPOXHL
B yuacrkax c TecHOll TomorpadHuecKoil CBSI3bI0 MEXIY CapKoJeM-
MOH M KOHTAKTHBIM DETHKYJIOMOM OTME€YaloTCs IJIOTHBIE IOCTOSH-
Hble MOCTHKH — KOHTaKTHble OTPOCTKH. TakuM o6pasoMm, 3TOT
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CTPYKTYPHBI/ KOMIJIEKC COJEepPXKHT CapKoJeMMy, KOHTaKTHBIN cap-
KOIJ1a3MaTHYECKHH PETHKY/IIOM M KOHTAaKTHble MOCTHKH.

B cepaue penrunuit T-cucreMa OTCYTCTBYeT, a BMECTO Hee Ha-
6s101a10Tcsl HeGoMblINe BISSYUBAHUS MeMOpaHbl B 00J1aCTH Z-JIHHHIH.
Y yepemaxu CapKOIVIa3MaTHYECKHH DETHKYJIIOM HaXOIMTCS Ha pac-
crosiiuu 80—100 A or MeMOpaHBl H HalOMHHaeT cy6capKojeMMalb-
Hble UHCTEPHBI, KOTOPHle ONMHCaHbI HeLaBHO B ceplie Kphichl [71].
AHnanoruyHele CTPYKTYPhl HaleHBI B MHOKapAe xKabbl, B cepAale
0060/104€YHHKOB U B HEPBHBIX KJeTKaX BooOule. B Kenymouke siue-
PHIl HMeeTCs XOPOIIO Pa3BUTHIH CapKOMJIa3MaTHYECKUH PETHKYJIOM,
NpeACTaB/SIOMINA COOOH CHCTEMYy aHAaCTOMOSHPYIOIIUX TPyGOUEK,
KOTOpble PacNpOCTPaHSIOTCA OT capkoMepa K capkomepy [86].
T-Ty6ya 31ech HeT, HO CapKONJIa3MaTHYECKUH PETHKYJIOM HaXOLHUT-
Ccf B TECHOM KOHTaKTe ¢ IuasMoJemmoi. Kietrkn nuamerpom
2—7 mx. CepAlle NTHL HAallOMHHAeT 1O OCHOBHBIM CBOHCTBaM MHO-
Kapn pentunuii [87, 88]. 3mech Takke Her T-cHCTeMBl H KJETKH
auamerpoM 3—7 mk. ONHako y NTHLI OGHIbHBL MHOPHOGPHIJIBL H
MHTOXOHJADHH; CapKOIJIa3MaTHYECKHH PETHKYJIOM XOpOLIO pa3BHT,
4TO MOXKHO CBsf3aTb ¢ GOJIBLIOH CKODOCTbIO COKpAallleHHsl cepAla
OTHLL.

st BBISICHEHHSI NPUPOABI 3JEKTPOMEXaHHYECKOrO CONPSKEeHHUS
NPUHLMIHAAbHO YCTAaHOBHTb, KaKasl 4YacTb IIOBEPXHOCTeH MeMGpa-
Hbl (cama MemOpaHa uau T-cucrema) ycTaHaBJHBaeT KOHTAaKT C
CapKoIJIa3MaTHYeCKUM DETHKYJIOMOM. B ckesleTHO! Mbllile Takas
CBsI3b OCYIIeCTBJseTcs 4yepe3 TPaHCBep3afdbHble TYGyJabl (BHYTpeH-
HUH THI CBSI3Y), M HeNOCPeJCTBEHHOe COIpSI)KEeHHe PEeTHKYJIoMa ¢
capkoneMMoit (mepucdepuueckas cBs3b) orcyrcrByer. Ilepudepuue-
CKasl CBsi3b SIBJISIETCS, BEPOSITHO, HHBAPHAHTHBIM CBOHCTBOM MBbILIeY-
HBIX BOJIOKOH cepiua. B P-BOJIOKHaX BCeX XXHUBOTHBIX H B HEKOTO-
PBIX COKPATHTEJNbHBIX BOJIOKHAaX INpeNCepAHH U KeJYHZOYKOB 3TO
€IHHCTBEHHBIA THI CBS3H. B APYrHX MBILIEYHBIX CepIEYHBIX KJIeTKax
(V-knetkn) o6a Tuma cBsisu coueraiorca (cM. puc. 1, 5). MuBapu-
aHTHas Yepra B 00OHX CJIyYasix — IpaHYJbl, KOTOPBlE PacHoJaraior-
C1 B LEHTPe KOHTAKTHOIO CapKOMJIa3MaTHYECKOrO peTHKYJIoMa.
KoHTakTHbBIe I'paHyJbl — rOMOJIOI TPaHYJASPHOrO MaTepHasnla TepMH-
HaJIbHBIX IUCTEPH CKeseTHbIX MbImi [89], KoTOpble coLepxKaT HOHHI
xaabuus. PagnoaBTorpadudeckue HCCAeIOBaHHS I03BOJIAIOT Ipel-
moJjiaraTh, 4YTO KaJbIHil XPaHUTCH B TepMHHAJbHBIX LIUCTEPHAX, U3
KOTOPBIX OH BBICBOGOXAaercsi npy BoaGyxaeHuu [90].

B cepaue MeJKHX MJIEKONMHTAIOMUX (KPOJHKA, MBILIIH, MOPCKOH
CBHHKH, KOIIKH, KpPBICHI) Hal[leHO [Be IONYJSLHH BOJOKOH H B
npencepAusiX, H B Xeaygoukax. OHH OTIHYAIOTCA HaJHYHeM HJIH
orcytctBueM T-cucrembl [57]. JIokanuaanus ofHOro THIA BOJOKOH
B XKeJYAOuYKe COOTBETCTBYET paclpeleseHHI0 ceTH BoJokoH Ilyp-
KHHbe, KOTOpble W3BECTHbl KaK YaCTb NpoBoAsllel cucreMbl (P-Bo-
qokHa). Pasnnune Mexny kiaaccuyeckuMu BosIoOKHaMu IlypkuHbe H
'‘P-BOJIOKHAMH COCTOHT B TOM, 4YTO THOCJAeJHHe HMEIOT HaMHOTO
MeHbIIHA AHaMeTp W 06JajaioT XOpOWIO BbIpaX{€HHbIM KOHTpPakK-
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== § Puc. 3. CxeMa THNOB MHO-
KapauaibHBIX KJETOK.

Bl — ocHOBHas MeMG6GpaHa,
Id — uHTepKaAAPHHA AHCK,
Mf — muodpu6panIN, Mt —
MHTOXOHJ DHH, N — anpo,
Pm — nnasmaTugeckass MeM-
M 6paHa, Sc — capkonyiasMa-
THYeCKHI DEeTHKYJIOM, CBSi3aH-
HBIfi C TIOBEPXHOCTHON MeMGpa-
HOH, Ts — TpaHcBep3asibHas
Ty6yasipHas cucteMa [88].

THJIbHBIM annapaToM. B cBoio ouepenb P-BOJOKHa 3HAYHTEIbHO
(B 3—4 pasa) GoJblie B O¥aMeTpe COKPATUTEJbHBIX BOJIOKOH B
cepllle IbINJIEHKAa, HO MaJloe OTJHYHe B AuaMeTpe MeXAy P-BoJokK-
HaMH H COKDaTHUTeJbHBIMH BOJOKHaMH B MHOKaple MeJKHX MJEKO-
nuramomux. MoXHO NpeanoJoXuTb, YTO Gojiee ObICTPas CKOPOCTb
NpoBelicHUs B P-BOJIOKHaX CBsi3aHa ¢ yMeHblieHHeM MeMOpaHHOM
€MKOCTH 3a CUeT OTCyTCTBUS T-TyGy.

[To muenuio aBrTopoB [57], Hanuune uam orcyrcrBue T-cHcTe-
Mbl — HauboJsiee CYILeCTBEHHbIH KpUTepHH AJas pasaudyeHus P-BoJjo-
KOH M COKpaTuTeJbHBIX V-BosokoH. WHTepecHo, yTo OKoso P-BoJo-
KOH PacCIOJIOXeHbl HepBHbIE BOJIOKHA, Y COKpPATHTENbHBIX V-BOMOKOH
HX HeT. MuoHeBpasibHble KOHTAKTH B OOOHMX CJyuasx OTCYTCTBYIOT.
Ecin Commep u JxoHucon [57] npemnaraior neauTb BOJOKHA Ha
P- u V-tunel, To XupakoB [88] Bbimeasier TpH THIa MHOKapAHaJb-
HBIX KJeTOK (puc. 3): 1) mpuMHTUBHHIA, 5MGpHOHAJNbHBIA — THI P;
2) BeHTPUKYJApPHBbIH, MJAX THOD M (BOJOKHAa MJIEKONUTAIOUIUX);
3) S-tum.

Tak Kak ONHH COKpaTHTeJbHble KJeTKH HuMeloT T-cucremy, a
Ipyrue HeT, BO3HHKaeT BONPOC O ee QYHKIHOHaJbHOA ponu. B TON-
CTHIX BOJIOKHAaX, HallpUMep B CKeJEeTHBIX MBIIIIAX, TPaHCBep3albHbie
TyGyJBl HEOGXOLHUMBI, BEDOSTHO, [HJSI YMEHBbIUEHHS pAaCCTOSHHS
aupdysun BelllecTBa, KOTOpOe aKTHBHpYeT CcOKpallleHue. B Bo-
JIOKHaX MaJjoro Auamerpa B 3TOM HeT HeoGxoauMmocTu. CorsacHo
apyromy MHeHuio [57], T-cucreMa MHOKapia SIBASIeTCH BaXXHBIM
3BOJIIOLMOHHBIM NpUCIOCcO6IeHHeM, 160 oGecneynBaeT BO3MOXKHOCTb
CyLIeCTBOBaHHsI KOMmeHcaTopHo#l runeptpodun. HHTepecHo, uTO
HaJuyue HIH OTcyTcTBHe T-TyGyJ KOppenupyeT He C pasMepaMu
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KJETOK, a C KOJHYEeCTBOM B HHX KOHTPAaKTHWIbHOrO MaTepHaJa.
B menom caepyer mpusHaTth, YTO posb T-CHCTEMBI B MHOKapaHaJb-
HBIX KJIeTKaxX JaJieKo He SICHa, HECMOTPSI Ha TO, YTO HX CTPYKTypa
H3yYeHa HeIl10X0. MOXKHO HpEeNIONOXKHUTh, YTO Yepe3 CapKoIJiasMa-
THYECKHH pPETUKYJIOM OCYIIECTBJSIETCS BBIIeJeHHe KaJblHs U3
KJIETKH TI0 MeXaHHU3MY 3K30LHTO3a.

B 3akioueHHe MOXKHO OTMETHTh cjelyiouiee. CapKomiasMaTi-
YeCKU PETHKYJIOM XOpOLIO Pa3BUT B MBIMILAX, B KOTOPHIX MOJHBIMA
IUKJ COKpAallleHHsl MpOTeKaeT HOCTATOYHO GBICTPO. YIJIHHEHHE IHK-
Jla KOpPpeJHpYeT ¢ yMeHbIIeHHEeM JHaMeTpa KJETOK H 6oJsee ciaaGbiM
pasBHUTHEM CapKOTYOyAspHOH ceTH. AHaTOMHYeCKHe TapaJjJeny
MeXIy CKEJETHON MBIUIIeH W MHOKapAoOM H TEPMHHOJIOTHS, HCHOJb-
3yeMasi 1/l ONMCaHHs, 4acTO OKa3bIBAIOTCH HealeKBaTHBIMH, OCO-
GeHHO B CepAlle XOJOAHOKPOBHBIX. XapakTep CYGKJETOYHOH apXH-
TEKTOHHKH KOHTPOJNHPYIOUIMX CHCTEM MHOKaplAa 3acTaBiser Npel-
noJaraTtb rJy6OKHe pasjHYust B MeXaHHU3Me 3JeKTPOMEeXaHHYEeCKOro:
CONPSIKEHHSI B CepAlle PasHbIX XHUBOTHBIX W B pasHBIX OTHeNax
ceplla OJHOTO XKHBOTHOTO.

MEXKJIETOYHBIE COEAWHEHHS

d6ept B 1866 r., umnpersupys cepe6pom cepiaia B3pOCJbIX KH-
BOTHBIX, HallleJ, 4TO cepeOpo JOKanu3yeTcs B Yy4acTKaX MeXAY
KJIETKaMH, H TNPEIIOJOXKHUI, YTO OHO OKpPalIHBAeT MeXKKJEeTOUHBIH
teMeHT. OHaKo 3TO He 06HAPYKeHO B 3MOPHOHAJbHEBIX cepAlax. Tak
Kak yuacTku ¢ukcauuu cepebpa B cepille (MHTepKasispHBIE JUCKH)
HOSIBJISIINCh B OHTOTeHe3e MOBOJBHO INO3JHO, 5TO HHTEPNpPETHPO-
BaJIOChb KaK J0Ka3aTeJbCTBO B II0Jb3y HUX BHYTPHKJIETOUHOr'O IIPO-
HCXOXK/JEHHS] W CHHIUTHAJIbHOM NPUPOABI CepIeyHOll TKaHH. 3aKOH
«BCE€ HMJIH HHUYero», Oe3leKpeMeHTHOe INpoBefeHHe BO3GYyXKIeHHS,.
HallOMHHAOIlee CBOHCTBA ONMHOYHOI'O HepBa U BOJIOKHA CKEJETHOH
MBIIIIBI, CBHIETEJbCTBOBAJIH, UTO CeplleuHass MBIIIA ¥ B (YHKIHO-
HaJIbHOM IJIaHe SIBJsIETCS CHHIUTHEM. DTO IpPeICTaBJIeHHe CYIIecT-
BoBaJo o 50-x romoB. Korma npuMeHUJH 3JIEKTPOHHBIH MHKPO-
CKOIl, HAII¥, 4TO B 006J1aCTH HMHTEPKAJSPHBIX AHCKOB MeMOGpaHbI

COCEeHHX KJIETOK pasiesieHbl paccrosHueM 150—200A [91—93].
AHnajsiornuHble, HO MeHee Da3BHTBIE CTPYKTYPHl OblIH OGHApYKeHbI
B 5MGDHOHA/BbHBIX Cepiuax MJeKomuTamoumux [46]. B Mexkierou-
HOM IPOCTPaHCTBE 3THX CTPYKTYp HalIeH 3JeKTPOHHONJIOTHHIH Ma-
TepuajJ. B o6nacTH HHTepKaJsfpHOro OHCKAa MHOOMHOPHJILI [-mO-
JIOCHl TIPUKPEIVISIHCh K I1a3MaTHieckod MeMmOpane. O6sacTb

HHTEPKaJSpPHOTO JHCKA C MEXKJEeTOYHBIM mnpoctpaHcTsoM 130 A.
nojiyuusa HasBaHue L-mpocTpaHcTBa, a 3aTeM gecMocoMbl [94].

ITocnenyiomue  3/1@KTPOHHOMHKDOCKOIHUYECKHE  HCCJAENOBAHHSA
BBISIBUJIH MOP(OJOTHYECKYI0O HEOTHOPOIHOCTb MEeXKKJIETOUHBIX KOH-
TakToB. B wuwactHocTH, OBJIO [OXa3aHO HalHuyMe B cepjle CIJIaB-
JIEHHBIX MeMGpaH, KOTOphle NOJYYU/IH HasBaHMe HekcycoB [95—98].
OHu o¢urypupylor Takxe mnoj HaspaHuem tight junction, close:
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Puc. 4. CxeMa MeXKJIETOUHBIX KOHTAKTOB B MHOKapie
MJIEKOTIHTAIOLLHX.

A — Hekcyc, B — HenudbepeHuupoBaHHas o6JacTh, B IeHTpe —
fascia adherens [93].

junction, gag junction, fascia occludens. MHorouucjeHHOCTb Tep-
MHHOB OTpa)aeT 3BOJIOLMIO B HHTEPIpETalHH 3TOrO THIIA KOHTaK-
ToB. Iloce OTKpBITHS HEKCYCOB KJIETOYHbIE KOHTAaKTHI Ceplla MJe-
KONHTAIOUINX MOTYT ObITh NOJpa3iejeHbl Ha YeTbipe IPyNnsl (pHc. 4,
5): 1) fascia adherens (o6sacTh KJI€TOUYHBIX KOHTAaKTOB, BUAHMAS B
CBETOBOM MHKpocKome); 2) mecmocoMbl (macula adherens); 3) Hek-
cyenl (macula occludens); 4) HemuddepeHuupoBaHHasi 006J1acCThb.
ITepBble Tpu THHA NpPELCTaBJIAIOT COGOH crenudUIecKHe CTPYKTYPHI
cocefHHX MeMOGpaHHBIX KOHTAKTOB. PasMepnl M BHIpaXKEHHOCTb ue-
ThIpEX THIIOB KOHTAKTOB 3HAUHTEJNBHO OTIHYAIOTCAd B paboueM MHO-
Kapje H NPOBOAsAILEH CHCTEME.

Heo6x011MO NOAYEPKHYThb, YTO TEPMHUH «HHTEPKAJADHBIA THCK»
BBEleH Ha OCHOBaHUH [JaHHBIX CBETOBOH MHKDOCKONHH, a CTPYKTY-
pHl, BUOHMble B CBeTOBOM Mukpockon (fascia adherens) siBasior-
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Csl JIMIIb YaCTHBIM CJIyyaeM KJje-
TOYHBIX KOHTAaKTOB. Jlpyrue BUIbI
KJIeTOYHBIX KOHTAKTOB HaXOMSITCS
BHE pa3pelleHHs] CBETOBOI'O MHK-
pockona. Jlo cux mop 3TOT Tep-
MHH IIHPOKO pacCIpOCTPaHEH |
yalle Bcero o6o3Hayaer BooOlie
06J1aCTb KJIETOYHBIX KOHTAKTOB
6e3 KOHKpeTHOH quddepeHIHPOB-
KM Ha NOABHABL. Bospuryoo gacTb TAKTOR
HHTEPKaJsIpPHOTO IHCKa B MEPBO- a — necmocoMa; b — fascia adherens; ¢,
HayaJbHOM CMEBICJIE 3aHUMaeT d — Hekcyc (YepHbIM MOKa3aH JaHTaH, KO-
fascia adherens. ISl TDOBOMS-  mewy " mexcycamn): 5 o sheknorosnoe
el CHCTEMBbI, B YACTHOCTH IJIs TIPOCTPAKCTEO.
TKaHH CHHYCHOTO W aTpPHOBEH-
TPHKYJISIPHBIX y3JIOB, TEDMHH «MHTEPKAJSAPHBIA JUCK» BOOOIE HE NPH-
MEHHM, TaK KaK KJIeTOUHbEIe KOHTAKThl He BUIHH B CBETOBOH MHKPOCKOIL.
B mocsnennee BpeMs cranu NpHAaBaTh GOJbLIOE 3HAYEHHE IATO-
JIOTHH MEXKJ/ETOYHbIX KOHTakToB [99—100]. Yame Bcero Hapy-
LIeHUs] NPOSIBISAIOTCS B TOH HJIM MHOH CTENeHH IUCCOLHalUH MeM-
6paH B yyacTKax KoHTakTa. CremeHb 3THX CIBHMIOB BapbHpYeT:
HHOTJa pacxoXxIeHHe INPOUCXOAHT B HeduddepeHIHPOBAHHOH 06-
JlacTH, B IPYrux cayuasx — B o6msactu fascia adherens, mexcycos
WM OIHOBPEMEHHO B HECKOJBKHX ydacTKaX. BeposTHo, Hemocpen-
CTBEHHasl NIPHYHHA JHCCONMAIMH — JedUIHUT HOHOB Kaubuus [101].
Kpome Toro, rumoxcusi, nOBHIIIEHHE OCMOTHYHOCTH Cpelbl, THIIOTEp-
MHS BBI3bIBAIOT 3HAYHTEJbHOE YBeJHUEHHe IIPOCTPAHCTBA MeXIY
KJIeTKaMH B MHOKaple TellJIOKPOBHHIX. HacTo MeXKJeTOYHas IHUC-
couuainus CBs3aHa C JPYTHMMH LHMTONATOJOTHYECKHMH H3MeHeHHS-
My, HO NOKa TPYAHO cKasaTh, B 4eM nepBonpuuuHa. Hampumep,
pacxoxieHHe MeMOpaH MOXeT OBITb CJeJCTBHEM KJIETOUHBIX H3Me-
HeHHH WJH IpeAllecTBOBaTb WM. IIpH MHTpPaJbHOM CTeHO3e peBMa-

THYECKOH 3THOJOTMH Habmiomanu pacmupenne (no 400—900 A)
BCTaBOYHBIX JAHCKOB JIeBOrO XeJyJAOouKa yesjoBeKa. BuLIO chenaHo
NpeanosoxXeHue, YTO JIOKAJbHbBIE pACUIMpPEHHUs BCTABOYHBIX IHCKOB
ABJSIOTCS NaTOMOP(OJIOrHYecKHM CyOCTPaTOM MepIlaTelbHbIX apHT-
muii. HenocpencrBeHHass mpuynHa pacliMpeHHs,, 0 MHEHHIO aBTO-
pa, —runokcusi. Tak Kax KOJHY4eCTBO BCTABOYHBIX JHCKOB TpH
IJIATEeNbHBIX aPUTMHUAX BO3pacTaeT, AONYycKaeTcss HOBOOGpasoBaHUe
HX 0pH JJuTeNbHOH runepdyHkuun. OOGpasoBaHHe BCTaBOYHBIX
JIHCKOB HAuMHaeTCsl Ha PaHHUX CTamusix sMGpHoreHesa W HHET Of-
HOBpeMeHHO ¢ ¢opMupoBaHHeM Muocbubpuia. Ilo Mepe pasBuTHS
IJIOfa KOJHYECTBO BCTABOYHBIX IHCKOB YBEJHYHBAETCS M YCJIOXK-
HsIeTCSl X YJIbTPACTPYKTypa.

Fascia adherens. [lepemenHs 10 BeJMuMHe H 3aHUMAIOT
OCHOBHYIO YaCTb HHTEPKAJSPHOrO JHCKA. [IBe CMeXHBIE KJIETOYHbIE

MeMOpaHBl MAYT NapajJelbHo ¢ paccrosinneM 250—300A [75].
OKCTpaK/eTouHass MKHAKOCTb B Y4acTKe KOHTAKTa HelpephIBHO
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IMepexoJUT B MHTePCTHIHAJbHOE INPOCTPAHCTBO, KO0 (eppUTHH
JIerKO BXOJHMT B IlleIb HHTepKasspHoro aucka [102]. leap 3amod-
HeHa TOHKHM (HOPHJISPHBIM BeLIeCTBOM H OOBIYHO He HMeeT
LeHTPaJbHOH IJIOTHOH moJsiochl. lluTonsnasmMaTHYeCKHe IOBEPXHO-
CTH MeMOpaH akKKyMyJaupyloT (GuOpPUIJISGPHBIH MaTepHal, KOTOPLIH
HOCHT Ha3BaHue ¢uiaMeHTosHoro Mara [103]. Tonkue HuTH [-mO-
JIOCHI, KOTOpble HAYT OT MOCJHEIHHX Z-TOJIOC, BXOAAT B (PHIaMEHTO3-
HbBI MaT, HO He BxoAAT B macula adherens. 3ta pasHulla MexAay
fascia u macula adherens ycranaBiuBaeTcs B paHHHH 3MGpHO-
HaJibHBIH NepHoA. PuIaMeHTO3HBIH MaT OOYyC/IOBJHBAET MNOBLILIEH-
HYI0 IJIOTHOCTb INPOTHBOCTOSIIMX MeMOGpaH. limenHo 3Ta miort-
HOCTb W {laJblieBUJHble BBHINSYMBAHHS CMEXHBIX KJETOK IJHHOM
B | MKk U MeHee — JBa OCHOBHHIX (pakTOpa, KOTOpble 0GYC/IOBJIHBA-
IOT BHIUMOCTb HHTEPKaJsPHBIX JHCKOB B CBETOBOM MHKPOCKOIIE.
B o6Gaactu fascia adherens HafizeHbl CTpyKTyphl, oGecreuHBaloOIINe
3JeKTpoMexaHudyeckoe coupsizkeHue (T-cucrema, capkomniasmarH-
yeckuil perukyaiom [103, 104] u xarexonaMHHOMONOGHBIE TIpaHy-
Jbl [75]). ¥ Go/bIMHCTBA NO3BOHOYHBIX (KPOME MJIEKOINHTAIOIIHX)
HHTepKaJiIpHble TUCKH B CBETOBOH MHKDPOCKOIN He BHJHBI, BEPOSITHO,
BBHJYy OTCYTCTBHS NaJ/IbLIEeBUIHBIX BHIDOCTOB MeMOpaH.
JdecmocoMmbl. Haubosee xapakTepHasi uyepra [JeCMOCOM —

HaJliyHe OYeHb IVIOTHBIX CTPYKTYp (okoso 200 A), KoTophble mpu-
JexaT K BHYTPEHHHMM CJIOAM INIPOTHBOCTOSIIUUMX MeMOpaH. B mesn

Mexay MemOpanaMmu (200 A) npocmaTpuBaeTcs HUTYATHI MaTepual,
Jalolluil [pH OKpallWBaHMH TeMHYI0 moJjocy B cepeanHe. [lIpu-
HAATO CYMTATb, YTO MEXKKJETOYHBIH MaTepuaJ HeOOXOAMM JJs OCy-
LIecTB/JIEHHS] MeXaHMYeCKOH CBS3H KJeTOK (OTCloJa M ero HasBa-
HHe — «leMeHT»). [as snuresus oOLIENPHHATO, YTO LEMEHT —
3TO MyKONOJHCcaxapuf, B MHOKapje ero NpUpPOJa HeH3BeCTHA.
Hexcych. IlepBoHauanbHO HeKCYC NpEACTaBJSIH Kak yuya-
CTOK TeCHOro KOHTaKTa ABYX HapyXkKHbIX MeMOpaH ¢ NATHCIOHHOH
CTPYKTYpPOH: TeMHBbIH LUTOIN/JIAa3MaTHYECKHH CJOH OZHOH MeMOpaHbl
H ee CBeT/Ioe NPOCTPAaHCTBO; TeMHas JHUHHUSA, TAe CJAHBAIOTCS [Be
HapyXXHble MeMOpaHbI CME€XKHbIX KJETOK; CBeT/Ioe IPOCTPaHCTBO
BTOpPOH MeMOGpaHbl W ee TeMHbII UTOMIa3MaTHYeCKUi caoi. Ob1mas
TOJNIIMHA HeKcyca OT BHYTPeHHeH IIOBEPXHOCTH OJHOH MeM-

6paHbl [0 BHYTpEHHeH IIOBEPXHOCTH BTOpOH cocraBisja 150A.
STH NaHHble ObLIM NOJMydYeHBl NpH Hcnonab3oBaHuu OsO4 um mepMaH-
ranarta. Hekcycel ObliM HaiileHpl B ceplle, TJaAKOH Mbilille,
SMHUTEJHH U B HepBHOH TKaHH. OObIYHO HEeKCYChl napaJijieJbHbl JJHH-
HOH OCH BOJIOKHA, OLHAKO BCTPEYalOTCsi M JaTepajbHble HEKCYyChl
[15], ocob6enno B npexncepausix. Ilpn Marko# ¢uxcaluu Mexny Ha-
PyXHbIMH MeMOpaHaMH HeKCyca HHOTJAa BbisBJsIACh wWieab B 20—
30 A. Ilpu wucnonb3oBaHMH JaHTaHa OBLIO IOKAas3aHO, YTO B Cep-
NEYHOH Mbllllle BooOLle HEeT crJaBjieHHbx MeMmGpan [105], u6o
JIaHTaH NPOHHKaeT B INIPOCTPAHCTBO MeXAy MeM6paHamMu B o6Ja-
ctu Hekcyca. McruHHoe cniaBieHue MeMOpaH c¢ obJsnTepauuei
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3KCTPaAKJETOYHOTrO INPOCTPAHCTBA, KyZAa JIAaHTaH He IIPOHHKAeT,
HMeeTCsl TONbKO B 3MNHTENIHH HEKOTODHIX XKeJje3, B CBS3H C 4eM AJs
HekcycoB cepaua cuHoHMM tight junction He coBcem TOueH.
O6paboTka TUNepOCMOTHYECKHM pacTBOPOM HapyllaeT HEKCYChl B
cepllle ¥ B IVIaJKHX MBINNAX, HO He B anurenud. CyliecTBoBaHUe
TAaKHX YYaCTKOB C HeGOJNBIINM MOCTHKOM Telepb IOKA3aHO B cepale
MHOTHX KHBOTHHIX [56, 106].

Hekcycel, BeposiTHO, 00/1afalOT HH3KHUM CONPOTHBJIEHHEM MJIsi
NpOBeleHNs] NOTeHUuasna HAeHcTBHS, O6sarofapsl 4eMy cepJeyHas
Mblmna paboraer Kak (YHKIHOHAJbHBIA CHHOHTHH. [lecMOCOMBEI
n fascia adherens — yuacTku, rae ocyumecTsiasiercss (¢u3HYecKas
anaresust kaetox [107]. OTCyTCTBHE HEKCYCOB B MHOKapAe IbIJIEH-
Ka ¥ Jarymwku [62, 108] xak 6yaTo Gbl NPOTHBOPEYHT IOCTYJATY,
YTO 3JeKTpHUYecKasi CBSI3b KJETOK peasiH3yeTcs uepe3 HeKCYCH.
MoxXHO NpeanosoXuThb, YTO B cepAle aM(PHOHH HEKCYCHl CJIHIIKOM
JaGUJIbHB H pa3pylualoTcs IPH H3rOTOBJEHHM npenapatoB. OnHa-
kKo apyrue [109] cumraroT, 4TO, NOCKOJNBKY HEKCYChl He BBISIBJIEHBI
y JATyLIeK M IBIIJISAT, OHH BOOOLLE He SIBJAIOTCS y4acTKaMH C HH3-
KHM CONPOTHBJIEHHEM HJIH, BO BCAKOM CJjyuyae, He HTpPaloT B IpOBe-
IeHHH MOTeHLHaJa JeHCTBHS IPUIHUCHIBAEMOH HM KPHUTHYECKOMH
pOJIH.

Ha raHreHnuaabHBIX cpe3ax KOHTAaKTOB OBIJIH BBISIBJEHBl CyOb-

eIMHHUILl OHaMeTpOM 70—75A ¢ paccTosiHHEM MeXAy LeHTpaMu
90—90 A. B meHTpe Kax0#l CcyObeIHHHLB HMeeTCs 3JeKTPOHHO-

IJIOTHBIH cepleuyHHK nauamerpom oxkosno 10A [106]. Haiipenuas
rekcaroHajbHasi opraHusauusi [105] uoeHTHYHA OpraHH3aLHH dJIEK-
TPUYECKOI'0 CHHAmlca Mosra 30/10ToH pei6kH [110—112]. Tlpwu
HCMOJMb30BAHHH TEXHHKHM 3aMOPaXKUBAIOIIEro MNpPOTPAaBAHBAHUSA B
IONOJIHEHHe K I'eKCaroHaJbHOH OpraHH3alHH Ha MOBEPXHOCTH MeM-
GpaHbl Hekcyca Obuiu OGHapyxewbl MaseHbkue siMru [106]. Ilpen-

MOJNIOXKUJIYM, YTO SIMKH B 20—25 A COOTBETCTBYIOT BOJHBLIM IIOpam,
KOTOphle NepecekaloT MeMOpaHy B o6jacTtd Hekcyca. Ecau 310 B
JlafbHeHIIeM HOJATBEPAMTCS, TO Mbl BHOBb IOJIKHBl ZIPH3HATb MHO-
Kapji CHHLUTHeM (H He TOJbKO C 3JeKTPO(U3HONOTHUECKOH, HO H
¢ Mmopdosoruueckoir Touku 3peHysi). OIHAKO Takasd CHHIHTHAJb-
HOCTb KpaliHe OrpaHHuYeHa MO NJIOHIAJH U 3aBHCHT OT BEJHYHHBI H
CBOHCTB BOAHBIX MOp cyObequHHI] Hekcyca (puc. 6).

OyHKIHA pasgeNbHbIX YacTel HHTEpPKAaJspDHOrOo JAHCKAa Oblia
BLISICHEHAa IIpH [apaJJleJbHOM 3JeKTPOHHOMHKPOCKONHYECKOM H
3JIeKTPO(H3HOIOTHYECKOM HCCIeJOBAHHH B THUIOKAJbIHEBHIX pac-
tBopax [107]. KpaTkoBpemeHHass nepdysusi cepilia KpBHICH CO-
JIeBbIM pacTBopoM 0e3 KaJbLiHf INPUBOAHIA K OOpaTHMOMY pas-
o0llleHHI0 BO3OYXKIEHHSI W COKpallleHHs, HO He Hapyllaja BHYTpH-
KJIeTOYHble CHCTEMBI H MeXKJeTOYHble CBsi3H. DoJsiee NIpPOmOJIKHU-
TeJbHasi nepdysusi Bena K HeoGpaTHMOH NoTepe BO3OYIHMMOCTH H
cokpatuMocTd. [lox 3JeKTPOHHBIM MHKDOCKONIOM KJIETKH cepaua
OBl pa3belHHEHB! TOJNBKO B 06/1aCTH «BCTAaBOYHBIX THCKOB». Hex-
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CyChl ¥ BHYTPHKJIETOYHbIE CTPYK-~
Typbl TIPAKTHYECKH He H3MeHs-
guck. Ilpyrue HOHBHI (ceneH, Oa-
puUH) He 3aMeHSJIH KaJjbluii B
GyHKIMH o6GecrneyeHHs] MeXKJje-
TOUHBIX cBsidell. [Ipu ucmosb3o-
BaHHH JByX MHKPO3JIEKTPOIOB
6bl10 MOKas3aHo, uTo GopMa mo-
TEH[IHMaJIOB JeHCTBUS U CKOPOCTb.
MEXKJEeTOYHOTO INPOBENEHHS He.
MeHSJIHCh NPH nepdysuH COKpa-
THTEIbHOTO MHOKapAa HH3KO-
Ka/JbIlNeBHIM PAacTBOPOM  HJH
pacmBopom ¢ DIATA [113]. Ha-
/ NpoTHB, INepdy3us MHOKapAa
Puc. 6. Opranusanua ruapOGHIbHEIX THMCPOCMOTHASCKUM ~paACTBEODOM
KaHaJI0B cy6benunnn Hekcyca [106]. Béaa K paspyllCHHIO HEKCycoB,
COXpaHAl HMHTAKTHBIMH JeCMO-
coMHBIe yuactku [47, 114, 115].
B sTHX yc/n0BHSIX 3/eKTpHUeCKad HelpPePHIBHOCTb KJETOK Hapyiua-
Jacb. JTO elle pa3 [OKa3bIBaeT, YTO HEKCYChl JeHCTBHTEIbHO
SABJISIIOTCSL Y4aCTKaMM C HH3KHM CONPOTHBJIEHHEM, KOTODble MPHCIIO-
co6yieHBl JIJIS1 3JeKTpHYeckoro mnpoBeleHHs. Kpome Toro, stH
Ha6JIIOfeHHUsT SICHO YKa3bIBalOT, YTO OGHOXMMHUeCKasi NMPHpPOAA Kore-
3UHM MeXJy I1a3MaTHYeCKHMHM MeMOpaHaMHM HeKCyca KayeCTBEHHO
OT/IMYHA OT TAKOBOH B JPYIMX Y4YacTKaX KJETOYHBIX KOHTAaKTOB.
B psame pa6or nmpousBefeHa KOJHYECTBEHHAsl OLEHKA IJIOIIAAH Hek-
cyca [15]. Taxk, B npencepnuu co6aku 69 IJIMHBI KJIETOUYHBIX KOH-
TAKTOB IafaeT Ha HOJI0 HEKCYCOB, B XKeaynouke no 10—40%. Bos-
MOKHO, YTO CyLIECTBYET KOPPeJsLUs MeXAYy KOJHYECTBOM HEKCYCOB
¥ CKOPOCTbIO NIPOBeJleHHsT BO36YKIeHHUS.

C noMOIIBI0 MHKPO3IJEKTPOJHOH TEXHHKHM OBIIO IIOKAa3aHO, YTO
npoBelNeHHe BO30YXKAEHHS B INpefceplAHsX, XKeJyLouyKax H IpPOBO-
IOsillel . CHCTEMe  OCYHIECTBJSeTCS  3JeKTPOTOHHYECKHM  IIyTeM
[116—120]. DTy naHHBIE H pe3yJabTaTHl ONBITOB ¢ (PHKcanueHd Ha-
NpsiKeHHsT Ha MeMOpaHe MNOATBEPXKAAIOT INPEATIONOXKEHHe, YTO
KJIETKM MHOKapJa CBsi3aHbl uepe3 HHM3KOe CONPOTHBJeHHe. AHalso-
rHYHasi cUTyalus B rjajgkofi mblmie. M 3gech HeKcychl BBHIOJHSA-
10T ¢YHKIHIO NpoBoAsiero yyactka. OHM MOryT paspylmiaTbCsi H
06pa30BEIBaTbCSl B (DH3HOJOTHYECKHX YC/IOBHSIX. Tak, Mbllla Mart-
KH KDBICHl CTaHOBHUTCSI 3JIEKTPHUECKH HEBO3GYIMMOH B OTCYTCTBHE
aJleKBaTHBIX KOJIHYECTB 3CTPareHoB. OTO KOppeIHPYeT C OTCYTCT-
BHEM HEKCYCOB MeXIy IVIaIKOMBIIIEYHBIMH KJEeTKaMH KacCTPHPO-
BaHHBIX KPBIC W MOSIBJIEHHEM HEKCYCOB IpH mocjelyollel o6pa-
60oTke acTpareHaMHu.

dKcnepuMeHTH ¢ gudodysuefi K% B BONOKHAX KelyLouka
oBubl [12]1—123] nmokasbiBalOT, UTO MPOHHLAEMOCTb MEXKJETOYHBIX
KoHTakToB B 500 pa3 GoJiblie, 4eM NPOHHLIAEMOCTb NOBEPXHOCTHBIX.
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MeMOpaH K HapyXyHanpaBieHHoMY ABmKeHMio K 2. Ha ocHoBaHuu
usyuenus audpdysun K* Obuio  paccyuTaHo, UTO  BepXHHUI
upenea ans auddysuonHoro compotusiaeHus 30 ox-cm? Tlo mpy-
rum pacueram [116] on paBen 1,0 omecm? Tlpu ucnonb3oBaHuu
3HAYeHUH TOCTOSHHOM IJIMHB, MeMODaHHOrO H LHTOIIa3MaTHye-
CKOTO COINpPOTHBJIEHHS, KOJHYECTBA HEKCYCOB Ha KJETKY W IJIOHIagH
HEKCYCOB BHIYHCJAHAM [15], YTO CONMPOTHB/IEHHE HEKCYCOB COCTAaB-
asier 1,4 om-cm?®. Takum obpa3oM, NOTeHLHAJbl AeHCTBHSt pacnpo-
CTPaHAIOTCS 33 CUET JIOKAJbHBIX TOKOB Yepe3 HH3KOe CONPOTHBJEHHE
MEXKJIETOYHBIX KOHTAKTOB. JTO CJeAyeT CONOCTaBUTb ¢ HaH-
HBIMH O BO3MOXXHOM CYLIE€CTBOBAHHU BOAHBIX HOpP, KOTOpPbl€ CBSI3bI-
BAOT BHYTPeHHHe IOBEPXHOCTH ABYX KJETOK B 00JacTH HEKCYCOB.
Takue mopbl Moryt Jjierko mnpomyckatb K*2 u GbITh OTBETCTBEHHBI-
MH 3a 3JeKTPUYECKYIO CBSI3b CepJeYHBIX KJIETOK. AHaJIorHYHas CHU-
Tyaluss U B 3JEeKTPHUECKOM CHHaInce pakooOpasHbix [124]. Takum
06pa3oM, CTPYKTypa HeKcyca INO03BOJseT H30exaTb IIYHTHPOBAaHUS
TOKa MEXKJIETOYHBIM IIPOCTPAHCTBOM, BCJEINCTBHE UYEro MHOKaph
BeleT cebs1 (QYHKIHOHAJbHO KaK CHHIHUTHH.

B cepane B3poC/abIX MJIEKONHTAIOIIHMX MEIIIEYHBIE KJIETKH HMe-
IOT UHJIHHADHYECKYI0 $GOpMY H Yallle BCErO CBsSI3aHBI APYT C APYroMm
<KOHell B KOHell», XOTsl HHorza —u «6ok B Gok» [71, 125, 126—
128]. B xeaynmoukax pacnoJiokeHHe KOHTaKTOB [OBOJIbHO HepHO-
nuueckoe. Bosbiuasi wacth uXx mnpuxomuTcs Ha fascia adherens.
Mexny >THMH yyacTkaMH pa3bpocaHBEl [eCMOCOMBI H HEKCYCHI.
B nponmosbHEIX KOHTaKTax HeKCychl OoJiblliefl NPOTSKEHHOCTH.
B npexncepausix cOOTHOLIEHHE NPOJOJBHBIX W IONEPEYHBIX CerMeH-
TOB HHOe, YeM B XKeJIyAOouKaX, HHTepKaJspHble NHCKHM pacloJara-
IOTCSl KOCO IO OTHOIUEHHIO K NJHHHOH OCH KJEeTKH, Ha 3HauYHTeNb-
HOM pAacCTOSIHMM APYr OoT Apyra [56], He HMeIOT B3aUMOBISIYHBA-
Huii. KonuuecTBO HeKCycOB OJMHAKOBO B paboueM MuOKapie H B
BosnokHax Ilypkunbe. Pa3nuua, BeposiTHO, COCTOHT B OTHOLIEHHH
NJoIaAY HeKCYCOB K oOuiell IVIOIAaAH KJIETOYHBIX KOHTaKTOB, 00-
iell NMOBEPXHOCTH MeMOpaHBI, 4YeM, B CBOIO Ouepelb MOXHO 00B-
SICHUTb pPa3HHLy B CKOPOCTH PpAacIpOCTPaHEHHs BO30YXKIEHHUS.
B cuHycHOM ¥ aTpHOBEHTDHKYJ/SPHOM Yy3JaXx HEKCYCH MeHblle B
pasMepax M BCTpPeYalOTCS 3HAYHTEJIbHO peXe, 4yeM B JPYLHX Yyua-
CTKaX MHOKapla, 4TO OGYCJOBJHBaeT MeIJIEHHYI0 CKOPOCTb IIPO-
BeJleHHs BO3GYXKIeHHSI B TKaHH Y3JIOB.

Honroe BpeMsi CYHTAJOCh, YTO HEKCYChl BCTPEYAIOTCS TOJBKO
B cepile MJeKonHTawIHX. Bonpoc 06 uMx HaJuuyuM B MHOKapne
OTHL H XOJOZHOKDOBHBIX OCTaBaJCsi HesiCHBIM. Tak, HEKCychl He
OblaH HalileHbl B Cepjlle MHHOTH, 30J0TOH peIGKu [77, 78], asryw-
k1 [57, 76], xa6er [129], camaMaHIpH, aKCOJMOTJS, Yepenaxu
[75], amem [130], ubinieHKa. JEKTPOHHOMHKPOCKONHYECKHMH
ucciaenoBaHusamMu [131] Ha cepale 3040TOH pHIGKH, Yepenaxu, akco-
JIOTJIf, UBLIIJAT OBbLIM OOHapyXeHBl KOPOTKHe Hekcychl. TpymHocTtH
HIeHTHPHKANUH HEKCYCOB B CepPAlaX XOJIOAHOKDOBHHIX CBSI3aHbI
€ MaJlof IJIHHOH 3THX y4acTkoB. KpoMe TOro, HeKCyCcOB 37eChb MHO-
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ro MeHbllle, yeM APYTHX BHAOB KJIETOUYHBIX KOHTaKTOB. MHTepecHo,
YTO HEKCYCHl Y XOJIOZHOKPOBHBIX MIJIOXO HIEHTHOHUIHPYIOTCS He
TOJILKO B MHOKAapAHAJbHBIX KJETKaX, HO U B SIHTeJHaJbHbBIX.
Takum o6Gpa3oM, Bo Bcex cepanax uMeercsi ofmias CTPYKTypHas
OCHOBa JiJIsi PaclpoCTpaHeHHsI BO30YKAEHHS.
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AKAOJEMUAHAYKCCCP.YPAJIBCKUHM HAYVUHBIA ILEHTP

KJIETOYHBIE MEXAHH3MBbl PETVJIJLUHUHM COKPATHMOCTHU MHWOKAPIOA 1974

B. 1. H3AKOB

DJEKTPOMEXAHHYECKOE CONPS)XEHHE B MHOKAPIE

Korga Mblmma oTBeyaeT Ha CTHMYJBI, KOTOpble CaMM SBJSIOTCS
Pe3yJbTaTOM MHTErPAaTHBHOH [eATeJbHOCTH HEPBHOH CHCTEMBI, B
KaXJoH MBILIEYHOH KJeTKe BO3HHUKAeT leNb 3JEeKTPHYECKHX, XHMH-
YeCKHX H MeXaHHYeCKHX INpolieccoB. BHe 3aBHCHMOCTH OT NPHUPOIBI
CTHMYyJa TlepBasi peaklusl KJeTKH — H3MeHeHHe TPaHCcMeMOpaHHOro
3JIeKTPHYECKOTO TI0JIS, 3aTeM Hamps’KeHHs MBbIIINbI, a TakXe OHO-
XHUMHYeCKHe IIpOllecChl, NpeIlecTBYIOINe MeXaHHYeCKOH aKTHBHO-
CTH W BO3HHKAIOIIWe BCJEN 3a HeH. DJEKTPHUECKHH OTBET MOXKET
ObITh JIOKAJbHBIM HJIM PAaCIpOCTPAHSIOLIUMCH, a MeXaHHYECKHH —
NPOSIBNATLCH B BHAE KOHTPAKTYPHl HJIM OOBIYHOTO OJMHOYHOTO CO-
KpauleHus. B Jo60M ciyyae JOJMXKHA CYIIECTBOBATb lleNlb peak-
Uuii — BHYTPb HanpaBjieHHasi BOJHA aKTHUBHOCTH, KOTOpas CBS3bI-
BaeT NEePBHYHO BO3HHUKAIOUIUH OTBeT MeMOpaHbl € MeXaHHYeCKHM
npoleccoM B KOHTPAKTH/bHOH cHCTeMe M ¢ MeTabOJHYeCKHMH peak-
uusaMu BHYTpH KiaerTku. OCHOBHas 3amaua npoGJeMbl 3JeKTpoMexa-
HHUYECKOTO CONPSIXKEHHUS — BhIICHEHHE (PU3NKO-XMMHUYECKOH IIPHPOJbI
3TOr0 IPOMEXYTOYHOro 3BeHa. BXOX cucTeMbl (mOTeHIHANn KeHCT-
BHS1) U BBIXOJ (MBIIEYHOe HaNpsi)KeHHe HJIH YKOpOUYeHHe) paccMart-
PHBAIOTCH JHLIb MOCTOJNbKY, NOCKOJbKY OHH HMEIOT OTHOIIeHHe K
JLaHHOMY BOIIPOCY.

O6uenpu3naHo, 4TO INOCPeIHHKOM MeXIy 3JeKTPUYecKod H
MeXaHHYeCKOH aKTHBHOCTBIO SIBJISIIOTC HOHBI KaJIbIlUs, NMPHYEM IIO-
sIBJIeHHe JOCTaTOYHO MaJsbIX KOJHYeCTB HX BBHIIIe HEKOTOPOTrO NOpO-
ra BHYTPU KJETKH BhI3bIBAaeT yKOpoueHHe MHOPHOPHJI, a HCYE3HO-
BeHUe — pacciabieHnre. Iloctysnupyercsi, YTO LMKI YKOpPOYEeHHE —
pacciaabsieHue OTpaxaeT (BO3MOXKHO, UM HeJHHEHHBIM 06pa3oM)
JVHAMHKY COIepXXaHHS HOHH3HPOBAHHOI'O KaJsbLUl B ONpeJeseH-
HBIX YYacTKaXx MHOIVIa3Mbl. DTO CNpaBeAJIMBO KakK IJs cepHevyHOl,
TakK U AJIS CKeJeTHOH MYCKYJaTypHL.

DeKTpOMexaHHYecKasi CBSI3b COCTOMT M3 ABYX MoMeHTOB [1]:
1) BrICBOGOXKIEHHE KaJblHus 3JeKTPHYECKHM IPOLECCOM Ha MeM-
OpaHe — 3JIEKTPOKaJbliieBasi CBfI3b (3JIEKTPOXMMHYECKOe mpeos-
pasoBaHHe); 2) ykopodeHHe MHOMUGPHINT TOH BJHUSHHEM HOHH-
3UPOBAHHOI'O0 KaJIblUsi — KaJlbliUfiIMeXaHHUecKass CBs3b (XHMHKO-
MexaHHYecKoe npeo6pa3oBaHue). BeigensioT u TpeTHii KOMIOHEHT —
MexaHOXMMHYeckoe pasobmeHue [2]. B cBasm ¢ 3TuM Mblmny
MOXHO YCJIOBHO pasfeNuTh Ha JABe cHcTeMBl [3]: KOHTpakKTHJb-
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HYI0, KOTOpasi HMeeT oOlLlHe UepThl [Js BCeX MBILIIL M 3alycKaercs
HOHH3MPOBAHHLIM KaJsbllHeM, H KOHTPOJIMPYIOLLYIO, KOTOpasi OTBeT-
CTBEHHa 3a MeXaHH3M BBICBOOOXKIEHHS M peabCcOpPOLMH KaJbLHS.
YcTpoiCTBO moc/ielHel, BepPOSITHO, Pa3jHYHO B Da3HbIX MBIIIIAX H
y XKHBOTHBIX, CTOSIIIMX Ha PAa3HBIX CTYNEHSX 3BOJIOLHOHHOTO pas-
BUTHS. BBICHeHHe NPHUPOJABI KOHTPOJHPYIOLIIEr0O MeXaHH3Ma — OC-
HOBHasl 3afaya B npoGJieMe 3JeKTpOMeXaHHYecKoH cBA3u. MMeHHO
3TH CHCTEMBl — KOHTPAKTHJIbHAsA W KOHTPOJIHPYIONlasi — BKIIOUYEHbE
B MEXaHH3MBl KJETOUHOH peryJsluHy COKPaTHMOCTH MHOKap-
jla: nepBas — B reTepOMeTpHYECKHIl, BTOpasi — B TrOMeOMeTpHye-
CKHHL.

Kpurtuuecknii MoMeHT B mnpoGieMe 3JeKTPOMEXaHHYECKOTO CO-
NpSIXKeHUS] — OTKPBITHE ¢ [OMOUIbIO 3JeKTPOHHOTO MHUKDOCKONa
CapKoIJla3MaTHYeCKOro peTHKyJaioMa H T-cucTeMbl, KoTopasi mnpen-
cTaBJjisieT cOOOH BISIYMBAaHHWE NOBEPXHOCTHOH MeMOpaHB B CKeJeT-
HOH W cepHevyHON Mbimnax [4, 5], u BbIsicHeHHe BOIpoOCa, SIBJASIETCS
JH CapKOIVIa3MaTHYECKHH PEeTHKYJIOM TeM BHYTPHKJETOUYHHIM
y4acTKOM, OTKyJa HpPOHCXONUT BBICBOGOXKIEHHE KaJbLUd, a B IO-
cienymomeM — ero peabcopbuua. K KOHTPOJHPYOIUM MeXaHH3-
MaM (3TO 0cOOeHHO BaXKHO B cjlydae MHOKapaa), MOMHMO capKo-
N1a3MaTHYECKOTO PETHKYJNIOMa, CJelyeT OTHECTH Bce Te o06paso-
BaHHUsl, KOTODBIe peryJHpPyIOT BHICBOOOXKIAEHHE KaJjblHfA, ero
cBOOOJHYIO KOHIEHTPAUHIO U 06paTHOe MOIJIOUIeHHe.

B pesynbraTe HcclelOBaHHH Ha BOJIOKHAaX CKeJETHOH MBILILBI
NOJIyueHa CJAeNyIoliasi cxeMa COOBITHH B 3J€KTPOMeXaHHYECKOM CO-
npsixeHuu. Jenossipusaliusi NMOBEPXHOCTHOH MeMOpaHBI NPOBOJHUT-
¢ BHYTPb KJeTKH uepe3 T-cucreMy H mepelaercs Ha MeMOGpaHy
peTHKyJIoMa. DTO BbICBOOOXKIAaeT HOHH3UPOBAHHBIN KaJjblHH, KO-
TOPHIYl BBI3BIBAET CKOJIbXKeHHe NpOoTOPHOPUIANAPHBIX HUTEH OTHO-
cutenbHo Apyr Apyra. Ilocne penonsippsalMy KaJbLHii peakKKyMy-
JIUpyeTCs BHOBb, B pe3yJibTaTe 4ero HaGJiofgaercss paccaabJeHue.
STa cxeMa NOCHyXKHJIa OTIPaBHBIM MOMEHTOM [JIs aHAJOTHYHBIX
HCCIelOBaHW Ha MHOKapJe, CTajla KJacCHYeCKOH U paccMaTpH-
BaeT 3JEeKTPOMEXaHHUYECKYIO CBSI3b KaK pe3yJbTaT B3aUMOIEHCTBHUS
TpEX OCHOBHBIX CTPYKTYPHBIX 3jeMeHTOB Mbimil. [lepBriii u3 Hux
BKJIIOUaET KOHTPAKTH/IbHblEe OeNKH — aKTHH, MHO3HMH M HaTHBHBIH
TPONOMHO3UH (TPONMOHUH-TPONOMHO3UH). BTOpoi — nmoBepxHOCT-
Hasi MeMOpaHa, KOTOpas MOXeT MMeTb BISIYHBAHHS — T-cHcTeMy
(xoT U He o6siaTenbHO). TpeTHil — capKoma3MaTHUeCKuii peTH-
KyJaIoM (CHCTeMa BHYTPEHHHX TYOYJSPHBIX U BE3HKYJASPHBIX MeM-
OpaHHBIX 00pa3OBaHHUII), OCHOBHasi (YHKUUS KOTOPOTrO — peryJs-
LU KOHIEHTPAlUUH HWOHH3MPOBAHHOTO KaJblUug BHYTPH KJETKH.
Ilpu orcyrcrBuu T-cucTeMbl M c1a6Goi BBIpaXKeHHOCTH CapKOIJas-
MaTHYeCKOTO peTHKyJIoMa (cepllle XOJOLHOKPOBHBIX) (yHKIHH
MOCJIEIHETO BLINOJNHSIET IMOBEpPXHOCTHasi MeMOpaHa. Hekoroprie
aBTOPH! BBIAEJSIOT YeTBEPTHIH 3JIeMeHT — MBbIlIeyHble MHTOXOHAPHH,
IelcTByIOIIMEe KaK BTOPOH y4YacTOK pery/asilMd BHYTPHKJIETOYHOIO
KaJbLHs.
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TlpuBeneHHass KJjaccHuecKasi CXxeMa 4acTo 6e3 IOJXKHOTO OCHO-
BaHHSI TIEPEHOCHTCS Ha 3/JeKTPOMEXaHHUYECKYI0 CBsi3b B MHOKap-
IMaJbHHIX KJeTKaXx. Mbl mosaraeM, YTO 3KCTPAmoOJsAUMs MeXaHH3-
MOB 3JIEKTPOMEXaHHYECKOTO COTPSIKEHHS CO CKEJIETHOH MBIMIIB Ha
ceplledHyl0 MoXeT ObITb NMpou3BelleHa ¢ OGOJBLIOH OCTOPOXKHOCTBHIO,
TaK KaK KJacCHYecKasl CxeMa BBIIOJHSIETCS He BO BCEX MHOKapIH-
aJbHBIX KJIEeTKaX. DTO M He YAHUBUTENbHO, €CJAH YUHUTHIBATH OCOGEH-
HOCTH HMX CTPOEHUS] — MaJjible pasMepbl, XapaKTep MeXKJEeTOUHbIX
coefHeHUH, MODPGOJOrHUecKyl0 HEONIHOPOLHOCTb MONyJSIHfA BOJO-
KOH W OCOGEHHOCTH (YHKIMOHAJBHOTO IJIaHA — MOCTOSIHHBIE PHT-
MUYecKHe COKpalleHusi, GOJbUIYI0O AJUTEIbHOCTh INOTEHIHana mnei-
CTBHA M AKTHBHOI'O COCTOSIHHSI, BBICOKYIO YYBCTBHTEJBHOCTh K XH-
MHUECKHM BellecTBAM U H3MEHeHHEe 3JIEKTPOMEXaHHYeCKOH CBSI3H
OT COKpalleHHsi K cokpaiieHuto. OCHOBHble U HauboJiee JOCTOBEP-
Hble CBeNEHHSI NOJyUeHB Ha BOJIOKHAX CKesJeTHBIX Mblmiu. ITocsen-
HHe GYAyT 3TAJOHOM NPH CPaBHEHHU COOTBETCTBYIOIIHMX NAHHBIX IO
MHOKapAHaJbHBIM KJeTKaM. BHauajie H3JI0XKHM CBOHCTBA OTHENb-
HBIX y3JI0B 3JIEKTPOMEXaHMYECKOH CBSI3H, a 3aTeM pacCMOTPHM
NesiTeNIbHOCTh CHCTEMBI B I€JIOM TIPH €CTECTBEHHOH PHUTMHUYECKOM
pabore MHOKapaa.

O6BIYHO TEpPMHHBI «3JIEKTPOMEXAaHHUeCKasi CBSI3b» H CBSI3b «BO3-
OyXKIeHNe — COKpallleHHe» pacCMaTpPHUBAIOTCA KaK CHHOHHMEL
OnHako BTOPO#l (CBSI3b Uepe3 eCTECTBEHHBIN NMOTEHIIMA AeHCTBUS) —
03HayaeT YaCTHBIH cJayyali 3JIeKTPOMEXAaHHUECKOr0 COMPSIKeHHs,
H60 3JIeKTpHYECKass AaKTHBHOCTh, BHI3BIBAIONIAS COKPAILIEHHS, MO-
*KeT GBITb H HepereHepaTHBHON. B mocnenHee BpeMs YBEJTHUHJIOCH
uucyio paboT ¢ (UKcanMell HamnpsKeHHs Ha MBIIIINAX, a 3aXHUM
HanpsiKeHHs He SKBHBAJEHTEH NOTeHUMany AelictBusa. Hamu Tep-
MHH CBfI3b «BO30YXKIeHHe — COKpallleHHe» HCNONb3yeTcs B Ccilydae,
Korjla Ha MeMOpaHe pa3BHBaeTCs NMOTeHIHAN AeHCTBHS.

®YHKILHOHAJIbHBIE CBONICTBA CHCTEM,
KOHTPOJIHPYIOUHUX 3JTEKTPOMEXAHHYECKYIO CBSI3b

dusuko-xuMHYecKkHe U (epMeHTATHBHblE CBOMCTBA CapKomsas-
MaTHYeCKOrO PEeTHKYJIOMa B HacToslllee BpeMs aHaJH3UPYIOTCS Ha
M30JIHPOBAHHBIX € NOMoLIbIo AHddepeHInaNbHOT0 LeHTPHDYTHPO-
BaHUSl (parMeHTax MHKPOCOMAaJIbHON GpaKIuH. DIeKTPOHHOMHKPO-
CKONMYeCKHH KOHTPOJb IOKa3biBaeT HIAEHTHUYHOCTb YJbTPalleHTPH-
¢dyraTa u capkoryGynsipHO# cucteMsl in vivo. XoTs HeJlb3sl OTPHLATD
CTOXHOCTb M TeTepOreHHOCTb MOJyYaeMHX JHGdepeHInaNIbHbIM
HeHTpH(YrupoBaHUEM CTPYKTYD, HeKOTOpHle (yHIaMeHTaJlbHbIe
HCCJEeIOBaHUST OBLTH OCYIIeCTBJEHB H Jaau OOHalexXHBalolue
pesysabTaTthl: 1) romoreHaT crnocoGeH IOIJIOMIATb H3 OKPYXKaIoIEero
pacTBopa HOHBI KaJbli¥s; 2) H30JUPOBAHHBIA PETHKYJIIOM obsafaer
AT®-asnbiMu cBoficTBaMu; 3) CYIIECTBYeT KOPDEJSLIUST MeXIy
cAnoc06Hocn>ro roMoreHaTta IOTVIOIIaTb KajdbUUA H pacllemsTh
TO.
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HMccnenoBanue ¢epMeHTATHBHBIX U COPOLHOHHBIX CBOHCTB pe-
THKYyJIOMa OepeT CBOe Ha4ajio M3 HM3yYeHHs HPHUPOIBI MexaHH3Ma
paccaabaenus. MsBectHo, uto AT® cnoco6Ha nepeBOAHTb BOASHOM
reJb aKTOMHO3MHA B CXAaToe COCTOsiHHe (CyleplpeLMIHTaLHs) H
YKOpayHBaThb TIVIMHEPUHH3UPDOBAHHBIE MbIIIEYHEIE BOJIOKHA. XOTS
AT® ectp npuuuHHBIE G akToOp IJs COKpallleHHs, ee YyHLaJeHHe He
BbI3bIBaeT pacciabienue. Takum o6pa3oM, aKTOMHO3HHOBAsi CHCTe-
Ma He o6GJlaflaeT BaxKHbIM (DH3HOJOTHYECKHM CBOHCTBOM MBIIUIBI —
cnoco6HoCThI0 paccnabasitbes. Cent-Ibepnu [6] BbABHHYJ rumo-
Te3y o «aBoiiHoll ¢yHkmuu AT®», cornacHo kotopoit AT® o6aa-
JaeT M COKpallamollMM, M paccaabisioluM [IeHCTBHEM B 3aBHCH-
MOCTH OT ycnoBuil (HOHHOH cpenpl, pH, KoHNeHTpauum u T. I.).
H3MeHsAsT 5TH YCJIOBHS, MOXHO H3MEHHTb COCTOSIHHE CYyIepHpeLH-
NMUTalMU U IPUBECTH Ipenapat B AUCCOLUUPOBaHHYI ¢opmy. OmHa-
KO YyKa3aHHble YCJIOBUS He BBINOJHSIOTCS B XKHBOH MBIIIIE U He
MOTYT paccMaTpuUBaTbCs KaK Kay3ajbHbele ¢aktopel. BHawaje roc-
NOJACTBOBaja MEIC/Ib, YTO (pU3NOJOTHUYeCKU# paccaabJsiomuil ¢ak-
TOp mnpencTaBisieT co6offi HeGOJBLIYIO MOJEKYJYy, KOTOpas NpPSIMO
B3aUMOLEHCTBYET ¢ aKTOMHO3MHOBOH cucreMod. Ho Jsorudecku
BIIOJIHE BO3MOXHa H JApyras aJbTepHaTHBa — yIajleHHe COKpa-
mammero ¢pakropa U3 KOHTPAKTHIBHBIX 3J€MEHTOB.

Hajnnune paccralusioniero BellecTBa, CHOCOGHOTO KOHTPOJHPO-
BaTh PeakKIHI0 COKPAaTHTENbHHIX GenkoB ¢ AT®, ciexyer u3 pabor
[7, 8]. Cycnensuss mMuopuGpHII B roMoreHaTe npu IOGaBJIEHUH
AT® He cokpamaercs, a paciiemienue AT® AT®-azoi uger kpaii-
He MeJJIeHHO. B mpOTHBOIOJIOXKHOCTD 3TOMY Ha XOPOIIO OTMBITHIX
Muopubpuanax HaO6JIOAAIOTCS COKpAllleHHe H BHICOKass CKOPOCTh
pacmemyiesuss AT®. Heckonbko nosxe 6GblIO HafileHO, YTO KaJlb-
uuiixenatuniit aredr (DIATA) B mnpucyrcrBun AT paccrnabasier
TJHIepUHH3NpPOBaHHble MBimib [9, 10]. ABTOpH NOAYEPKHYJIH, 4TO
DATA wumurtupyer 3ddekT ¢GH3UOJOTHYECKOr0 pacciabisiouiero
dakrtopa. IlpocreiimuM oO6GBACHEHHEM 3THX pe3yJbTaTOB OBbLIO
npexanosoxenue, uto SATA ymanser Kajablui B3 KOHTPAKTHJIbHOH
‘CUCTEMBI.

BhisiBleHne 4eTKOro mapaJjienuaMa MexXAy pacciabisiomles
AKTHBHOCTbIO pAa3/IYYHBIX XeJaTOB Ha TJIHIEePHHH3HPOBAHHLIX BO-
JIOKHaX ¥ CIHOCOGHOCTBIO afcOpOHpPOBATh KaJbIHUH H3 KOHTPAKTHJb-
HOH CHCTEMBI CHIIPaji0 BaXKHYIO pOJIb B Pa3BHUTHH IpelCTaBjeHHH
o paccaabasiomeM ¢akrope [11, 12]. Beuto BeicKasaHo npenno-
JIOXKeHHe, 4YTO paccaabusiomuil cy6cTpat cBsI3aH C HEKOTOPHIMH
‘CyOMHKPOCKONHYECKUMH CTPYKTYypaMH,— yJbTpauneHTpudyrar (MH-
KpocoMaJibHasi U YaCTHYHO MHTOXOHJApHaJibHble ppakuuu) obaanan
paccaabasiioniefl aKTHBHOCTbIO. DJIeKTPOHHOMUKPOCKOMHYECKHe HC-
CJlIe[loBaHusl TI0KasalH, YTO UEHTPHQYraT CONEPKHT MY3bIPbKH
(600—3000A) u Tpy6kOmomoGHLie CcTPYKTyph (150—300 A).
Besukynnl u TyOyJbl OrpaHHYeHbl MeMOpaHaMu M OdYeHb HAIOMH-
HaT CapKOTyGyJasIpHYIO ceThb KJeTKH. MHTepecHO, uTo H30JHpO-
BaHHble BEe3HUKYJBl HMeJNH YTOJIIEHHS Ha OAHOH cTopoHe. Takue Xe
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YTOJILEHUST XapaKTePHbl A/ TePMHHAJbHBIX LHCTEPH HHTAKTHOTO
CapKOMJIa3MaTHYECKOr0 DETHKYJIoMa. 3aMKHYTOCTb BE3UKYJ H TPy-
60K NOKaszaHa ¢ moMoubio HHyauHa [13, 14].

Tak Kak H30JHUPOBAHHLI PETHKYJIOM Cnoco6GeH MOrJoulaTh
Kaapuuit B npucyrctBun AT® u marHust [15], cmenano 3akiio-
YeHHe, YTO (U3MOJOTHUECKH paccaabisiiomuM (aKTOpOM sIBJSETCS
CcaM PpETHKYJIOM H €ro JAeiicTBHe CBS3aHO € yJdajeHHeM KaJbLus
U3 KOHTPaKTHJIbHOI cHCTeMH in vivo u in vitro. M3 atoro caenyer,
YTO CapKOIJIa3MaTHYECKHH PETHKYJIOM — MECTO CONpPSIXKEeHH BO3-
OYyXKIEeHHs M COKpallleHHs H TJaBHBIH y3eJl MeXaHH3Ma 3JeKTpoMe-
xaHuyeckoro comnpsixkenus [11, 13, 15, 16—19].

OCHOBHO# KOMIIOHEHT BEe3UKYJSPHBIX MeMOpaH, Kak U JPYrux
Meta6osinyecKy AaKTHBHbIX MeMO6paH,— 6eJku U (pochoaunuib.
XUMHUECKHH aHa/u3 peTHKYJIOMa H3 CcepoeyHOH U CKeJeTHOHR
MBIILI TOKa3aJ, 4YTO OHHM COJAepXKaT NPHUOJIH3HUTENbHO OJHHAKOBOE
KosnuectBO Genka (60% cyxoro Beca) u ¢ochonunugoB (20%
cyxoro Beca). KapmuoaunuH, xoJecTepoJs, 3GHPbI XOJeCTepHHA
HalieHsl B HHX B HeOOJbIIHX KoJuyecTBaX. VMHrubupyomas
AKTUBHOCTb BE3UKYJ HeOOPAaTHMO YCTPaHSETCS NPOTEOTHTHUECKHMH
¢depmentamu, ¢pocdonunasoi, pactBopuTensiMu aununos, SH-pearen-
TaMH. DTO TOBOPHT O TOM, YTO GEJNKOBBIM W JIUNHAHBIH KOMIIOHEHTHI
BE3UKYJSIPHBIX MeMOpaH BOBJEKAIOTCH B «TOPMO3HYIO aKTHBHOCTb».
B capxoryGynsipHO#i cucTeMe HalifieH psil GepMeHTOB — aJdeHHJIIIN-
KJa3a, XOJMHACTEpasa.

Kak e IPOHCXOAUT MOTJIOLIEHHe KaJbllusg Be3ukysaamu? Ectb
OCHOBaHMSI CUMTaTh, YTO 3TO AKTHUBHBII mnpouecc. O6 3TOM CBHIe-
TEJbCTBYET CJelLylolee:

1. KoHueHTpanus Kajbnusi B NMy3bpbKax MOXeT ObITb B COTHHU
U THICSIYM pa3 BHIUE, YeM B OKpYKawolle#l cpele, NpHUeM TpaHC-
IOPT KaJbLHMS OCYILECTBJSIeTCS NPOTHB MpeAlojaraeMoro KOHIEeH-
TPaIlHOHHOTO TpaJHeHTa. YKa3aHHOe MPaBHJIO CIPaBeIJHBO MJIs
Be3uKyJ ckeqeTHo# [20] u cepmeunoir [21, 22] mbiumm.

2. Ins moryomeHHs Kajablus HEOOXONLMMBI 3aTpaThl 3HEPrHH
AT®. Bonee Toro, cam petukyaiom ob6nagaer AT®-azHoit akTuB-
HOCTBIO.

Cyuraercs, 4TO KaJblIUeBbli HAcOC paCHOJaraetcss HCKJIOYH-
TeJbHO B 3J€eMeHTaX CapKOIJIa3MaTHYECKOrO PETHKYJIIOMa, a MeM-
6pana T-cucteMnl Kajbluit He norsomaer. [Ipexmonoxuau Hamu-
Yyle Ha HapYXHOH IOBEPXHOCTH Be3UKYJSADHBIX MeMOpaH mepeHOC-
YHMKa, KOTOPHHA NpH ¢ocPOpHUIHPOBAHHH pPe3KO YyBeJHUHBaeT CBOE
cponctBo Anst Kaabuus. ITocne nuddysuu BHYTpb KOMILIEKC medoc-
dopunupyercs, U CpPOACTBO €ro yMeHbUIaeTcsl — KaJbLHUH BBHICBO-
60oxJaeTcss, HECMOTPS Ha OTHOCHTEJbHO BBLICOKYIO KOHIEHTPAaLHIO
€ro BHYTPH Be3HKY.JI.

IlpencraBnsier uHTEpeC H3yueHHe B3aMMOCBSI3H 3SHEpPreTHUECKO-
ro o6MeHa U TOIVIOLleHHS Kanabuus. Tak, no6GaBieHHe OKcajlata
uHru6upyer ¢ochopuuit o6men, ATD-a3Hyl0 aKTHBHOCTb H MOLJIO-
IleHHe KaJbLHsl B H30JHDPOBaHHBIX NMy3bipbkax [14]. B pactBopax,
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cofepxamux 5 MM okcanata ¥ HPU OTCYTCTBHH KaJjbliMs, BE3UKY-
JsipHas MeMmOpaHa pacuemisier AT® ouenbp MenseHHo. dta ATO-
asa 6blna HasBaHa OCHOBHOH. [0 cHX IOp HeJAb3sT HCKJIOUYHTb,
uyto ocHoBHasi AT®-a3a Hecneuuduyeckas U 0oGycJOBJEHA 3arpss-
HEeHHSIMH IIperiapaTa, XOTsS 3TOMY HeT NIPSMBIX JOKa3aTesabCTB [23].
Ilpu moGaBiieHHH KaJbllMg K CHCTEMe CKOpPOCTb pacuienienus ATO
pe3ko yBenunuyuBaercsl. AT®-azHas akTHBHOCTb BO BpEeMs IIOIVIOLIe-
HHA KaJblHus MOXeT OBITb CBsi3aHa € TaK HasblBaeMOH «cymep-
AT®-asoli». AKTHBHOCTb TOC/IENHEH YBEJHYHBAETCS OIHOBPEMEHHO
¢ Bospactanuem dochopHoro obmena. Cyberpatamu cynep-ATO-
a3bl M30JIMPOBAHHOTO peTHKYyJoMa, noMuMo AT®, moryr GbiTh HHO-
suaaudochar, THaMuHpochaT, ameHozuHMOHOocdhaT. 'HCTOXHMH-
YecKHe HCCJIefOBaHHUsl INOKAa3blBalOT, YTO B CAPKOIJIa3MaTHUYECKOM
petukyiaiome AT®d-aza pacnpeneneHa 1mo BceM OTHesaM pPaBHOMEP-
HO [2, 24].

IlpuBemeM HexkOoTOpHle pacyeThl CBS3H OOMeHa MaKpO3IPTOB H
norjoumenuss Kanabuus. Ilpm pacmensenun opnoft Moau AT
Boigensiercs 10—12 xkkaa. Oxoso 5000 ka2 HEOGXOAUMO HAJISL TpaHC-
TmopTa OAHOTO MOJIS KaJbLU M3  pacTBopa B Be3UKyay. Takum
obpa3oM, K. m. A. Hacoca cocraBiser 40—50% (mpu HUSKHX KOH-
IHeHTpaUUsAX KaJbUHs K. H. O. yMmenbwiaercss g0 30—40%). Ilpu
YKa3aHHOM K. I. . U yacToTe cepAueOuenusr 80 yLapoB B MHUHYTY
npubausutenbHo 6,5% obuieii sHepruH KaeTKH GyfeT HIATH Ha Jes-
TeJIbHOCTh KaJbIueBoro Hacoca [2]. Jlaxe ecau k. n. x. in vivo
20%, To kKanbuueBHH Hacoc TpebyeT He MeHee 15% o6iell sHepruu
KJIETKH.

IlpencraBienye, 4TO NOIVIOLIEHHE KaJbLHs CcapKolsa3Maruye-
CKHM PpETHKYJIOMOM OCYyIIecTBJsieTcss OJarofapsi [IesTeJbHOCTH
KaJbllHeBOTO Hacoca, IIHPOKO pacnpocTpaHHIOCh B JHTepaType.
OpHako moOsBASIOTCS paboThl, TAe MNOrJOIIeHHe KaJbLHd paccMma-
TpUBaeTCsl He KaK aKTUBHBIA Ipollecc, a KaK KaTHOHHBII OOMeH
[26—27]. TlpuueM cymma HOHOB (Ka/nufi, MarHui, KaJubluf,
HaTpufi, BOAOPOA), CBA3AHHHIX C PETHKYJIOMOM, COCTaBJseT
350 maks/e perukyasipHoro Gesnka, W 3Ta BeJHYHHA SIBJIsETCA IO-
crosHHOH. [lokaszaHo TakKe, YTO TOJNLKO IOJOBHHA KaJbLHUS MOXET
U3 Hero BbicBOGoXmaTbesi [26]. I1pu orcyrctBun AT® perukyJioMm
Jiyyuie cBsisbiBaeT MarHuii. ITocTOSIHCTBO CyMMBI MOHOB TOBOPHT O
BO3MOXKHOCTH B3auMo3saMeHsieMocTH uX. B mnpucyrctBuu AT® cBs-
3bIBaHHE HOHOB 3aMETHO MEHSIeTCs, M CEJeKTHBHOCTb K KaJbIHIO
BO3pacTaeT THICSYEKPaTHO.

Ilpennonaraercs, 4TO CBsI3BIBAHHE KAaTHOHOB OCYLIECTBJSETCA
3JIEKTPOCTATHUECKH (BO3MOXKHO, uepe3 MMHAA30J TNPOTEHHOB H
dochaTHAUICEPHH ¥ JELUUTHH MeMOpDaHHBIX JIMIOHIAOB). BeposiTHO,
ATO® Bbi3biBaeT KOH(GOPMALHOHHEIE H3MEHEHHS HEHTPOB afcopOLuH
Kasabuus. Paccuurano, uto nmpubmausutenbHo 809 KaJabLiHg CBSI3aHO
3JIEKTPOCTATHYECKH W HE MOMKET y4yacTBOBaTb B COKpamleHuH. Ecau
ocTajibHasi €ro 4acTh CBOOOIHA, TO HHTPaBe3HKYyJspHas KOHIEH-
Tpall¥si KaJbllHs COCTaBjsieT TOJAbKO 1—2 MM (Takad Xe, Kak
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BO BHEKJIETOUHOH XKHAKOCTH). DTO cOrjacyeTcs ¢ AAaHHBIMH HabJIIo-
JeHHH, COTJIACHO KOTOPBIM CapKOIIa3MaTHYECKHe BE3UKYJbl MPSAMO
c0061aI0TCSl ¢ BHEKJIETOUHOH CPeLoi.

HsBectHo, uto Kogeun (1—10 M) yMeHbmaeT CHOCOGHOCTbL
H30JHPOBAaHHOTO PETHKYJIOMa INOIVIOIATh KaJbIHi M KaJbIHEBYIO
€MKOCTb Be3HMKyJs [17], Ha MHTAKTHOH CKEeJETHON MBIIIIle OH BEI3HI-
BaeT KOHTpaKTypy. ITo manubiM paGothl [27], kodeun sddexruBeH
IPH BHEKJETOYHOM IpHMeHEHHH, BHYTPHKJETOUHAsl HHBEKIHUS
KodenHa HespdekruHa. CiemoBaTeNbHO, MeCTa, M3 KOTOPHIX OH
BbICBOGOXKa€T KaJblUH, CBA3aHBl C BHEKJIETOUHBIMH, a He BHYTpH-
KJIeTOYHBIMH OTcekaMM. OJHAaKoO KaJbIu# NpH AeHACTBHH KodenHa
BbICBOOOXKIaeTcs He Becb. MOXHO CUHTaTh, YTO KaJbLHil CaPKOMJIas-
MAaTHYeCKOr0 PEeTHKYJIOMa HaXOAHTCS B IBYX (opMax: 3/eKTpo-
cratudecku cBg3aHHOM (809%, Ha Hero kKodenH He HeficTByeT)
JabuiabHOl. B ;aGuibHy0 (pakiuio OH NOCTyNmaeT TOrAA, KOria
BCE MeCTa 3JeKTPOCTATHUEeCKOTrO CBSI3BIBaHHS 3amoJjHeHH. IIpu ox-
HOBpeMeHHOM u3MepeHHH AT®-asHOi aKTHBHOCTH M MOIJIOIIEHHS
KaJblHsl B H30JHPOBAHHOM PETHKYJIIOME CKeJEeTHOH MBILINIBI ITOKa-
33aHO, UTO INOIJIOUleHHe HAauWHaeTcs cpasy e Iocjie ero nobGasie-
HHSL M HJAeT 3KCIOHEHIHaJbHO, TOrAa KaK 0Opa3oBaHHEe HEOPraHH-
dyeckoro ¢ocpopa B 3TOT NEPHOL OCTaeTCs MOCTOSIHHBIM [28].
Orciofa BEITEKaeT, YTO CHayaja IPOHCXOAUT CBSI3bIBaHHE KaJbIHf,
3aTeM — ero TPaHCIOPTHPOBAaHHUeE.

TakuM o06pa3oM, NepBBIH KDHTHYeCKHH Iuar B paccaabieHHH
MBILILBl — HOIVIOLEHHe KaJblHs ¢ MeMOpaHOil peTHKyJaioMa. 3aTeM
YacTb HayaJbHO CBSI3aHHOTO KaJbIusi TPAHCIOPTHPYETCA B IIPO-
TOKH DETHKYJIOMa, UTO peryJHpyeTcss KOHIEHTpainueld CBOGOXHOTrO
KaJapliuss B Iporokax. Ha o6oux s3Tanax HeoOXOAHUMBI 3aTpaThl
sHepruu ATO.

W3 npuBefleHHBIX NaHHBIX CHEJNaH BHIBOJ, YTO CapKoOIJa3MaTHYe-
CKHI PeTHKYJIIOM HeceT B OCHOBHOM (PyHKIHIO GLICTPOrO CBSI3BIBAHHUS,
a BBITAaJKHBaHHe KaJbllUs M3 KJETKH OCYLIeCTBJSETCS, BEpPOSITHO,
LpYTHM IIyTEeM.

B cepaue Takxke oOHapy»XKeHbl aHaJoruuHble siBjeHHs. OcobeH-
HO cJelyeT OoOpaTHUTb BHHUMAaHHEe Ha B3aHMOOTHOIIEHHE HOHOB KaJb-
nuss 4 HaTpusi B MeMOGpaHe peTHKy/aiOMa, H60 BXOAAIIHE HOHBI
HaTpus MM B OOLleM cJlydae KOHLEHTpAalUs HaTPus B MHOIIasMe
MOXeT ObITb (U3HOJOTHYECKHUM pEeryJsiTOPOM AaKTUBHOCTH PEeTHKY-
JiI0Ma M KOHTPOJHPOBATb BBHICBOGOXKAEHHE M IOIVIOHIEHHe HOHOB
Kajbuus. Tak, Ha M30JHDOBAHHOM peTHKYJIOMe cepAlia KPOJHKa
HallJIH, 4TO HATPUH YMeHblUaeT KOJHYECTBO CBSI3aHHOIO KaJbLHS
[22]. D10 06yciOBNEeHO He HHIHOMPOBAHHEM IIOIVIOLIEHHS, a GBICT-
PBIM BBICBOOOXKIEHHEM CBSI3aHHOro Kanablusi. Pacuetsl nokasbl-
BaioT, 4T0 | mM HaTpus B Be3UKYJAPHOH 06GJacTH crnocoGeH BHI-
cBo6oauth 0,02 MxM kaabuus.

ITpoBenena paGora Ho BBHISICHEHHIO CYOKJETOUHOH JIOKaJH3alHH
KaJabliust B MuHOKaplAe Miuekonutaiouiux [29] mo ananoruu c [30],
OCYLIECTBJIEHHO!I Ha CKeJIeTHOH Mbllne. B mocneaHell mokasaHo,
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4TO KaJslbllHeBble NPELUNHTATH (3JMEKTPOHHOILIOTHBIE COJIH OKCa-
JlaTa KaJblMs) JIOKaJH30BaHBI B JlaTepajbHBIX MELIOYKaX, KOTOphIe
IOJIXKHBI pPacCMaTpHUBaTbCsi KaK YYaCTKH BBICBOGOXKIEHHS KaJblHs
apu Bo3OyxneHuH. B cepaue npu nepdysun GeckaabliueBHIM pac-
TBOPOM KOJIMYECTBO KaJIbLIHEBBIX NMPEIUIHTATOB PE3KO YMEHbLIAETCS
Hapx I-nomocamu. AnamornyHeil 3¢ ekt naBasa nepoysus ¢ SIATA.
Ho xosnuecTBO KasbliUeBHIX INpPEUHIHTATOB He H3IMEHSIOCh HJH
Jlaxe BO3pacTajJo NpH nepdysuH Ge3HATPHEBBIM PacTBOPOM. ITO
corjacyercsi B TeM, YTO B THIIOHATPHEBOM pacTBOpe TOTJIOLEHHE
Kanplus yBeanunBaercss [31—33]. ABTOpHl chesasu BBIBOA, UTO
MecTa KOHKYDeHIHH KaJbIlUsl M HaTpPHA NpPHHALJIeXaT CapKoIJias-
MaTHYeCKOMY PeTHKYJIOMY. MBICAbL O BO3MOMXKHOCTH BHICBOGOXKIe-
HHUSl. KaJblUsi HOHAMH HATpHs, BXOAANIMMH TIPH BO3GYXIEHHH,
JierJja B OCHOBY THIIOTe3Hl XpOHOHHOTponuu MHMoKapaa [33]. Cueny-
eT o06paTHTb BHHMaHHe Ha TO, YTO B MHOKAapJe HOHBI HATpHS BhHI-
3bIBAIOT HMEHHO BLICBOGOXJEHHe Kajbli¥s, HO He BJHSIOT HA CHJY
ero cBsi3biBaHus [22].

Ecnu cnocoGHOCTb peTHKy/NIOMa NOIMOIIAaTh Kagdblui in vitro
He BLI3BIBAT COMHEHHH, TO 3TO ellle He T'OBOPHT O TOM, UTO OH
B COCTOSIHMH obecneduTb pacciabieHue B xuBO# Mbimie. OmHAKO
psin pacuetoB moATBepxkiailoT 3to [34, 35]. BepositHO, cBoiicTBa
peTuky/aioMa in vitro u in Vvivo CyIlecTBEHHO OTJHYAIOTCH.

PasHocTp noTeHUHaNoOB M Ipyrue YCJIOBHSA B MHTAKTHOH MblILIE
MOTYT YBeJHYHBATb CKOPOCTb CBSI3bIBAHHUS KaJsbIHS.

B cepaue capKomiasMaTHYeCKOrO PETHKYJNIOMAa MeHblle, YeM B
CKeJIeTHBIX MBIIILAX, M KaJbLUH IOIJIOIIAeTCS MHKDPOCOMa/bHOH
¢dpakuuelr 3HauuTeNbHO MelieHHee . [36]. DTo MOXKeT GHITH CBA3aHO
¢ (H3HOJOTHYECKHMH OCOOEHHOCTSIMH CepAeYHOH MBIIIIbI, T'Ae CO-
KpaluleHus1 Gosiee MeJJIeHHble, YeM B CKeJeTHOH, HJH C TeM, 4TO
CepleyHbll PETHKYJIOM MeHee YCTOHYHMB H TepsieT aKTHBHOCTb BO
BpeMsi npenapupoBaHus. Ha cepmeuHo#i Mblmme OblKa IOKa3aHo,
4TO peTHKyJaIoM akkymyjaupyer 0,3 mxM kanpuus Ha | me Genxa
B TeueHue 90 mun, a dparMeHTH DPETHKYJIOMa CKEeJEeTHOH Mbll-
sl — 0,66 mxM B TeueHuwe 3 Mus, T. e. B ceplle KaJblIUH INOIJO-
maercss npubausutenbHo B 60 pas MelJleHHee, YeM B CKeJETHHIX
MBIIIIAX.

Heckonbko mosmuee [37] Hamuwie, 4YTO pPETHKYJNIOM MHOKapaa
moxet norsouiate 0,8 mxM xanbuus Ha | me Geaka 3a 20 muw,
T. €. CTeNeHb INOIVIOLIEHHs] KaJblUs PETHKYJIOMOM CepJAlla TOJNbKO
B 5 pa3 MeHblue, 4eM cKeseTHOil Mbimnbl. CorsiacHO ApPYruM [aH-
HEIM, CKOPOCTb CBSI3bIBaHHMS B cepiue coctasisier 159 TakoBoi B
CKEJIETHOH MBIUILle, HO BIIOJIHE MOCTaTOYHA AJA OODBACHEHHS IOJ-
HOro paccnaaGueHusi B cepaue [35].

[ToMHMO HEKOTOPHIX KOJIHUECTBEHHBIX OTJIHYHH MeXIy DeTHKY-
JIOMOM CepIlla W CKeJeTHOH MBIIIIL,, HMeIOTCS ¥ KauecTBEHHHIE
pacXOXJeHusl. YCTaHOBJIEHO, YTO B CEpAEYHOH MbIlIle MOrJolle-
HUe KaJbliisl YCHJIHBAercsi, ecld B cpely A06GaBjasieTcs KpeaTHH-
dochar+xkpearnndpocdpokunaza (KPK-cucrema) [38]. Bes neopra-
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Huueckoro gochara 1 KPK-cucreMbl akKyMyJaslus KaJabLus O4eHb
cinaba. Jlo6aBieHHe ONHOro HeopraHuyeckoro d¢ocdara yBeaHYH-
BaeT INOrJolleHHe Kajdblusa Ha 19%, a K®K-cucrembn — 10 249Y.
Ecnn xe B cpeme Haxomutcss u HeopraHudeckuit gocdar, 1 KPK-
cucTeMa, TO HabJofaeTcs pe3KHH NPHPOCT CINOCOGHOCTH PETHKY-
JioMa HakamauBaTb Kanbuuit (2o 80%). TecHas amatomuyeckas
CBsI3b CapKOIIa3MaTHYECKOrO0 PETHKYJIOMa U MHOQHOpHIJI I103BO-
JseT AyMaTb, YTO KOHIEHTpalUMs HeopraHuueckoro ¢ocdopa, Bbl-
cBoboxaaemoro npu pacuemnesud AT® B MuoduGpuinax, moBhl-
LIaeTcsl y PEeTHKYJIOMa paHblie, YeM OH BOBJIEKAETCS B MeXaHH3M
pecuntesa AT® B muroxonapusx. CienoBaTeNbHO, POCT KOJHYECT-
Ba Heopranudyeckoro ¢ochopa B pesysbraTe COKpaIlleHHsT MOKeT
aBTOMATHYECKH YBeJHYMBATb CKOPOCTb NOIVIOIEHHS KaJblHd PeTH-
KyJIOMOM cepAna, paGoTasi Kak 4YacTb CHCTEMBl COKpalleHHe —
paccaabienne ¢ o6paTHOH CBA3BIO.

B paGore [38] Takxke HaiiieHO, YTO NOIJIOLIEHHEe Ka/bLHus pe-
THKYJIOMOM cepJlla OCYLIeCTBJASeTCs] B JBe OTUETJIHBO Pas3JHUHUMBIE
($aspl: HavaabHYIO — OBLICTPYIO H KOHEUYHYI0 — Gojiee MeJlJIeHHYIO.
Hauanpnast ¢asa He 3aBuCHT OT HeopraHuueckoro ¢ocdara u
K®K-cucrembl, ¥ morjomenne siBasieTcss JUHEAHOH (QyHKIHeH KOH-
LleHTpalliH KaJblius B cpefle. BeposTHee Bcero, 3To (GH3HUECKOe
cBa3biBaHHe. Bausuue noreHuuatopoB K®PK-cucrembpl u  mpyrux
areHTOB HampaBJieHO Ha TPaHCIOPTHPOBaHHe, KOTOpPOe IpeiCTaB-
JIeHO BTOPOH MelJIeHHOH (a3oil.

Ilnsi BRISICHEHHSI CBOMCTB CapKOIJIa3MaTHYeCKOrO PeTHKYJIOMa
MHOKapa ¥ ero OTJHYHHE OT COOTBETCTBYIOIIHX CTPYKTYP CKeJeT-
HOMl MBIILIBI HHTepecHble (PAKTH JaeT H3yueHHe <«IOTEHLHAaTOPOB
COKpallleHHuii», B TOM uYHcJe W ryaHunusa. Ilociennuii, Kak u3BecT-
HO, yBeJHMYHBAeT aMIUIHTYLy OAMHOYHBIX COKpalleHHH B OBICTPHIX
CKeJNeTHBIX BOJIOKHAX, a B OOJbUINX KOHUEHTpAaUHUAX HPHBOLHT K
pa3BuTHIO KOHTpakTypnl [39]. C apyro#i cTOpPOHH, B MHOKaphe
I'VaHUAHH nopaBisieT cokpatumocts [40]. B mpucyrctBun ATQ®
OH WHrHOHpyeT KaJ/bliieBOoe MOrJIOIleHHe M B CKeJeTHOH, H B cep-
IeyHoll Mblminax. AHasnorudyHeiM 3ddekroM oGrapaior NO;, Zn?t,
U0 .

Ecnu npeanosoxuTh, YTO B CKeJETHON Mbilllle T'YaHHAMH (Tak
¥Ke, KaK H KodeHH) BBHI3bIBaeT KOHTPAKTYpPy M IOTeHIHaIuio, Hel-
CTBYSl NMPSIMO Ha PETHKYJIOM, BHICBOOOXKHAAs KaJbLUH WJIH HHIHOH-
pys ero morsomeHue (T. €. NOBbILAS KOHUEHTPAaUHMIO CBOGOLHOrO
KaJbLHUs), TO HEMOHSITHO, INOYeMy IPH aHAJOTHYHOM MeXaHH3Me
BJIHUSAHAS Ha PETHKYJIOM OGeHX MBILIL, B OJHOM clydae OH yBeJH-
YHBACT, @ B APYroM — NOLABJAseT COKpatuMocTh. [ MHOKapia
BHIIBHHYTO IPEANOJOXKEHHE O 3aBUCHMOCTH COKPaTHMOCTH OT a6-
COJIIOTHOTO COAepXaHHsl Kajbuus B pertukyaiome [41]. Torza
J10060f areHT, KOTOPBII HHIHOHDYeT CapKOTYyOy/spHBIA TPaHCHOPT
Kanpluusi, OyeT yMeHbIIAaTh KOJHYECTBO KaJbLHS, HAOCTYNHOTO HIJISt
BbHICBOGOXKMECHHSI, a 3HAYUT, YMEHbLIATh pa3BHBaeMOe MbIIIIeH
cepaua cokpamieHue. Takas pasHHIla B INOBeNEHHH cepleYyHOH H
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CKEJIeTHO!I MBILIL, BEPOSITHO, CBSI3aHa C OCOOEHHOCTSIMH mpoliecca
3JIEKTPOMeXaHH4YeCKOH CBS3H.

HekoTtopele MOMEHTH MOJIEKYJISIDHBIX MEXaHH3MOB JesiTebHO-
CTH Be3WKYJ OBbIIM BBISICHEHBI B ONBITax ¢ pe3epnuHoM [42, 43].
YCcTaHOBJIEHO, YTO Pe3epIHH, COeAHHSCh C HEHACHILEHHBIMH JKHD-
HBIMH KHCJIOTaMH MeMOpaHHBIX (ochHONUNHAOB, HHTHUOUPYET Kallb-
IHEBHIHl TPAHCNOPT CapKOIIa3MaTHUYEeCKHX Be3UKyJa. Te e KHCIO-
THl OTBETCTBEHHBI 3a KaJblIHeBHIH TPAaHCNOPT H KaJbUHUHHHIYLHpYe-
Mmoe pacmenyienne AT® B muokapae. M3 atux HaGaofeHHH MOXHO
clenaTh BHIBOA, 4YTO H3MeHeHHe cpoicTBa (OCHOTHNHAOB PETHKY-
JIIOMa K KaJblHI0 SIBJASETCS MOMEHTOM, ONpelesSIOUHM MOJIEKY-
JISIPHble MEXaHH3MBl [eHCTBHMS KapAHOAKTHBHBIX BellecTB. OpHaxKo
O BJIMSIHHM CepIeYHBbIX TVIMKO3HUJOB M aJipeHasJHHa Ha CBOMCTBa cep-
IeYHOro PeTHKYJIOMa YeTKHX JaHHBIX HeT [41, 44, 45].

Onsi nonnMaHus GYHKIHOHMPOBAHHS peTHKYJIOMa in  vivo
BaXKHO HaOJIofleHHe, 4YTO TMOIJIOmIeHHe Kajblusg u AT®-asHas
aKTHBHOCTb CEPAeYHOTO peTHKyJioMa (a TakKxKe U CKeJEeTHOro)
HHTHOMPYIOTC NPH NPONYCKaHHWH depe3 (parMeHTHl pPeTHKyJIIOMa
HHTEHCUBHOTO 3JIEKTPHYECKOro ToKa [46, 47]. AKTUBHOCTb Kajb-
HuiiHeuyBcTBUTeNbHOR AT®-a3bl mpu NeACTBHM TOKAa He MEHSIETCH.
OnHako HHTepHpeTaldsi ONBITOB IO 3JEKTPHYECKOH CTHMYJSINH
peTHKyJ10Ma in vitro n0Bo/bHO 3aTpyAHUTENbHA, OO NPH CHIbHOH
U IJINTeJbHOH CTUMYJSLMH MOXET HMeTb MeCTO IeHaTypalHus peTH-
KyJioMma, u3MeHeHue pH cpenbl, BHICBOGOXKIEHHe Telia U MNPOLYK-
TOB 3JIEKTPOJIM3a Ha 3JIeKTPOJax.

Ha mnepBbix 3Tamax wu3ydyeHusi mpouecca pacciabieHHss B MHO-
KapJie NMOSIBUIHCh COOGIIEHHS O TOM, 4TO paccjabJsioniee BelllecT-
BO HAaXOOHUTCS B KJeTKe B DAcTBOPEHHOM cocTosiHuM [48—52] u
MOXeT Urpatb (H3HOJOIHMYECKyl0 POJb, YMeHblIasi CBOOOJAHYIO KOH-
IEeHTpalMI0 Kajabnus B MuomnasMe. CoBpeMeHHBIe [JaHHBIE IIOKa-
3bIBAIOT, YTO 5TO MAaJOBEPOSITHO M NpPHHIUNHAJNbHblE OTJIHYHA B
KOHEYHOH 4YaCTH 3JEKTPOMEXaHHYEeCKOH CBS3M B CeplAeyHOH U CKe-
JIETHOH MBIINAX OTCYTCTBYIOT. OT/IMYHS, BepOsITHO, KacaloTcs
TOJIbKO ME€XaHH3Ma BBICBOGOMXK/EHHS KaJbLUSl M €ero JOCTaBKH K
KOHTPAaKTU/IBHBHIM OeJKaM.

Jlo cux mop Her of6ulero MHEHHS O POJIM IPYrod BHYTpeHHeH
CHCTEMBl, KOHTPOJNHUPYIOIIEH CcOfepXKaHHe KasbLHs,— MHUTOXOHIPHH.
MHorue wuccreloBaTeNd CYHTAIOT, YTO H30JHPOBAHHblE MHTOXOHI-
pPHH MOTYT NOIJIOIIATh Kasbluil u3 cpernl [53—62] u Tak Xe, Kak
H CapKOIJa3MaTH4YeCKHH pPEeTHKYJIOM, HHTHOHPOBATb CHHEPHSHC
muocbubpunn. Kpome rtoro, omeitel ¢ Ca% mokasblBaloT, 4TO Kpy-
rooGOpoT KaJbLHST B MHUTOXOHADHSX ceplAlla JAaxe Bbillle, YeM B
perukynioMe [63—65]. B cepalle KpHICHI PETHKY/IOM IOTJOIaeT
KaJblus GoJbile, YeM MHTOXOHApPHH (B pacuere Ha 1 & Geaka),
HO oOlee KOJHYECTBO aKKYMYJHDPYEeMOIO KaJjblHs B IOCAeLHHX
MOYTH TaKoe Xe, Kak U B nepBoM. Oy6auH He BJHsSeT Ha IOrJolle-
HHe KaJbliusi B o6oux ciayuyasx. HafiieHo MHOro Apyrux aHaJOrHi
B IIOIJIOIEHHH KaJbLHS MHTOXOHAPHAMH M peTHKyJioMOM. Tax,

36



HHKy6allusi NpH HHU3KOH TeMnepatype B orcyrctBue AJL® samerHO
YMeHbllIaeT INOIJIOIIeHHe KaJblus B o0enx ¢pakuuax. ATO CBSI3aHO
¢ runposusom ATO.

[To Mepe pas3BuTHSI (IMOPHOHAJIBHOrO M INOCT3MGPHOHAJIBHOIO)
CIOCOGHOCTb PETHKYJIIOMa CepAlla MOTJIoWaTh KaJdblUil BO3pPacTaer,
a MHTOXOHJApHH — yMeHbIuaercs. Ilo-BUAMMOMY, MHUTOXOHAPHAJb-
HBIA «KaJbl[HeBbI HAcOC» HrpaeT OCHOBHYIO DOJb B PeEryJasiliuu
BHYTPHKJIETOUHOrO KaJbliUsl Ha HayaJbHbIX (pasax pas3BUTHS CepA-
na. OfHAKO CKOPOCTb HOIVIOLIEHHS CJAMIIKOM MaJsa, YTo6bl 0Gbsc-
HUTb ¢u3snojoruueckne sddextsl. EcaH MHTOXOHAPHUH H SIBJISAIOTCS
KJI€TOYHBIM 3BE€HOM DeryJslHH KaJblHs, TO TOJIbKO B CMBICJIE Ompe-
JleJIEeHHOTO Pe3ePBHOTO0 MeXaHu3ma.

Kak yxKe ynoMuHaJlOCh, B CapKOIJa3MaTHYECKOM PETHKYJIIOMe
cepiua HafileHa ajJeHHJUHKNasa [48]. B cBA3u ¢ sTHM GBlIa BBI-
JBHMHYTa runoresa o toM, 4to 3,5-AM® — BaxHHH (akTop peryas-
IUM OPOHMIAeMOCTH MeMOpaH peTHKYyJIOMa K Kajbuuio. eiicTBu-
TeJbHO, KaJbIHeBLIi TPAHCIOPT YBeJIUYHBAeTCSd B MNPHCYTCTBUH
nukianyeckoit AM® [65]. Onnako, mo ApyruM OaHHBIM [66], mu-
KJIHYecKHe afeHHIMoHOpochaTel TakuM AeHCTBHEM Ha CapKoIaa-
MaTHYeCKHUH DEeTHKYJIOM He 00JajaloT HH B cepllle, HH B CKeJeT-
HbIX Mbimnax [66]. Tonpko B BeICOKHX KOHIeHTpauusx (1X10-3 M)
3,5-AM® [geiicTBOBaJa Ha IOIJIOIIEHHEe Kafbliusg. DTO IMO3BOJSIET
CYHTAaTh, YTO IIOJOXKHUTEJNbHBIH HHOTPONHHIA 3¢pdeKT aapeHannHa
He CBSI3aH C aJeHWJINHKJIa30H M Jaxe, BepOsITHO, BooOuie ¢ (yHK-
nuell capkomnasMaruyeckoro perukynioma. He ciaenyer moka otpu-
aTh BJHSIHME LHKJAHYecKoi AM® Ha ypoBeHb mJa3MaTHYeCKOH
MeMGpaHbl KakK (aKTopa, pPeryJHpYIOIIero ee NPOHHIAEMOCTb.

Psan saGoseBanuil cepiua cBA3aH ¢ TeM, YTO MHUKpOcOMaJibHas
¢pakuus xyxe norpebaser kKaiapuui. Coobmiajocb, 4TO CHOCO6-
HOCTb DETHKYJIOMa IOrJIOaTh KaJbLHi{ yMeHbLIAETCS IIPH HeHxOo-
CTAaTOYHOCTH CepAlla, WINEeMHH, TeHeTHYecKo# aucrpodun [41].

CyMMHpyeM HaHHble IO CBOMCTBAM M30JTHPDOBAHHOTO PETHKYJIO-
Ma cepAua:

1. PeTuKy/iOM cepAlia O OCHOBHHIM CBOHCTBaM He OTJIMYaeTCs
OT H30JHPOBAHHOTO DETHKYJIIOMa CKeJeTHbIX Mbiml. OH crnocobeH
HOIVIONIAaTh 3HAYHTEJbHblE KOJHYECTBA KaJbLUSl NpH 3aTpaTe dHep-
rud AT® unu KPK-cucreMbl, cHHXAaTb CBOGOAHYIO KOHIEHTPALHIO
Kanpuusa g0 107 M, T. e. 10 TOH KDHUTHYECKOH BeJHYUHBI, HUKe
KOTOpO#l aKTHBHOCTb aKTOMHO3uHOBOH AT®-aspl u cokpaileHus
6JIOKHPYIOTCS.

2. KanpuueBasi €MKOCTb W CKOPOCTb IIOTVIOLUEHHSI KaJbLHS B
PETHKYJIOMe MHOKapJa 3HAUUTeJbHO MeHbllle, YeM B CKeJeTHBIX
MBINILAX, HO BIOJIHE HOCTATOYHBI, 4TOOBl OOBSICHHTb pacciabieHHe
B (HU3HOJIOTHUECKHX YCJIOBHSX.

3. MoHbl HaTpust MOryT OBITb BaXKHBIM PeEryJsiTOPOM KOHIleH-
-TPaLUM KaJbLHsI B CAPKONJIa3MaTHUECKUX Ny3bIPbKaXx.

4. Vcxonst u3 CBOHCTB H30JHPOBAaHHOTO PpETHKYJIOMa cephla,
KOJIMYeCTBO KaJblUsl, HaAXOHASIIErocsi B MeCTax CBS3bIBAHHA,—
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BEJIMYHHA TlepeMeHHasi (BIpouYeM, KaK M KOJHYECTBO KaJjblHs, BHI-
CBO6OXKIAeMOro U3 3aMacoB NpH BO3GYKIEHHH) M 3aBUCHUT OT psla
¢dusnosornyeckux u (GapMaKOJOTHYECKHX I1apaMeTpPOB, MOMAYJIH-
PYIOIIUX ypOBEHb COKPAaTHMOCTH MHOKapia. DTO OTJIHYAeT CepAle
OT CKEJIETHOH MBIIIIBL, I'le HHTEHCHBHOCTb COKpAllleHWH CyllecT-
BeHHo uHBapuaHTtHa. Cielyer, OJHaKO, NIPH3HATb, YTO AO CHX IIOp
HeT MpSIMBIX JaHHBIX O MeXaHH3Me BBICBOGOXKIEHHS KaJblHs H3
peTHKyJaiOoMa (B OTJIHYHEe OT IMOTJOIIeHHS). DTO B paBHOH Mepe
NPUMEHHMO K CeDIeYHOH M CKeJeTHOH MBI aM.

MoxXHO npeanosoXuTh, UTO pacciabieHne B TeX MHOKAapAHalb-
HbIX KJeTKax, I'le CapKoNJa3MaTHUeCKHH PeTHKYJIOM Pa3BHT cialo,
CBSI3aHO YaCTHYHO C JAefITeJbHOCTbI0O MeMOpPaHHOrO KaJjbIHEeBOro
Hacoca. IlogoGHasi kaapuuiiaktuBupyemass AT®-aza wnafinena B
MeM6paHe SDHTPOLUTOB, YTO 3aCTaBjseT MCKAaThb AaHAJOTHYHBIA Me-
XaHH3M B capkojeMMe cepaua. o cHX NOp HEH3BECTHO, OCYILECT-
BJIsieTCS] B MHOKap/e aKTHBHBIH TPAaHCNOPT KaJbLHS U HaTPHS OT-
JeJbHBIMH HJIM COBMEeCTHBIMH cucTeMaMH. DoJee Toro, He usBecTHa
HH e€MKOCTb TaKOH CHCTEMBl, HH KOHKYDEHLUs ¢ IPYTHMH HOHaMH.
DTH BONpPOCH, BEPOSITHO, B CKOPOM BpeMeHH GYAYT LEHTpa/bHLIMH
B npo6JieMe cONpsixKeHHsl BO3OYXKIEHHS M COKpalleHHUs, MOCKOJbKY
yepe3 npuMeMOpaHHble KOHLEHTPAlMM HOHOB HATPHS H KaJjblHs
OCYIIeCTBJSIETCST KOHTPOJIb 3a HOHHBIM TpaHcmopToM [67, 68].

Eciu B pabGorTe KaJbLHANOINIOIIAIOMIEN CHCTEMBI PETHKYJIIOMa
yuactBylor K®K-cucrema u AT®, To KajbuHeBbIi MeMOpaHHBHI
Hacoc cnoco6eH HCNOMb30BaTb HATPHEBHIl TpafHeHT AJs BbLITAJKH-
BaHHS Kasiblusi 43 KJeTKH [69]. IleueHb, mouku, Mo3roBas TKaHb
TaKXe CIOCOOHBI IOIJIOIaTh KaJbIUH, XOTS H MHOro MelJeHHee,
yeM cepAle. MoXHO cuuTaTh, YTO CIOCOGHOCTb AKKYMYJHPOBAaTb
KaJbUuil siBAsieTcsl OOLIMM CBOHCTBOM 3HJOIJIa3MaTHYECKOrO DPETH-
KyJiIOMa BHe 3aBHCHMOCTH OT BHAa KJeTok. CapkomiasMaTHYeCKHH
PETHKYJIIOM SIBJSIeTCSl, BHAMMO, ClellHaJbHBIM CJaydYaeM, BhIIeJsIO-
LIUMCS He CTOJBKO CBOEll €MKOCTbIO, CKOJNBKO OBLICTPOTOH CBS3HI-
BaHHs.

KAJIBIHAMEXAHHYECKAS CBSA3b

B Hacrosimee BpeMsl YCTaHOBJIEHO, YTO COKpallleHHe B MHOKap-
e o6ycJOBJIEHO B3aHMOJAEHCTBHEM YeThipeX KOHTPAKTHJbHBIX GeJ-
KOB: MHO3WHAa, aKTHHA, TPONOMHO3HHA H TPONOHHHA; CKOJbXeHHe
TOHKHX M TOJICTHIX HHTEH peryJupyercss cBOGONHOH KOHLEHTpaLHuel
KaJblUsi B OKOJNOMHOGHODM/ISPHBIX INpOCTPaHCTBaX. Brauane
OpeAnosarajd, 4YTO KaJbIUH HENOCPEICTBEHHO AaKTHBHPYET aKTo-
muosuHoBylo AT®-asy. HsBecTHO, YTO H30JHpPOBaHHHEe MHOGH-
OpHJIbl COCOGHBI cokpamiathest B npucytcTBuun AT®, a akrus-
HOCTb MHOGuGpuAnspHOii AT®d-a3bl KOHTPOJHPYeTCS MaJbIMH KO-
JUYecTBaMM Kajblus. KpuBasi cBSi3M CHJIBI yKOpOueHHs (Tak e,
Kak 1 AT®-a3Hoii aKTHBHOCTH) C KOHIEHTpPallMeH KaJsblHs HMeeT
S-o6pasHniit Bua. OXHAaKO OUYHIEHHble aKTHH W MHO3WH H peKOH-
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CTPYHpPOBAaHHBIA aKTOMHO3HHOBBIH KOMILIEKC 06/1alal0T MaJjoi uyB-
CTBHUTEJNBHOCTbIO K HOHAM KaJbliMs. B IPOTHBOMONOXKHOCTH 3TOMY
€CTeCTBEHHBII aKTOMMO3HH, SKCTPAarHPOBAHHBIA M3 MBIMIIBI, HMeEET
TaKyI0 Ke YYBCTBHTEJBHOCTb K Ka/bIIHIO, KaK ‘M HHTAaKTHBIE MHO-
pubpUIIHL.

Ycranosaeno [12], 4To KaOYeBYI0 pOJIb BO B3aUMOAEHCTBHH
KaJbIUsl U KOHTPAKTHJBbHBIX 6e/IKOB MrpaeT KOMIIJIEKC TPONOHHH —
TPONOMHO3UH (HATUBHBIH TPONOMHO3HH), a HOH KaJbLHUS NMEPBHYHO
pelenTHpyeTcs TPONOHHHOM. DTO BEpPHO Kak IJsl CKeJeTHOH, Tak
U Iasi cepiedHoil Mblmnbl [70]. TpomoMHO3HH, KOTOpHI CBsi3aH
C TOHKHMH AaKTHHOBLIMH HHTAMH, Mopdosoruiyecku HeficTByeT Kak
6esloKk, ofOecrneyuBalOLIHA JOKaJH3alHI0 TPONOHMHA, a QYHKIHO-
Ha/JIbHO — KaK MNOCPe[HHK CHIHasla OT TPONOHHHA K akKTHHY. Coue-
Tasi 3JeKTPOHHOMHKPOCKONHYECKYI0O TEXHHKY U HMMYHOJOTHYECKHE
TeCTHI, yAa/10Ch N0Ka3aTh, YTO MOJIEKYJBl TPOTOHHHA paclpelelleHbl
BAOJb TOHKHX (QunaMeHTOB ¢ uutepBajom 400 A. Takum oGpasom,
TOHKHe HHTH — 3TO He TOJbKO aKTHH, HO H accOolMalHsg aKTHHA,
TPONOHHHA W TPONOMHO3MHA. M3 HUX TO/NBKO TPONOHHH SBJSETCS
criellMPHUUYECKHM Ka/bLHH-pelleNTHBHLIM 6eJKOM, 4TO MOATBepKAaer-
csl caenylomum [12]:

1. Tonbko TPONOHHH CPEAH BCeX CTPYKTYDHBIX KOHTPAKTHJbHBIX
6enKOB OGpaTHMO CBSI3bIBAET KaJbLUUA NPH KOHIEHTPAUHUH NOCHEeN-
Hero Huxe 10~ M. KoHcTraHTa CBA3bIBaHUS TPAHCIOPTHOH CHCTEMBI
Ka/JbLUsl COBNAfaeT C TaKOBOH JMJs CepledyHOro TpomoHuHa [70],
a Takxe C TOH, KOTOpas KOHTPOJHDYeT B3aHMOAEHCTBHEe aKTHHA
U MuosuHa in vitro.

2. UyBCTBUTENBHOCTb KOHTPAKTHJbHOH CHCTEMB K KaJbLHIO
TIOJIHOCTBIO ONpefiesIsieTCsT TPONOHHHOM:

CBsi3aHHHHA 2::2;’:&":

KanbuRh, MHOGHODHI-

M0as Ha 108 2 nax, %
Muosue B . . . . . . . . ... 0,086 —
Pexonc'rpynpoaanﬂun AKTOMHO3HH . 0,009 —
Muosus . . . . . . 0,006 6
F -aktuH . 2
TpomoMHO3HH . . . . . . . . . 0,04 —
TpomoHMHE . . . . . . . . . ... 1,78 87
Q-AKTHH . + ¢« o o o o o o o o 0001 —_

3. UyBCTBUTENBHOCTb K KaJ/bLMIO BapbHPyeT NapajeNbHO C
KOHCTAHTOH CBS3bIBAHHSI TPONOHMHA, COIepXKallerocs B KOHTpak-
THJBHOH CHCTeMe.

Brickazano npepmosnoxenue [12], 4TO npu OTCYTCTBHH Kallb-
LHUsl TPONOHHH Yepe3 TPOIOMHO3UH OJIOKHPYET Te yYacTKH aKTHHA,
KOTOpble B3aHMOAEACTBYIOT ¢ MHO3HHOM (pemnpeccusi). B mpouecce
COKpalleHHs1 He NPOHUCXOAUT OGpa30BaHHSI KOMIIEKCA aKTOMHO-
3UH — KaJbliMA, a 3a cyeT KaJblUd OCYLIeCTBJseTCs CHATHe pe-
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npeccopHoro sddekra TponoHuHa. Takum o6pa3oM, KaJabLUU{ BBHI-
cTynaer B ponu ¢GakTopa, YCTPaAHSIOUIETO PENPECCHI0 COKpalleHHH,
TPONOHHH — B POJH peUenTopa KaJjblus, a TPONOMHO3HH HeHCT-
ByeT Kak INPOBOAHHK HH(MOpPMalMHM OT TPONOHHHA K akKTHHy (u6o
TPONIOHHH NPSIMO He BOBJIEKAETCS B YYACTKH, I'le NPOHCXOJHT B3aH-
MoJeficTBHE aKTHHA X MHO3MHA). TPONOMHO3UH SIBJIsIeTCA NMPH 3TOM
NpsSMBIM HHTHOUTOPOM MAarHHUAAaKTHBUPYEMOH  aKTHH-MHO3HHOBOM
peakuuu. Ecin KaJblMil yAansieTcss U3 KOMIIEKCa TPOIIOHWH — TPO-
IIOMHO3¥H, TO BHOBb BO3HHKaeT DelpPecCHsi COKpalleHHs, COXPaHSIO-
nrascsi OO CJeLYyIOLIero IOCTYIVIeHHs] KasabLus. TakuM o6GpasoM,
ojs pacciaGieHus TpeGyeTcs He TONBKO CapKOIIa3MaTHYECKHI
PETHKYJAIOM I yAaJeHus KaJbluus u3 GUIaMEeHTOB, HO H peaKlHus
BOCCTAHOBJIEHHSI PENPECCHH B CaMUX MHOGHUOpHUIIaX.

YKa3aHHble NpPeANOJOXKEHHS BBITEKAIOT M3 OIBITOB, TI'e ObLIO
NI0Ka3aHo, YTO aKTHH W MHO3HH B3aUMOJEHCTBYIOT IPYr C APYroM
B NpHCYTCTBHM MarHus u AT®, HO mpH MOJHOM OTCYTCTBHH KaJlb-
nusi. I1pn Hanuuum TpomoHMHa 3TOro He HaGJIOXANOCH, HO B3aHMO-
JeficTBHe CTHMYJHPOBaJOChb NoGaBleHHEM KaJjblusi. UyBCTBHTEJb-
HOCTb MHODHOPH/N K CTPOHLHIO OODBSICHAETCS HCKJIIOYHTEJNbHO CBSI-
3bIBAHHEM €ro ¢ MOJIEKyJaMH TPONOHHHA. DTO IO3BOJISET NOHATH
aKcnepuMeHTH [71], B KOTOpHIX HAGMIOLANH CHIbHBIE COKpalleHUs
RpH BBelEeHHH CTPOHLHUS 4Yepe3 MUKDONHUIETKY BHYTPb BOJIOKHA.

Hcnosb3yss TepMHHONOTHIO aJIJIOCTEPUYECKHX peakUMil, MOXKHO
CKasaTb, 4TO TPOIOHHH fIBJSIETCS aJJIOCTEPHYECKHM YYacTKOM [Jd
B3aHMONEACTBHA aKTHHA W MHO3HMHA. Kaubuuit BLINOJHSET (YHK-
IUI0 pempeccopa, TPONOHHH BLI3BIBAET Ka/bIWH3aBUCHMble CIBHTH.
Ilpu orcyrctBuu kanbiua (10~7 M) TtpomonuH oGpasyer arpera-
Thl, KOTOPblEe PacnafgaloTCsi HA MOHOMeDPH NIPH KOHLUEHTPALHUH KaJb-
nus 10— M. Xorsi 3TH ¥3MeHeHHs] UeTBEPTHYHOH CTPYKTYpH He
BOBJIEKAIOTCSI B (U3HONOTHUECKHEe MEeXaHH3MBbI, KOH(GOPMAaIHOHHBIE
CABUTH, HECOMHEHHO, MOTYT HUTrpaTh BaXHYI0O POJb B KOHTPaKTHJIb-
HbIX mnponeccax [72]. CkasaHHOe B paBHOH Mepe IPHMEHHMO H
K CKeJIeTHOH, U K cepledHOH MYyCKyJaartype.

Jas cepilia TPONOHHH3aBHCHMOE TOPMOXKEHHE AaKTHH-MHO3HHO-
BOrO B3aHMOJEHCTBHS CHHMaeTcs KaJblMeM Ha 3KBHMOJSPHOH
ocHoBe. Ilockonbky B Muokapme mpuxogurcs 70 mxM TtpomoHuHA
Ha | ke Beca cepilla, TO 3TO XK€ KOJIHYeCTBO KaJbLUusg Ha 1 xe
Beca cepAla MOJMXKHO O0GeclneuuTb AKTHBALMIO BCETO aKTOMHO3HHA
MHOKapja.

J1S NOHUMAaHHST NPHPOABI 3JEKTPOMEXaHHUYECKOH CBSI3H IPHH-
LUNHaJbHOe 3HayeHHe HMeeT YCTaHOBJEeHHe YYBCTBHTEJIbHOCTH aK-
TOMHO3MHOBOH CHCTEMBI K KaJIbI[HI0 M BBHISICHEHHE €ro CBOGOJHOH
KOHIEHTpalun B MHomIasMe. Tak kKak cucreMa TpebGyeT HaJIHYHUs
TPONOMHO3HH — TPONOHHHA, TO CBSI3b HANPSKEHHS €O CBOGOJHOH
KOHIeHTpalHe#l KaJblus Jyuylle BCero H3yuaTb Ha Ipenaparax
Hartopu (ckapudunupoBaHHble BOJOKHa). B 3ToM ciydae cBA3b
MBILIIEYHOT'O HaNpsXKeHHS C KOHIeHTpalHed CBOGOLHOrO KaJbLHA
S-o6pasna. Ilopor peakuuun pocruraercs npu Pca=5,4 M [73].
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Jpyrue aBTOpHl MONYYHIH aHAJOTHYHYIO 3aBHCHMOCTb, HO HECKOJIb-
KO HHBIEe HHPDHI.

Takum o00pa3oM, KaJblMi-MeXaHUYECKasi CBA3b HMEET YeTKHi
nopor U cpabGaThiBaeT HpPH KOHIEHTPalUUH CBOOOAHOrO KaJbLHUs
107 M. 3t10 mnoAaTBepKAAETCH H ONBITAMH C MHKDOHHbEKIHEH
HOHOB KaJbllUsl BHYTPb BOJIOKHA — JUJISl HHHIMAIMH COKpallleHHH B
XKHBHIX KJeTKaX Heo0XoauMa KoHUeHTpamus 2X10-5 M [71].
CienoBaTe/ibHO, KOHIIEHTpAHUs CBOGOMHOIO KafbLHs 3HAUUTEJBHO
MeHblne. OZHAKO B ONBITaX C MHKPOMHDBEKIHeH HOHOB BHYTPb
BOJIOKHA He HCKJIOYEHO, UYTO MHKPONHIIeTKAa He TMOBpexaaer
CapKOIIa3MaTHUECKHil PETHKYJIIOM. B 130JHPOBAaHHYIO THTaHTCKYIO
mbimny Maia squinado Mukponunerkoi BBogwin Kasplui-dTA
6ydep [74]. Coxkpauienne pasBHBAJOCh IPH  KOHIEHTPAalHH
510X 107 M, a ero maxkcumyMm — mpu 10— M. Taxum oGpasom,
IaHHble, NOJYYeHHble Ha MKHUBHIX ¥ HEXKHBBIX MBIILAX, XOPOLIO
COBNANAIOT.

OCHOBHBIE 3TANB!I 3JIEKTPOMEXAHHUYECKOIO COINPS)XKEHHUA

O runaBHO! pOJIM KaslbLHSl B MeXaHH3Me 3JIeKTPOMeXaHHYeCKOro
conpsixKeHHus BIepBble coobmun Maiinc [75], ycTaHOBUB, YTO H3bsITHE
KaJblusi M3 DacTBOpPa BHI3HIBAEeT pa3olblieHHe MeXAY 3JeKTpHue-
CKOH M MeXaHHYeCKOH aKTHBHOCTbIO B MHOKapie. PaGoramu [efb-
6pyHHa [76] o6ocHOBaHO yyacTHe KaJjblusg B 06pa3oBaHHH KJIETOY-
HBIX MeMOpaH u BBICBOOOXIEHHH TOPMOHOB U IlepellaTYUKOB H3
BHYTPHKJETOUHBIX Be3HKyJ1. B ombiTax ¢ MHKDPOHHBEKUHEH HOHOB
KaJbLiHg B NPOTONJNasMy aMmeObl 6blIO oOpalleHO BHHMaHME Ha HX
IBOHHYIO pOJib: yAajieHHe KaJbLUHsl W3 BHELIHE'0 pacTBOpa BeJO
K TpeKpalleHHI0O MABUraTeJbHOH AaKTHBHOCTH; K aHaJOTHYHOMY
5 deKTy npuBOANIAa MHKPOUHDBEKIUS KaJbIUsl BHYTPb KJIETKH. ¥YXKe
B JABajlarhle TOAbBl UMENHCh HAHHBIE O TOM, UTO BHYTPHKJIETOUHBIE
rpaHy/bl MOTYT CBSI3BIBATh KaJbIUM, a B ONpelelNeHHBIX CIydasx —
BBICBOOOXKIATb €ro.

B 1952 r. CaHmoy npennosOXWi, 9TO NOTEHIHan NeHCTBHSA,
HJIH JeNnoJsipu3aliuss MeMOpaHbl, BbI3bIBAET YBEJIMYEHHBIH BXOX
KaJblHsg B MHOIJIA3My, HHUIUHPYS pEakiHH, BeLyllHe K BO3HUKHO-
BEHHIO MeXaHHYeCKOH aKTHBHOCTH. JDTa THIOTe3a, CYAS MO COBpe-
MeHHBIM JaHHBIM, He CIpaBelJUBasi B LeJOM IJIs1 BOJIOKOH CKeJerT-
HOH MBbIIIIBl, HallJa MHOTOYHUCTEHHble IOATBEPKIAEHHS IS
muokapna. IlpuBeneM cienyiomune foKasareabCcTBa:

1. Kanbuuit — eqUHCTBEHHBIH HOH, KOTOPHIA, GYAYYH HHBEILHPO-
BaHHHIM BHYTPb BOJIOKHA, @aeT ero YKODOUeHMe; H3 BCeX HCCaelo-
BaHHBIX HMOHOB TOJBKO CTPOHLHH H Gapuii HANOMHHAJH B CBOEeM
neiictBuM Kagbuuit [76]. 1o nporuBopeunt uaee Cent-Ibepx, BHI-
CKa3aHHOH HeCKOJIbKO paHee, YTO HOHBI KaJiUsi BENyT K HHH-
nuanuud cokpameHuil. [elnb6pyHH [76] cuwmtan, uyto KajabLHui,
HeOOXOAHMBIH JJIs1 COKpallleHHs, BEPOSITHO, YepHaeTcs H3 <«IOBEpX-
HOCTHBIX O6Jiactefl KJeTKH». DTa 30Ha Gblia o603HaueHa <«KOPOM»,
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UM «KOPTHKaJbHOH 30HOH». K MHOKapAHalbHLIM BOJIOKHaM MHKPO-
NHUNETKOH NOABOAW/IH PasjiHuHble HOHbl M YCTAHOBHJIH, YTO TOJIBKO
KaJbplui cnocobeH OBICTPO M 3HAYHUTEJNbHO YKOpayHBaTb MHOKapHIH-
anbHble BOJMOKHA [77]. Bul1 choenaH BBHIBOA O TOM, YTO JIOKaJbHOE
BLICBOGOXKIeHHE HOHOB KaJblHsi B 00JacTH MHOMUIaMEHTOB OTBET-
CTBEHHO 3a HayaJo COKpallleHHs.

2. MlaMeHeHUe BHEKJETOYHOH KOHIEHTPAaUHUH KaJblUi CHJIbHO
BJHSIeT Ha CHJy COKpallleHMH B MHoKapie. BrepBble Ha Heo6XonH-
MOCTb TIPHCYTCTBHSI HOHOB KaJ/IbIHsl BO BHEKJIETOUHON XKHUIAKOCTH JJIS
HOpMAaJbHOTO (YHKUHOHHDOBAHHS CepAeYHOM MBI  YyKasal
Punrep [78]. Ecaun kanbuuit yaanuTe, cepllie BCKOPe OCTaHaBJIHBa-
eTcs, HO MeXxaHHYecKas aKTHBHOCTb MOXeT ObITb BOCCTaHOBJIEHA,
€CJH B CPeZly BHOBb JOOABHTb HOHBI KaJbIlU.

OnHnako skcmepuMeHTH PuHrepa, ecrecTBEHHO, He OTBeYaJH Ha
BONPOC — HAa KAKOM 3Tane NesiTeTbHOCTH KJETKH HeOoGXOIHM KaJb-
HuHA: 1)1 TNONJNEepXKaHUsT aBTOMAaTHH, IPOBeNeHHS BO30YXKIEHHS,
reHepanii 3JeKTPHUYECKOH aKTHBHOCTH HJIH HENOCPEACTBEHHO IJist
OCyllecTBJIeHHsT coKpauieHus. I[Tocienyiomue MHOrOYHCIEHHBIE HC-
clelloBaHUSl NOKa3aJH, 4TO KajHeBble U HHble BHIBl KOHTPAaKTyp
OTCYTCTBYIOT MJIH MaJIO BbIpaxKeHbl B OecKasblueBOiH cpefne. AHaso-
FHYHO M B IVIAJKOM MBIIIIle — KOHTPAKTYPhl, BLI3BAaHHBIE alleTHJIXO-
JIHHOM, CepOTOHUHOM, aJpeHaJHHOM, OKCHTOLUHUHOM, TpPebYyIT s
CBOell peanM3allu# HOHOB Kasblus. []ake KoheHHOBbIE KOHTPAKTYDHI,
KOTOpble B CKeJeTHOH MBILIIle MOTYT BO3HHKaTh W B GecKaJbline-
Boli cpeme (kKoeuH cmocobGeH NIPSIMO BLICBOGOXKIATh KasJbLHUH H3
BHYTPEHHHX MeMOpaHHBIX CHCTEM), 3aBUCAT OT KOHIEHTpAIUH KaJb-
uusi. OnelTaMH Ha cepAlle Yepenaxu nokasaHo [79], uto nosbieHue
COepKaHUA KaJbLiUf BO BHEKJETOYHOH XKHUAKOCTH B TeUeHHe OIH-
HOYHOTO COKpallleHHs] YBEeJHUHUBAeT CHJIY 3TOro coxpaiuenus. Cirenxo-
BaTeJbHO, BHEKJETOUHBIH KaJbLUA NPSIMO aKTHBHPYET COKpalleHUs.

3. Bxox HOHOB KanbluMsi BO BpeMsl COKpAalleHHS YCHJIHBAeTCs,
YTO MOKAa3aHO NMpH H3yueHHH TOTOKOB Ca*s [80—84].

CorsiacHO KJacCHYeCKOH TOUKe 3peHHs, HOH HaTpUSl He HrpaeT
crnenuHyeckofl posu B 3JEKTPOMEXAHHYECKOM CONpsKeHHH. Ecau
BBECTH B MBbIIIEYHOE BOJIOKHO 3HAUHTEIbHOE KOJHYECTBO HOHOB
Hatpua (0,123 #M), To MexaHHUECKOro OTBeTa MpH 3TOM He HabJIio-
laeTcs, B TO )K€ BpeMsl BBelleHHe IOpasfo MeHbLIEro KOJHYECTBa
HOHOB KaJjblusl O0O6YyCJOBJIHBaeT OBbICTPOE YKOpOUEHHE MBILIIIBL.
Jenonsipu3anyst MBIIIB XJIOPHCTHIM KaJHeM BHI3BIBAET KOHTPAKTYPY
IpH NCJHOM OTCYTCTBHM HaTpusi B pactBope [85]. Takum o6pasom,
CYHMTaeTCs, YTO POJb HATPHS 3aKjaloyaeTcs B obeclieueHUH IenoJis-
pH3alluy, a BXOXJEHHe HATPUS B KJIETKy He sIBJseTCs creluduye-
CKUM (aKTOPOM IJs aKTHBAllHH COKPATUTEJIbHOTO MeXaHH3Ma.

IlpuBenenHble (aKTbl NPENNOJSaraiOT BLICBOGOXKIEHHe KasblUs
npu Aenonsipusaunud. Kanbuuil sateM okasblBaeT BJIHSIHHE HAa MHO-
dubpunasl. Iasa MHOKapIHHAIBHBIX KJIETOK O0COGEHHO NMOTYEpPKUBa-
eTcsl pOJIb BHEKJETOYHOIO KaJbliHsl, KaK ¢akTopa, 3amycKalollero
cokpauleHnsi. COMHeHHSI B TOM, YTO BHEKJETOUHBIH KaJbLHUH 3amy-
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CKaeT COKpallennsl, BeickasaHHble XuitoM [86] oTHocuTenbno Kpyn-
HBIX BOJIOKOH CKEJIeTHOH MBIHIINBI IIOCJEe TOrO, KaK OH paccyHral,
uyto nu¢p¢dysus BenlecTBa NEPEHOCHT BO3OYXKIEeHHe BHYTPb KIETKH,
u60 nuddysuu CAUMIIKOM MelJeHHa, UYTOOBl el0 MOXHO GblIo
OGBACHHTL OBICTPOE pPa3BUTHE AKTHBHOTO COCTOSIHMSI, pacmpocrpa-
HUIH Ha cepaue. ITocae oTKpbITHS T-cHCTEMBI (KOTOPYIO CJIEN0BAJO
OXHIaTb, YUYHTHIBASL TEOPETHYECKHe pacueThl XHuJJaa) BO3HHKJIO
IIpeAnoJIOXKEeHHe, YTO OHA BBIMOJNHSET POJb IPOBOLHHKA BO30YyXKIe-
HHSl BHYTPb KJIETKH. TO NMOATBEPJAHJIH 3KCIEPHMEHTH N0 JIOKaJbHOI
CTHMYJSILHK CKeJeTHbX MblmL [87—90]. MukpoanekTpoaoM K pas-
JIMYHBIM y4acTKaM TOBEPXHOCTH BOJIOKHA NOABOAMJH TOK. 'mmepro-
JIIPU3YIOIIMA TOK He BBI3BIBAJ COKpalleHHH, AeNnoJspH3YIOIHH TOK
JOCTATOYHON MHTEHCHBHOCTH BBI3bIBaJ JIOKaJbHBIE COKpallleHHs
TOJILKO B TeX CJAy4Yasx, KOrjla 3JeKTPOL HaXOLUJICS B ONpeleseHHBIX
yuacTkax MeMGpaHbl ¢ uHTepBasoM 5 k. CokpalileHus pacnpocrpa-
Hanuch Ha 10 MKk B mpefesax ONHOrO-IBYX capkoMmepoB. Umucio
TaKHX «YYBCTBHTEJbHBIX» K TOKYy y4acTKoB GbL1o 4106 Ha 1 cmd
MBIIIIIBL.

Axasmoruynble pe3ysnbTaThl NOJYYHIH Ha Mbllille Kpaba c Toi
JHULIb pa3HHILeHd, 4TO JIOKaJbHble COKDAllleHHS BO3HHKaJH, KOrAa
3JeKTPOA Haxoquicsi Haji JuHued, coenuHsomed A u [-mucku
(3mecy T-TyGy/aBl OTKPHIBAIOTCS Ha IJIa3MaTHUeCKOH MeMOpaHe Ha
ypoBHe HapyxHo#l wactu A-nmosocel) [91]. CrnenoBaTenbHO, OLMH H3
IepPBBIX 3TalloOB 3JEKTPOMEXaHHYECKOH CBSI3H — pacIpPOCTPaHEHHe
JeTnoNpH3alluy Yepe3 TPaHCBep3asbHble Ty6GyJbl, KaK 3TO HECKOJb-
KO paHbIlle NpeAnoJoXuau mopdosoru. IleiicTBuTe bHO, NpH H30HU-
paTeJbHOM paspyuieHHH T-CHCTeMBI IOCJe OTMBIBKH OT THIIEDPTOHH-
YeCKOI'0 pacTBOpa TIJIMLEPHHA PETHCTPHPYIOTCS  INOJHOLEHHBIE
NOTeHIHAaJbl JefCTBUS, KOTOPLIM He CONMYTCTBYIOT COKpalleHus [92—
95]. Henonsipusyiouike TOJTYKH TOKA TaK¥Ke He BHISBIBAIOT COKpalle-
HHS B TJIMLEPHHOGPAbOTaHHBIX. MbIIIaX. MHTAaKTHOCTh BHYTPEHHHX
KOHTPOJNHPYIOUIHX CHCTEM M MHOGHOPHIJISPHOrO ammnapara JOKasbl-
BaeTCs TeM, YTO IOcJe OTMBIBKH IVIHIIEDHHA MOXKHO BbI3BaTh Ko(eH-
HOBYIO KOHTpakTypy [96].

B cepaue M/IeKONHMTAIOMIMX OTMBIBK2 OT IVIMUEPHHA He BeleT K
pa3o6IueHHI0 3JeKTPOMEXaHHYECKOr0 COMNPSXKEHHS — IOTeHIHA b
IeHACTBUS M COKpallleHus IOoc/Ie 3TOH NMpoHeXyphl He MeHswoTcs [97].
DJIeKTPOHHOMHUKDOCKOTIHYECKHE HCCIeOBAHUSI IOKa3bIBAlOT, YTO
T-cucremMa B MHOKaple IPH 3TOM OCTAaeTC MHTAKTHOM. AHaJOTHYHO
noBeJeHHe M TOHHUECKON cKeaeTHOM Mblmubl [96]. OtnnuurenbHas
ocobeHHOCTh T-cHcTEMBI cepAlla — GOJblLIHEe pasMepbl MO CpaBHe-
HHUIO C KJ1eTKaMu cKeJaeTHo#l Muimubl [98]. Buaumo, mpm mepeHoce
B HOPMaJbHBIH PacTBOp NocJe INIHIEPHHHU3AUHUH B Y3KOH menu T-cu-
CTEMbl CKeJIEeTHBIX MBILIEYHBIX KJIETOK BO3HHKAaeT Pe3KHH OCMOTHUE-
cKufi nepemnaj, HaGyxaHue u paspeiB T-ty6ysn. Tak npoucxomut
B CcKeJeTHoH Mblmne. B knerkax cepaua, rge T-cucrema Kopoue
H WHpe, OCMOTHYECKOEe PaBHOBECHE HACTyNaeT GHICTPO.

Hcxons us toro, yto T-TyGyJbl — 3TO BOAYMBAHHS NOBEPXHOCT-
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HOW MeMOpaHbl, MOXKHO NpPeRNOJOXKHTb, UTO SJEKTPHUECKHE CBOHCT-
Ba H NPOHHI@aeMocTb MeMGpaHbl T-Ty6ys Te XKe, UTO M Y MOBEPXHO-
cTHOH. OHaKO NPH H3yYeHHH KaJHeBOH H XJOPHOH NPOBOAMMOCTH
B HODMaJIbHBIX ¥ IVIMIEPHHU3UPOBAHHBIX KJIE€TKAaX HA BOJIOKHAX MOPT-
HS)KHOM MBILIIB! JISSTYIIKH HAILTH, YTO BCS XJIOPHAsl IPOBOAHMOCTD
MBI COCPELOTOYEHA B IOBEPXHOCTHOH MeMOGpaHe, a KajueBasi — H
B Mem6pane T-cucreMbl, u B mia3MoaeMMme [99]. CremoBarenbHo,
B MeMmOpaHe T-cHCTeMBI HMeEIOTCS OTpHIaTelbHble (HKCHPOBaHHLIE
sapsansl [100], yeM, KcTaTH, MOXHO OGBSCHHTb pPa3HUIY B XOIe
KaJHeBbIX M XJODHBIX KOHTDAKTyD B CKeJeTHOH W CepHeuHOMH
MbllIax.

DJleKTpHuecKHe cBoHCTBa T-cHCTeMBI BJHSIIOT Ha HEKOTOphle
GyHKIHOHAJIbHEIE XapaKTeDHCTHKH. Bo-nepBBIX, 3HaAUHTeNbHAas
4acTh €MKOCTH MBIIIEYHOTO BOJIOKHA COCPENOTOYeHa B TYOYJASpHO
MeMm6pate [93, 100, 101]. Bo-BTOpbIX, H3-3a BHICOKOT'O OTHOLIEHHS
NOBEPXHOCTH TYyOYyJNspPHBIX MeMOpaH K OObeMy IpOTOKa TyGyJbl
OueHb MaJsblii TOK GydeT BbI3BIBATh 3HAUHTEJbHBIE H3MEHEHHS KOH-
LEeHTPalUi HOHOB, YTO JOJIXKHO CKa3aTbCd Ha IOCIeLVIOUEeHl aKTHB-
HOCTH NPH PHUTMHYECKOH CTHMYJISLHHU.

Mexanusm, NOCPeICTBOM KOTOPOrO 3JEKTPHUYECKHH CHTHAJ Mpo-
BOJIHUTCS B IEHTDP BOJIOKHA, ellle He siceH. MOXHO NpeANnoNoXuTh ABa
cnocoba. Bmosp T-ty6yn pacupocTpaHseTcs NOTeHLHAN IeHCTBHS
(pereHepaTHBHBIA CHTHAJM) HJAH 3JEKTPOTOH (Iaxe 3JIE€KTPOTOHH-
YeCKUH CHTHaJ MOXeT OOBACHHTb OBICTDOTY aKTHBAallUH KOHTPAaK-
THJIBHOH CHCTeMbl). DOJNBHIMHCTBO 3KCHEpUMEHTANbHBIX NaHHLIX
CBHIETEJbCTBYET OO 3JEKTPOTOHHUECKOM paclpoCTpPaHeHUH. IDTo
clenyeT H u3 psfa Teopernueckux mopenei [101—103]. TTocrosiHuas
AJUHBL TyGyJa 3aBUCHT OT HMX auaMerpa [104]. dto coraacyercs
C pacyeToM, YTO NOBEPXHOCTHAsl MPOBOJUMOCTb TPYOKH C JIMHEHHO-
pacnosoXeHHBIMH GHKCHPOBAHHBIMH 3apsflaMH 3aBHCHT OT AHaMeET-
pa TpyOku.

C mpyro#i CTOpOHBI, CKOPOCTb pacHpOCTPAHEHHSI BO30YKIEHUS
no T-cucreme cocrtaBiasier 3—8 m/cex, UTO OTPHIlaeT 3JEKTPOTOHH-
uyeckoe pacnpocrpanenue [105, 106]. s BHYTpeHHero pacmpocrpa-
HeHUus akTuBauuu Qo GoJblle IBYX. DTO TaKXKe HEOXHIAHHO IJIsI
3JIEKTPOTOHHYECKOT'O0 PACIPOCTPAHEHHSI M TpPENNoJaraer HaJaudue
pereHepaTHBHOrO Ipollecca. DJeKTPHUECKHe XapaKTepHCTHKH T-cu-
CTeMBl TAKOBBI, YTO MOJHOLEHHble NMOTEHIHAJB HeHCTBHS NOCTATOY-
HbI U1 aKTHBallMH LeHTpaJbHbIX MHOGHGpHI. Ecnu pacnpocTpane-
Hue no T-cucreMe maccHBHOe, TO INajleHHe NOTeHLHAJN0B HeHCTBUS
B THIOHATPHEBOM pacTBope OyAeT BeCTH K HENOJHOH aKTHBalHUH
BOJIOKOH M YMEHbIIEHHIO aMIJIUTYAbl COKpallleHHH; eclu B TyGymax
HMeIOTCsl NOTeHIHa bl NeHCTBHS, TO COKpallleHHS ¢ NMajeHHeM BHe-
KJIETOYHOH KOHIEHTpalliu HATPHd HOJKHBl YMeHbLIATbCS NPH PHT-
MHYECKOH CTHMYJALHH. DTO T0Ka3aHO dKCnepHMeHTaabHO [107].

CorsniacHo HekoTophiM aBTopaM [108—110], He memonsipusanust
MeMOpaHBl OTBETCTBEHHA 3a 3alyCK COKpallleHHs, a BO3HHKAIOUIHH
IIPH pacHpoCTpaHeHUH TIOTEHIMala JeHCTBHS NPOAOJIbHBIA TOK:

44



.1 ov_ 1 ov
[=_.._=._._._, (1)
r; 0x ru Ot

Ifle % — CKOPOCTb paclpocTpaHeHHs BO30YKIeHHs, U — MOTeHIHal,
{ — BpeMsl, X — pacCTOsiHUe, r; — BHyTpeHHee conpoTuBjeHue. Ha
OCHOBAHHHM aHaJu3a KaOeJbHBIX CBOHCTB MBIIIIBI YCTAHOBJEHO, UTO
NPOJOJILHBEI TOK He MOXET aKTHBHDOBaThb MBIy B TOH Mepe,
uto6Bl 3anycTuth cokpameHne [111—113]. CosmaBasi mpomosibHbIE
TOKH BHYTPH BOJIOKHA C IIOMOLIBIO JBYX MHKPO3JEKTPOLOB, HAIIIH,
4TO MeXaHHYECKUH OTBeT He HaGJjlomaercss npu Tokax 3-10-% a (mpu
€CTeCTBEHHOM INoTeHUuase HelictBus 1-10-° a), ecnu MemGpany 3a-
6/10kupoBaTh npokanHoM. C Apyro#l cTOpPOHB, MHODHUOPHIIK cliO-
coGHBl cOKpallaTbcsl HOX HeficTBHEM 3JIeKTpHueckoro Toka [114].
HWnorga sTo yzaBajoch NONYYHTh H Ha TJIHIEPHHU3HPOBAHHBIX
BOJIOKHAX, HO NpHMEHeHHble TOKH Obin BequkH —10—% . Moxuo
co3laTb TaKue YCJIOBHS, KOTJa 3HAYHUTENbHBIA IPOXOJBHBIH TOK
OTCyTCTBYeT (NpPHMEHEHHEM MAaCCHBHBIX pas3Apa)KaloUlHX 3JeKTPO-
I0B), a MbllIeYHble COKpalleHUs1 BO3HHUKAIOT. JlaHHHIH (akT — cepb-
€3HOe OINpPOBEpXKEeHWe TEeOPHH AaKTHBUPYIOUIeH PpOJNH NPOXOJbHBIX
ToKOB. O6 3TOM e FOBOPHT HalUYHMe KaJHEBbIX H TajbBaHHYECKHX
KOHTPaKTYyp.

Cefiuac MOXHO BBIABHHYTb ellle (oJiee CHJIbHBIE ONPOBEPXKEHHUS
TEOPUH MPOAOJNbHHIX TOKOB. C caMoro HayaJja IpeJjrnoJarajioch, yTo
[POLOJbHBIH TOK TEUeT TO FOMOTEHHOH cpelde C OXHOM H TOH XKe
[JIOTHOCTBI0O TOKA4 BO BCEX TOYKaX. YKa3aHHOe IIpeNIlosOoXKeHHe,
OYEBUIHO, HEKOPPEKTHO, €CJIM HCXOIUTb W3 BHYTPHKJIETOYHOH MOp-
¢osnorun v Hanmuuyua T-cucreMbl ¢ BHICOKHM comporuBieHneM. Cie-
IOBaTeJbHO, JIIO60H BHYTPEHHUH TOK JOJIXKEH AENTHTbCSI N0 KpaiHeH
Mepe Ha paBe BeTBH. OIHa HIeT uepe3 BHICOKOE CONPOTHUBJIEHHE
T-ty6yJs, npyras —uepe3 HH3KOZ CONPOTHBJIEHHE CapKOMJIa3Mbl U
muodubpunn. Kpome rtoro, aktuBanus AT®-BEI3BaHHBIX COKpalle-
HUI O] BIHSAHHEM TOKa MOXKeT ObITb MOHSTA, €CJH YUeCTb HaJTHyHe
B TVIMIEDHHHU3HPOBAHHLIX INpeNapaTax OCTATKOB BHYTPEHHHUX MeM-
OpaHHBIX CHCTEM, coiepxamux Kauabiui. CkasaHHOe NMPHUMEHHUMO H
K CKeJIeTHOH, U K cepledyHoii MbiminaM. B nmocnenHeir posb npoznoJb-
HBIX TOKOB ellle MEHblIe H3-3a CHHXPOHHOCTH paGoThl MHOKapia H
IJIUTENbHOCTH ()a3bl YCTOHUYHBOH JenoJisipH3alyy.

Bropoii sTam 3J7eKTPOMEeXaHHYECKOTOo CONpSIKEHHS — BLICBO-
60X eHHe KaJbUHs U3 HEKOTOPhIX MECT BHYTPH KJETKH HOJ BJIHS-
HHeM [elNoJsipu3aliuu, pacnpocrpaHsomeics no T-tybynam. biaus-
Koe cocelcTBO T-CHCTeMBI W TEPMHHAJIBHBIX IUCTEPH PETHKYJIIOMA,
coliepXamero KaJabLUH, TOBOPHUT O TOM, 4TO BO3GyXIeHHe BHICBO-
6o0xkJaeT KaJbluii HMEHHO H3 3THX yuacTkoB. CHpaBemJHBOCTb
TAKOTO IPEJMNOJIOKEHHSI MOATBEPKIAEHA aBTOpaguorpaduyecKuMu
uccnenoBanusiMu [115—118], rae nokasaHo, YyTO Ka/JbLUH NPH BO3-
OyXIeHHH ABHXKeTCS H3 MeX(PUOPHIIAPHBIX CTPYKTYp oT I-moJo-
cbl K A-mosioce. DTOr0 CIEL0BAJIO OXHAATh, €CJAH Obl KaJbLUHH BbI-
cBOGOXKAJCS U3 CAapPKONJIAa3MaTHYECKOIO peTHKyJioMa B 006JacTH
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TpHAZ ¥ [OBHMraJjcsi K MHO(HIaMeHTaM, BhI3bIBAsT HX COKpalleHHe.
MexaHnuaM mnepefauyd BO30GYXKJEHHS] K KOHIEBHIM ILHCTepHaM [0
cux mop He siceH. Mopdosorudyeckue QaHHBIE CBUAETEJIbCTBYIOT O
BO3MOXKHOCTH CYLIECTBOBAaHHSI CBOeOODPA3HOIO 3JeKTPHYECKOTO CH-
Hanca [119]. CoenuHenne B 06siaCTH TPHAd MOXKeT ObITb HHTEp-
nperuposano kak tight junction [120, 121].

HsBecTHO, YTO cenTajbHbie KOHTAaKTHl HMEIOT HHM3KOe 3JeKTpH-
yeckoe conpotusieHne [122]. Tem He MeHee 3JeKTpHUYECKHE CBOW-
CcTBa TpHAn IO CHX IIOp He HccaefoBaHbl. HaummeHee usyuyena cro-
COGHOCTb ONHMX M TeX XK€ CTPYKTYP BHICBOGOXIATb M TOIJIOWATH
KaJblU#i, NYyCTh ZJa)Xe C HEKOTOPHIM pasjieNeHHeM BO BpeEMEHH.
Ator MoMeHT oObsicHseT runore3a buanxu [123] 06 usmeHeHuu
KOHCTaHThl CBSI3bIBAHHUSl KAaJ/blUf B ydyacTKax XpaHeHHs, OXHAaKO
IIOCTAHOBKA 3KCIEPHMEHTOB, IOATBEPXKAAIOIIHX HJIH OIpPOBEpraio-
MHUX JaHHYIO TOYKY 3DeHHs, B HacTOsilllee BpeMsl He IpeACTaBJseT-
csl BO3MOXKHOH. MexaHH3M BBICBOGOXIEHHSI KaJbIHs— caMoe ys3-
BHMOE 3BEHO B COBDEMEHHOH KOHLENIHH O CONPSXKEHHH 3JMEKTPH-
YeCKHX U MEXaHHYeCKHX TIPOIECCOB.

[Ipn nenossipusanuu yBeJqHYHBaeTCs CBOOONHAs KOHLEHTpalLHs
KaJbllUsl B MUOIJIa3Me, 3aTeM VMeHbllaeTcsl (KaJbLHEBHIH mepe-
xon — calcium transient). DTo NMOKa3aHO HA MOPTHSXKHOH MBIILLE
JATYIIKH C HCNOJb30BaHHEM MHPEKCHIa, 4YeH CHeKTp alcopOuuu
H3MeHsieTcst P KoMOMHaumuMu ¢ KaibnueM [124], U Ha OXMHOYHBIX
BosoKHax Balanus nubilis nocpeicTBOM KasbLHAYYBCTBUTENbHOTO
tdoTOnpOTeNHa aKBOPHHA, KOTODHIH JIOMHHECHHDYeT, COelMHSIACH
c kaabuueMm [125—129]. OcraHoBuMcs Gosee NMOAPOGHO Ha HcCJe-
moBaHuu [128], rme OZHOBpEMEHHO PpETHCTPHPOBAIHM H3MEHeHHe
MeMOpDaHHOT'O NIOTEHIHAJa, KaJbIHeBbIH TIepexol ¥ MbllIeyHoe Ha-
NpsKeHHe, NOCKOJNbKY OHH HMMeEIOT IIPHHIMINHAJbHOe 3HaueHHe LJf
11po6JIeMbl 3JIeKTPOMEXaHUYEeCKOrO CONpsiKeHHUs.

KanbuueBHil mepexol NpPH OTHOCHTENbHO KPAaTKOBPEMEHHBIX
IeNoJSpU3YIOIUX TOJNYKAaX HapacTaeT W IaflaeT BCJel 3a pemo-
Jsgpusanueit, a ¢popma ero KpHBOil HallOMHHAeT NEePBYI0 NPOHU3BOA-
Hylo (a3bl HapacTaHHA H30MeTPHYECKOro cokpaiuenus. Ilocaen-
Hee II03BOJIMJIO aBTOpaM IIPEANOJOXKHTb, YTO CKOPOCTb pa3BHTHA
MEeXaHHYECKOr0 HaMpsKeHHs MpPONOPHHOHAJbHA 3aBHCHMOH OT
KaJbllUsl CBETOBOH 3MHCCHH, T. €. CBOOOIZHOH KOHIEHTPaUHUH
KaJblusi:

=k [Cal, @

rne P — usoMerpuueckoe Hanpsikenue, [Ca]o— KOHIEHTpalHs
CBOOGOIHOTO Kajblusi BHYTPH KJETKH, Ry — KOHCTaHTa NPOMOPIIHO-
HajbHOcTH. M3 sToro ciemyer, 4yTo HanpsiKeHHe NPONOPLHOHAJBLHO
[Jiolmany MoJ KPHBOH KaaboueBoro nepexona. I[Tostomy
t
P (t)=F, { [Cal, (£) dt. )

0
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PocT HHTEHCHBHOCTH JeNOJIsipPH3alHH YBEJIHYHBAET CKOPOCTh
HapacTaHHusl, MaKCHMyM H IJIOIIaAb KaJbllHeBOro Tnepexoma. [la-
pajiiesbHO YBeJIHYHBAeTCH MaKCHMaJIbHasi CKOPOCTb M MaKCHMaJlb-
Has aMIJIMTyAa COOTBETCTBYIOILIErO H30OMETPHUYECKOro OTBeTa. Y-
JIHHeHHe JeNoJISIPM3allii CKa3blBaeTCsl H Ha KaJIbLHEBOM IMepexoje,
H Ha XapaKTepDHUCTHKaxX H30METPUYECKOI0 HalpsiXKeHHS — KPHBad
KaJbLlUeBOro mepexopna pacuupsercs. IIpu oueHb OJHTeNbHOR ne-
NOJAPH3AlMH KPHBassk COCTOMT IO KpaiHeHd Mepe H3 Tpex ¢a3: Gbl-
CTPOrO HapacTaHHusl, MeNJIEHHOr0 NafeHUs IIPpH INpPOHO/KalolleHcs
Jenojsspu3auuy U OBICTPOrO NajeHHsi NPH pemnojspusauud. To, yTo
KaJlbl[MeBbll ITepexo]; 3HAUYMTEJbHO ONepeXXaeT pa3BUTHE MeXaHH-
4eCKOTO HaNpsKeHHs, aBTOPbl KHTEPIPETHPOBAJH TaK: KaJbLHH
HEOOXOAMM [Jis TeHepalyH MeXaHHYECKOTO HaNpsiKeHHs, HO He
obsi3aTesieH [AJisl ero NOAAep:xaHusi. MHbIMH cjoBaMu, NHK Hamps-
JKeHHsl JNOCTHraeTcsl TOrAa, KOrZa KaJbLMH yXKe peakKyMyJHpYeT-
Ccsl CapKoIIa3MaTHYeCKHM peTHKynAioMOM. CKa3aHHOe O03Hayaer,
yro paccinab/ieHHe He CBSI3aHO C yJAaJjieHHeM CBOOOMHOrO KaJbIlHS.

BunuMo, BbICBOGOXKAEHHBII W3 KOHTPAKTHJIBHHIX GEJIKOB KaJjlb-
LMA HaXOAMTCA B 3aMacKHpOBaHHOH ¢opMe, Hampumep B ¢opme
HEKOTOPOro KOMIJIeKCa. YKa3aHHOe NpPelloJoXKeHHe HEeCKOJIbKO He-
0XKHAAHHO, €CJH HCXOAMTb H3 YCTAHOBUBIIEHCS KOHLENIHH O Me-
xanuaMe pacciaabienus. CiefyeT TakXKe y4YecTb, YTO H30OMeTpuye-
CKOe Halpsi)KeHHe 3HAYUTeNbHO OTCTaeT OT XOJa AaKTHBHOTO
cocrosiHust Mblmnbl. [lnomans mox Kaxao# KpHBOH KaslbLUeBOrO Ie-
pexola CBs3aHa ¢ MakKCHMyMOM pa3BHBAaeMOro HaNpsixKeHHsA S-
o6pa3HOi 3aBHCHMOCTbIO. B rumepToHMYecKHX pacTBopax, I'ie Ipo-
HCXOAHT paspyueHue T-ty6yn, nHabmaiomaeTcss YMeHblIeHHE Kalb-
I[M1eBOrO Ilepexola H OJHOBPEMEHHO Da3BHBAeMOI'0 MeXaHHYEeCKOro
HalpsiKeHHs.

MexaHu3M BbICBOOOKIEHHSA KaJjblUsl N0 CHX NOp He siceH. Bos-
MOKHO, YBeJHYHBaeTCd IPOHHIAeMOCTb MeMOpaHBl capKomjasMa-
THYECKOTO PeTHKYJIOMa K HOHaM KaJblus (HO A/ 3TOro Heo6xo-
JMMO TIDHHATB, YTO KaJbLHUI BHYTPH IPOTOKOB HAXOAHUTCA B HOHH-
supoBaHHoi ¢opme) [130]. Bropoii BapuaHT — npu Henonaspusa-
MM BbICBOOOXKIAaeTcsd  KajbHui, CBSI3aHHBIE ¢ MeMOpaHOi
peTHKyJIOMa, BCJAeNCTBHE KOH(GOPMALHOHHBIX H3MeHeHH# B Hell.
IToka TpynHO chenaTb BHIGOp MeXAY JBYMS STHMH aJibTepHATH-
BaMH.

3aMaHYHBO NpPEANOJIONKHTb, UTO AKTHUBAlUSI COKpAalLleHH# INpo-
HCXOIHUT 32 CuUeT BXOJAINEro Kajwlus (H3 IPOTOKOB capKom/1asMa-
THYECKOTO PeTHKYJIOMa HJH BHEKJIETOUHOH cpenbl), a peabcopOuus
NPOU3BOLUTCS MeMOpaHO#l perukyaoMa. Toraa B mociaenHel IOJK-
Hbl OBITb Y4YacTKH, KOHTPOJIUPYIOLIHE TIPOHHLAEMOCTb K KaJIbIHIO
H Mecra ero peabcopbumu. Bo3MOKHO, OTCYTCTBYET YeTKOe IpoO-
CTPAHCTBEHHOe pasfesleHHe MeCT KOHTPOJIs H peabcopOuuH, HO
YKa3aHHOe (YHKLUHOHa/JbHOe pa3jeseHHe MOrJo Obl, ¢ HalleHd TO4-
KH 3peHHsl, OOBbSICHHTb HEKOTOpble MOMEHTHI 3JIeKTPOMeXaHHYecKo-
ro conpsixkexusi (oco6eHHO AJsi MHOKapAa), U B YaCTHOCTH 3aBU-
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CHMO€ OT KaJbLHS WM NOTEHLHajJa BHJeJeHHe H IOIVIOLIeHHe KaJb-
Ius.

O TecHOM CBS3H MeXAY HABYMS IOCTYJHDYeMBIMH YYacTKaMH
BHYTPEHHHX MeMODaHHBIX CHCTeM KOHTPOJS KaJIbllUsl CBHIETEb-
CTBYIOT cjelylolive naHHble. M3BecTHO, 4TO KOodeHH BHICBOGOXKMIA-
eT KaJbLHH U3 MeCT XPaHEHHUsi, HO He BJIHsET Ha ero MOIJIOIeHHe
(Bo BCSIKOM cJydae Ha H30JHPOBAaHHOM CapKONJIa3MaTHYECKOM
petukymoMe). BrisBaHHast KodeHHOM KOHTPaKTypa He NOILIepKH-
BaeTcsl, a yepe3 HeKOTOpoe BpeMs pacciaabiasercsa. OOBIYHO Beaef
3a NepBHIM (H3HUECKHM COKpallleHHeM CclelLyeT APYroe, KOTOpoe
TaKxKe paccaabiasieTcss HJAH NepeXOZUT B JJIUTeJbHble OCUHJIISLHH,
NpHYeM YKasaHHBe SIBJEHHS He CBSI3aHBl HHM C JeNossipusauuei
peTHKyJloMa, HH ¢ HHaKTHBanuel. IloTeHIHaJs cyllecTBEHHO H3Me-
HSEeT B3aNMOOTHOLIEHHE MeXIYy IBYMS Yy4YacTKaMH pPeTHKYJIOMa,
TaK KaK BbI3BaHHOE KO(pEHHOM BLICBOOOXKJIEeHHEe KaJbLHUf U3 HelNo-
JIIPU30BAHHOTO peTHKYJIOMa 06ojiee HHTEHCHBHO, a pe3yJbTHPYIO-
masi KOHTpakTypa He faer paccnabuenus [131]. [Iuxk HanpskeHus
OPH OCHUHJIIATOPHBIX COKpallleHHsX oObuHO pgocturaer 80% ot
MaKCHMAaJIbHOTO HAIIPSIXKeHHS, UTO CBUIETEJbCTBYET O CHHXPOH-
HOCTH BBHICBOOOXKIEHHS KaJblius peTHKYyJIoMOM. EcTb ocHOBaHus
noJiaraTh, 4TO HEKOTOPHI CHTHAJ [Js KaJblLUeBOTO BHICBOOGOXKIe-
HHSI PaCIpPOCTPaHSETCs N0 PETHKYJIIOMY.

HafineHo, 4To KOHIEHTpPAlUH KaJbl}sl B MHOIJIAa3Me HHXKe IO-
POTOBBIX 3HAUUTEJbHO VBEJHYHRAIOT KaJbIHUABEICBOOOXKAAIOUINA
5pdexr kopenna. CienoBaTesbHO, KaJbLHH MOXKET CHOCOGCTBO-
BaTb BBICBOOOXKAEHHIO Kaublua [3]. DTo mnoxTBepxKaaercs AaH-
HBIMH [0 H3YY€HHIO KaJblIUEBHIX TOKOB B MHOKaple TEeNJOKPOBHBIX
MeTofOM (HKCAUMH HanpsikeHuss Ha MeMGpane [132]. Takum 06-
pasoM, ec/H KaJbIHH BHICBOGOMKIAaeTcsl M3 HEKOTOPhIX MaJblX ua-
cTell peTHKyJIOMa, TO BBICBOGONMBIINECSI HOHBl CTHMYJIHPYIOT CO-
cennne yuacTku. Kasbnuii kak Ob cTpeMHTCS K 00pa30BaHHIO IeT-
JIH TOJIOXKHTENbHOH 0oOpaTHOH CBsi3H, (GOPMHUPYST MeXaHH3M BBICBO-
GOXaeHHsT MO Tumy «Bce HaAu Huuero» [133—135]. Ognnako
NpOIEecC BHICBOGOXKIEHHUS KaJbLHUsl NPOHCXOAUT MelJeHHO H (Hu3HO-
JIOTHYeCKHH CMBICJ €ro IJis CKeJeTHOH MBIIIILI He COBCEM SICEH.
Jlis cepnna BIOJNHE BEPOSITHO, YTO KaJsblMH, KOTODHIH IIOCTynaer
B KJETKY IpH BO36GYXKIEHHH, 3aNlycKaeT KaJbllHeBOe BHICBOOOXKIe-
HHe M3 BHYTPHUKJIETOUHEIX 3allacCB HJIHM OCTAaTOYHbie KOHIEHTpalHH
€ro yBeJHYHBAIOT BBICBOGOXKIeHVe (MM IOCTYIJIeHHe) TPH MocJie-
Aywlonmx Bo3GyXKIeHHSAX, T. €. BheJeHHe M CcOpOLMA KaJbLHs
NOJIXXKHBI PacCMaTpPUBATbC KAaK OTHOCHTEJNBHO HE3aBHCHMBIE MpO-
necchl. Bo3MOXKHO TakXe, 4TO CBOMCTBA TePMHHAJBHBIX IHMCTEDH
WM MX aHaJOroB M OCTAJbHOH YacTH CapKOIIa3MaTHYECKOro PeTH-
KyJaioMa pasnuuyHel. C moMoumibio aBTOpafuHorpaduu I10Ka3aHO H3-
MEHEHHe pachpelefeHHs KaJbLHus: IOcJde KPaTKOBPEMEHHOro Te-
TaHyca €ro KOJHYECTBO B INPONOJBHHIX TyOGyjJax YyBeJIHYHBAETCH
[117], Bo BpeMs mnokos —ero GoJblie B TepMHHAJbHBIX LHCTEp-
nax. CuenoBaTenbHO, JHG0 KanbUUAAKKyMyJHPYIOIIHe CBOHCTBa
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TEPMMHAJBHBIX LHCTEPH H OCTA/JbHOM YaCTH DPETHKYJIOMa OTJIHYa-
I0TCA (TMepBble MMEIOT K KaJbluio GoJiee BHICOKOE CPOICTBO), JAHGO
NPONOJbHEIE TYGY/IB He NEeNOJsSPU3YIOTCS BO BpeMs BO3GYXKIEHHS.

[Tocne Toro Kak B MHOIJIa3Me TeM HJIM HHBIM 0Gpa3oM YBesu-
4YHMBaeTCsl KOHUEHTPALHUS KaJblHf, BEPOSTHO, MPOUCXOLSAT CJEAYIO-
mHe npouecchl: AuGdy3us KajdblUsAg K KOHTPAKTUJIbHBIM GeJKau,
cBs3biBaHHe ero ¢ GenxkaMmu (TpomoHuHOM). [uddysus spsanx au
ABJigeTcs JUMHTHDYIOILeH peaKuuell, Tak KaK PacCTOsSIHHE I/ Hee
HeBeJHKO INIPH YCJIOBHH, YTO Ko3(dduuueHT nuddysun B MHOMIA3-
Me Tako#l Xe, Kak u B OObIuHOM pactBope. HaubGosee yskoe 3Be-
HO JaHHOH Ienu — peaklHs &ajblui — TponoHuH. [lapannenbHo
C TepeyHCJEHHBIMH BbIIIe IPOLECCaMM YMeHbIlaeTcss CBOGOmHAas
KOHLEHTPAallMs KaJbLMs B CBSI3H C IOIVIOUIEHMEM ero BHYTPeHHHMH
MeMOpaHHBIMH CTPYKTYPaMH WJH BBHITaJKHBaHHEM aKTUBHBIM TpaH-
crnoproM H3 kJeTkKd. OJHAKO A0 CHX TOpP HEH3BeCTHO, KOrja Hau-
Haercsi peaGcopOuusi KaJbLusi: B Hauaje, B TeYeHHE HJIH IIOC]Te
OKOHYaHHUs MOTeHLIHaNa AeHCTBHS.

CymMHpysi Bce CKa3aHHOe, BBIBEIEHHOE B OCHOBHOM H3 paGor,
BBHIIOJIHEHHBIX HA CKEJETHOH MBIIIEe, MOXKHO YTBEpPXKIaTb, 4YTO
9JIeKTPOMEeXaHHYecKasi CBS3b ONOCPeLyeTCsi 4yepe3 BHYTPbHAaNpas-
JICHHOe paclpocTpaHeHHe IOTEeHIHaJa ¥ BblIeJeHHEe KaJsbLUs H3
MeCT CBSI3BIBAHHS, a KaJIbL¥eBbii OOMeH JEHCTBYeT B 3aMKHYTOM
KOHTYpe W OTHOCHTEJbHO HEe3aBHCHM OT BHEKJIETOYHOIO KaJbIHs.
B npuHuMne Tako#l Xe MEeXaHH3M CBSI3H, KOHEYHO, C OIlpefiesieH-
HBIMH MOIHGHUKAUUAMH, HeHCTBYET B TeX MHOKapIHAJbHBEIX KJeT-
Kax, I'fie umeercss pasBuras T-cucrema. Pasiuuus MeXny MHOKap-
IUaJbHBEIMH M CKeJEeTHBIMH KJIeTKaMH CKopee KOJHYeCTBEHHbIe,
yeM KauecTBeHHble [136—137]. B Takux BOJIOKHax 3JeKTpoMexa-
HHYeCKYI0O CB3b YCJOBHO MOXKHO DaslelNHTb Ha CielyloliHe 3Ta-
nol [138]:

1) pacmpocrpaHeHue menosaspusanuu no T-ty6ynaam;

2) nepefaua 3JEKTPUYECKOTO CHIHAJa Ha CapKON/JIa3MaTHUYeCKHH
PETHKYJIIOM — KOMaHAa [IJs BbICBOGOXKIEHHS KaJblHg B IHTO-
nJjaasMy;

3) yBesnueHMe KOHLEHTpaluHd CBOGOJHOIO KaJblHs B HeNo-
CPEeNCTBEHHOH 6JiM30CcTH OT MHOGUOPHUII, Belyllee K Pa3BHTHIO
CHJIBI B CapKOMepax;

4) mox BIMSHHEM elle HeHAEeHTH(QHUIMPOBAHHOTO CHTHaljla yja-
JIeHHe KaJbllHus U clafl aKTHBHOTO COCTOSIHHS.

[ns Muokapna 3Ta cxeMa HyXKJAaeTcsi B NOATBepKAeHHAX. Bo
BCAKOM cJiyuae, IpOBeJeHHe BO30YXKAEeHHs BHYTPb BOJIOKHA A0 CHX
Iop JJIsl KJETOK cepana He ycraHosieHo [139]. Kpome Toro, ot-
HOCHTEJIbHO MaJible pasMepbl MHOKapAHaJbHBIX KJETOK OIpoBep-
ramoT RoBogsl Xuiaa o ToM, 4To AM(pQY3Hs akTHBaTOpa Yepes IO-
BEPXHOCTHYI0 MeMOpaHy — coGbiTHe MaJjioBepositHoe. Jlas cepana
onpefesUTh TaKylo 3alepkKKy TPYINHO, HO Hnaxe rpyOble pacuersi
TIOKa3bIBAIOT, YTO HeJb3s HCKAIOUHTh JubGdys3HI0 aKTHBaTOpa
(Catt) mu3 MeXKJIETOYHOH CpeIbl KaK MeXaHH3M CONpPSIKEHHs
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9JEKTPHYECKHX H MeXaHHUYeCKHX IpoleccoB. B nanbHefimeM sTOT
Te3Hc Gymer pa3BuT 6oJee noApoGHO.

B Tex MbuIax, TIe capKONJa3MaTHYECKHH pPeTHKYJIIOM pas-
BUT c1a60 (MHOKApJ XOJOZHOKPOBHBIX, TJajgKas MBI, TOHHYE-
CKHe MBIIINb), CHCTeMBl (Gosiee YYBCTBHTEJNBHBI K H3MEHEHHIO Ha-
PYXKHOTO KaJbIUSl H NeMOHCTPHPYIOT Gosiee NMPSAMYIO CBSI3b MEKIY
TpaHCMeMODaHHBIM IIOTOKOM KaJbLUHsl H MBIIIEYHBIM HaNpsiKeHH-
eM (KOHTPaKTH/IbHAsl CHJIA JIHHEMHO 3aBHCHT OT HApYKHOTO KaJb-
uus). To, YTo yacTh ITOFO KaJbIUSl PACXOAYETCH HA COKpalleHue B ca-
MOH CKeJIeTHOH MBILILE, MaJIOBEPOSAITHO, TaK KakK OOBIYHBIE COKpa-
LIeHHs] He MEHSIOTCSl IIpH HM3MEHEHHH COMEpXKaHHS HapyXHOro
KaJbllHsl, W HODMaJibHOE COKpalleHHe MOXKHO MNOJy4YHTh B Oec-
KaJbleBoM pactBope. OOHAKO ONpeleseHHYIO POJib TPaHCMEM-
OpaHHBI} NOTOK KaJbIHs UIPaeT U 3]ecCh.

ITo pauubiM [140—141], npu KaaueBbIX KOHTPAKTypax YBeJH-
uyuBaercsd Bxox Ca %5, DT0, MO-BUAUMOMY, KOJMYECTBEHHO He CBf-
3aHO ¢ pa3BuBaeMoii KOHTpakTypoii. B pacreope ¢ [Calo=0,1 #M
‘BXOH, KasbLusi yMmeHbiiaercs Ha 909%, a pa3BHBaeMoOe Hampsixke-
‘Hue — To1bko Ha 30%. KpoMe Toro, B GeckasibUHeBOM pacTBOpe
KaJHeBas KOHTPakKTypa Hcye3aeT, HeCMOTpSl Ha [OCTaTOYHbIE
BHYTPHKJETOUHBIE 3amachl KaJblHsl, HO B JAaHHOM cCJyYae TPYIHO
HCKJIOYUTh H3MEHEHHe CBOHCTB NOBEPXHOCTHOH MeMGpaHbl. Bos-
MOXHO H JPYTrOe TOJKOBaHHe 3TOr0 siBJeHHS. Kasbluif,, BXOAAUIHI
B KJETKYy M3 TIOBEPXHOCTHOTO INyJja BO BpeMs IeNOJIsApHU3allHH, Be-
Zet cebst Tak, KaK ecJad Obl OH 3amycKa/J BLICBOGOXKIEHHE KaJlb-
IHSl H3 CapKOIJIa3MaTHYECKOrO PEeTHKYJIOMa. YIajleHHEe ero H3
Ccpelbl YCTpaHsIeT 3amycKamoullee AeHCTBHe BHEIUIHEro KaJblHs, HO
BHYTPHUKJIETOUHBIH KaJbIHEBHI MYJl OCTAETCH HUHTAKTHBIM.

Oco6eHHO YeTKO BJIMseT BHEIIHHH KaJbUMA Ha IOPOr KOH-
TPakTyphl. B ckesleTHO Mblilllle e-KpaTHOe YBeJHUEHHE ero COmep-
JKaHHsS B Hapy:KHOM pacTBOpPe BHI3BIBa€T CABUr mopora Ha 10—
20 ms B o6GJsacTb MeHbIIero MeMOpaHHOro moTeHuHana. B MHokap-
Ie Habaomaercs obpaTHoe sBJjieHHe. DTO HalOMHHaeT [eHCTBHE
KaJbllUs Ha 3JeKTpUuecKHe CBOHCTBA B0O3OyAMMBIX MeMGpaH. Be-
POSITHO, HOH KaJblus axcop6upyeTcss HAa HapYXHOH IIOBEPXHOCTH
U M3MeHsieT 3JeKTpHuYeckoe noJje Ha MeMOpaHe. Bxox kanabuus npu
BO30YXKJIEHHH HMeeTcsi M B HepBaX, HO €ro BeJHYHHA Ha TOPALOK
MeHbllle, UeM B CepIlle, H OH CBS3aH C H3MeHEHUSMH IPOHHIIaeMo-
CTH BO BpeMsl NOTeHIHaJJa nelicTBus [142].

MHorounc/ieHHble HcCIeIOBaHHS NOKas3ajH, 4YTO B MHOKapne
COKpAaIeHHsIM CONMYTCTBYEeT YBEJHYEHHBIH BXOJA KaJjlblLUs IO OTHO-
LIeHHI0 K ypoBHIO mokos1 [143—150], kotopeit B 10—20 pas Goub-
e TpaHCMeMODaHHOTO BXOJAa KaJiblIlMsl B CKEJETHOH MbIme. ITO
CHpaBeNJIMBO IJIs1 MHOKapha M TENJOKPOBHBIX, H XOJIOJHOKPOBHBIX
JKHMBOTHBIX. AHaJIOTHUHBlEe NaHHBIE TOJNy4YeHbl HA CKEJIEeTHOH MBIMI-
1e: H30TOMHBI NOTOK KAaJbLMA HapyXy BOo3pacraj TpH 3JEeKTPH-
4eCKOH CTHMYJSIHNM, OOHAKO OblI paBeH BXOLY HOHOB KaJbLHsA
[140]. Ha xenynouke JISITyWKH BXOX KaJbLHsl B COCTOSIHHH MOKOSI
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Ta6auna 1

MNMorjomenne Ca% B aKTHBHO cOKpamalomeficsi cepaeyHOl Mbile
B 3aBHCHMOCTH OT KOHLEHTpAalUHMH KaJblHs, HATPHA M YACTOTHI CTUMYJAUHMH [154]

BHeKJIeTOHHAsT KOHLeH- Yacrora 4;"}'&’;‘:;

TIpenapar Tpauuz, sM, CTHMYJISIHH, BXOH, pM

MU Ca/cu? Ha

Ca Na COKpaileHHe
INpeacepaune MOpCKO#t 2,5 145 30 0,55
CBHHKH

2,5 145 6 0,15
1,25 145 15 0,13
2,5 145 15 0,30
3,75 145 15 0,44
Kenynouek nArymku 1 116 10 0,15
2 116 10 0,23
0,5 58 10 0,27

cocrasiasier 0,009 pM/mm?-cex [149], npu COKpalleHHSX NOTOK
CYILeCTBEHHO Bo3pacraeT. [lomosHuTeNbHBI BXOX KaJblHs Ha CO-
Kpauenue noxonut a0 0,15 pM/cm? [Calo=1 uM). I1pu xoHueHTpa-
LMK KaJbliust B JBa pasa Bbille HOpPMaJ/JbHOH HJH B pacTBope ¢
yMeHblieHHOH KoHuneHTpauueir Hatpus (50% NaCl 4 50% xomuH-
XJIOpHAA) BXOJ ‘Kajblus Bo3pactaj. CorJlacHO pacueraM, KojHue-
CTBO BXOJSINEro KajbLHUs coOcTaBjasier Toabko 10% Toro munu-
MaJbHOrO 3apsija, KOTOPbIH HeCcOXOAUM [JA Nepe3apsaikH MeM-
6paHHOH e€MKOCTH NIpPH BO3OYXKIEHHH, T. €. 3TOT TOK J[aeT MaJlbli
BKJaJ B IIOTEHUMAJ HEHCTBHUS.

Ha neGbiomeMcsi mpemcepiuu MOPCKOH CBHHKH HafimeHo [145],
YTO H30TON KaJsbLUs akKyMmyaupyercs B koauuectBe 0,50 mM ua
1 ke TKaHW, a NpH yMeHbUIEHHH KaJblHS B OKDYyXalolllell cpefe
B IBa pasa — 10 0,22 xM. IloryouieHne ero B NOKOSIIEHCS MblILLE
NPSAMO NPONOPUHOHAJBHO KOHLEHTPAUMH KajblUs M 06paTHO Impo-
NOPIHOHANBHO KOHLEHTPAlUH HATPUsi. B nmanuaasipHOH MBlIIeE CO-
6aku norsouienne Roxomut 1o 0,92 pM Ca*/cm? Ha omHO coxpalle-
HHe N0 OTHOIIEHHIO K YPOBHIO TIOKOS. DTO CBSI3aHO C 4YacTOTOH
cepanebueHuit ¥ KOHIeHTpauue HaTpus (taba. 1).

IMpu xanuesoit koHTpaktype (100 M KCI) norsouieHue Kanb-
ous goxonut 1o 0,11 pM/cm?-cex, uto B 20 pa3 mpeBHIIaeT aHaJto-
TMYHYIO BeJIMYHHY B NMOKOSIIEHCS MBIILIE, XOTS Pa3BHTHe BO BpeMe-
HH KOHTpakTyphl M BxoZa Ca*® He nosnoctbio coBmamaer [149].
Cnenyer 3aMeTuTb, YTO yBeJHUEHHE BXOAa KaJbLHs NpPH BO3OYXK-
JleHHH — o6uiast yepra 6ONbUIMHCTBA BO3OYAHMBEIX TKaHel (Tabiu. 2).

Bo BpeMst aKTHBHOCTH M3MeHsIeTCSI TaKKe BbIX0H Kajabuus. ITpu
HODMaJbHOH KOHLEHTPAUMH KaJbLUHSA [JONOJHHTEJNbHBIH NPUPOCT
BHYTPHKJIETOYHOH KOHLEHTpalHU ero OTCYTCTBYET.

CpaBHuTe/NbHBIE (PHU3HONOTHUECKHE HCCAEOBAHUS TIOKA3aJH, YTO
NOTJIOIEHHe KaJblMs MbIUIEYHBIMH KJIETKaMH TeM MeHble, 4eM
Gosbllle B HHX Pa3BUT PETHKYJIOM. B 3TOM OTHOLIEHHH MOXHO BbI-
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Ta6auma 2

CpaBHeHHe BX0Ja KaJblMs B BO30YyJAHMBIX TKaHSAX, B IOKoe
H NpH BO36GYJEHHH

Crumynupye-
ta, | Bxmanose | mex
1 uMnyabc
I'uranTcku#i aKCcoH KaJbMapa 10,7 0,076 0,0062
1,0 0,094 0,20
1,0 0,096 —_
XKeayznouek JSACYLIKH 1,0 0,09 0,15
Ilpencepane MOpCKOH CBHHKH 1,25 0,016 0,13

HeNUTb CJAeAYIOILHi psif: ¢asHble cKeJdeTHble BOJIOKHA, TOHHYECKHE
BOJIOKHA, CepAlie TEIJIOKDPOBHBIX, cepAlie XOJOXHOKPOBHHIX, IVafKas
mMumna. He o6HapyxeHO KoppessiiMH MeXAY CTeTNeHbIO 3BOJIOLHOH-
HOTO Pa3BHTHS KHBOTHOTO H THIOM 3JEKTPOMEXaHHYeCKOro CONps-
KeHus. PaccyutaHo, 4TO OTHOIIEHHE HOHOB KaJbIHS, IOIJIOLLaeMbIX
OPH MaKCHMaJbHOM COKpallleHHH, K YHCJIY TOJCTBIX IPOTOMHO-
«$ubpuan (omHa ToJCTas NpoTodHOGPHIIA COAepKHT oKoao 400 Mo-
JIeKys MHO3HHa) coctaBaser 1,6: 1, T. e. mIpakTHYeCKH KaXAbIH HOH
KaJbpllusl B3aUMOJAEHCTBYET C OAHOH MOJIEKYJIOH MHMO3HHA.

HecmoTpst Ha To, 4TO NpH HEeMONsIPH3aLMH 3HAUYUTENbHO BO3pa-
cTaer TpaHCMeMOGpaHHBII NOTOK KaJblusd (00 3TOM Ke CBUIETEJb-
CTBYeT OOHapy:XKeHHe KaJbLHEBOrO TOKa B ONBITax ¢ ¢ukcaunueh
Hamnpsi)KeHHs1), 0 MHEHHIO GOJbLUIHHCTBA aBTOPOB, KOJHYECTBO BXO-
ASILIEro KaJblMs CAHLIKOM MaJso IJIs1 MHUIWAUUH H NOAAEpPKaHHS
MBILIEYHOr'0 HampsixKeHHs. I103TOMy BaXXHO BBISICHUTb KOJIMYECTBO
KaJIpllusi, HeOGXOANMOe B (DH3HOJOTHUECKHX YCJIOBHSIX AJSI aKTHBA-
UM coKpalleHuil. Pacuer nokassiBaer cienymomee. IToporosas KoH-
LeHTpalHsa KaJblus MOJS AaKTHBalUH aKTOMHUO3HHOBOH CHCTEMBI
cKeseTHON MblmIbl paBHa 10—7 M, a MakcUMyM aKTHBHOCTH HaGJio-
naercst npu 10— M. KomnuuecTBo KaJsibLiMsi, CBSI3aHHOTO C aKTOMHO-
3MHOM, Bo3pacraet npu atoM ot 0,9 1o 2,2 uxM/e [151].

Takum o0pa3oMm, KOJHUECTBO KaJbliusg, HEOOXOAMMOE HJIS aKTH-
Bauuy, cocrasiaser 1,3 mxM/e aktommosusHa. B omHoM sauTpe MuO-
Kapla comepxurca 56 2 akromuosmHa. Orcioga cileryer, 4To AJS
aKTHUBallUM COKpallleHHs HeoGxomumo 72,8 mxM xanbpuus Ha 1 2
MHOKapha, a MaKCHUMaJbHBIA BXOJA cocTaBJsieT Bcero 3 mxM/a, T. e.
BXOJSILEr0 KaJjbllUs SBHO HEJXOCTATOUHO [JIsi aKTHBallHH COKpalle-
HHH. Bkinaj BHemHero Kajabliusag Gyner TeMm GoJbliie, YeM MeEHbIIe
nuaMetrp BoJokHa. OTciofa c/lIeIyiOT JBa BaXHBIX BHIBOJA:
1) B KaneTKax, rie capKomJa3MaTHYECKHH PETHKY/IIOM Pa3BHT c1abo,
JIOJIXKHBl CyLeCTBOBaTh APYrHe Y4acTKH XpaHeHHsI (M BBICBOGOXKIe-
HHS) Kanblus, 160 Maxe B GecKaJblIMeBBIX pacTBOpax Ha6moxa-
IOTCSl COKpallleHHs; 2) Jaxe TPH BHYTPeHHeN TpaHCAOKALHH
KaJbllis CYIIeCTBEHHYIO POJIb BHIOJHSET U BHEINHHH KaJblHil.
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Cuuraercs, YTO NOTOK KaJjblHs Yepe3 MeMOGpPaHbl NPH BO3GYK-
IeHHH KOHTPOJIHPYET BJHUSIHHE BO30YXKIEHHS Ha BHICBOGOXIeHHE
BHYTPHUKJIETOYHOI'O KaJblMsi H3 ONpeldeJeHHBIX YyuacTkoB [152].
‘CoBceM HellaBHO MNOSBHJach ellle OfHA BO3MOXKHOCTb TOJIKOBaHHS
HECOOTBETCTBHSI MeXIy KOJHYEeCTBOM BXOASAIIEr0 B KJIETKY MHOKap-
JIla KaJblHs H ero ClocoOHOCThIO BHI3BIBATh cOKpalneHue. IToxasaxo,
4TO HampsiKeHHe B KeJyHOuKe KPHICH B 5—6 pa3 MeHbllle MaKCH-
manbHoro. To xe oTHoueHue (5:1) monyyaercss nmpH cpaBHEHHH
MaKCHMaJIbHOTO Hanps:KeHus B npenapare Hartopu ¢ HopMasibHBIM
HanpsikeHueM. Buaumo, A/ns Hadasa cOKpalleHHST MHOGHOPHUIISAD-
HbIM 6eJKaM He HAalO HAchIAaTbCs KaJbLHeM IOJHOCTBIO, T. €. €ro
BBOA MoxeT GbiTh MeHblie 10 mxM/a nasi Kaxkaolt KOHTPaKTypHI.
BrnonHe BeposiTHO, 4TO GoJblllee KOJNHYECTBO KaJsbLHS BbICBOGOXK-
Jaercsi MOCJelOBaTeJbHO BO BpeMsl NENOJNSIpPH3aLUMH M3 MeMOpaHH
H yIaJsieTcsi BO BpeMsl PenoJIIpU3alHH NOBEPXHOCTHBIMH HJH BHYT-
peHHHUMH MeMOpaHHBIMH CHCTEMaMH, TECHO CBSI3aHHBIMH C BHEUIHeH
MeMOpaHOH. 3afepXKa Hayaja cokpalleHus Ha 100 mcex, naGuo-
IaeMasi B 3THX ONbITaX, BIOJHe AONMYCTHMa, U XOTH 6OJbIIOEe KOJH-
yectBo Catt B TakoM KOMIVIeKce OyAeT UUPKYJHPOBaTb MeXIY
MuOpHJIaAMEHTaMH M MeMOpPaHOH IOX BO3AEHCTBHEM TIOTEHIHANa
nedcTBus, npubausutesbHo 209% ero MOryT MOCTaBJASTbCA BO BpeMs
Herno/sipH3alyiil U3 BHEKJETOYHOTO IMPOCTPaHCTBA. BeposiTHo, BpeMs,
Heo6GXomMMOe [JIs H3MEHEHHS KOHIEHTPAUHU Kajblus B MHOPHO-
PHIJIIPHOM NPOCTPAHCTBE, 3aBUCUT OT NyTH AUPPy3uu KaapLus H
GHICTPOTHI €ro IOIJVIOMIEHHSI (BBIBEIEHHS). 3HAYHUT, POJb BHEIIHETO
KaJblug O6yner TeM Gosblie, 4eM MeHblle JHaMeTpP BOJIOKHA H XyXKe
Pa3BHTH BE3HWKYJsSpHble CTPYKTyphl. IIpsiMoli MexaHusM 3J1eKTpoO-
MeXaHHYeCKOl CBSI3H (uepe3 BHELIHHH KaJjbIuil) BO3MOXKEH B OYeHb
MaJibiX KJeTKaXx, Ile COKpalleHHs Pa3BUBAIOTCA MelJIeHHO.

Kaxkue e CTPYKTYpH KJIETOK MHOKapha MOTYT BBIIOJHSATH POJIb
MeCT XpaHEHHUSI KaJbLHUsl TaM, I'le HMelOTCS JIHIIb PYAUMEHTHl PeTH-
Ky/aioMa? BeposiTHO, cnpaBelJIHBO NpPENNOJNOXKEHHE, YTO CapKOJEM-
MajabHass MeMOpaHa BHINOJNHSET (YHKIHH CapKOM/JIa3MaTHUeCKOTO
peTHKyJIoMa, TeM O6oJee 4TO ee IJOMmAaAb MAOCTAaTOYHO BeJHKA
(11400 cm?/e [153]). Kak npaBuio, npH yMeHbLIEHHH NHAMETPA BO-
JIOKHA Bce GOJblLINE KJETOUHBle (QYHKIHUYM BBITOJHSIOTCS HOBEPXHO-
cTHOi MeMOpaHo#i. Torma MOXHO OXHIAaTbh, YTO MeMOGpaHa XeJay-
IOYKa JATYWIKH AOJKHa 06JafaTh CBOHCTBAMHM CapKOIJasMaTHue-
CKOT'O PEeTHKYJIOMa, T. €. HHTHOHPOBATh COKpallleHHUsI H30JIMPOBaHHBIX
muodubpuan u ux ATOd-asHyi0o aKTHBHOCTb, aKKyMYJIHPOBaTh
Kaiabuuii. OgHAKO CBeleHHS O TaKHX CBOMCTBAxX IIOKa OTCYTCTBYIOT.
HexoTopyioo poJib MOryT WrpaTh MHTOXOHIPHH, HO BPSIL JH H3 HHUX
KaJblUU# BBICBOGOAUTCS TMOJ BJIHSHHEM IOTeHOHaj a JAeHCTBUS.
DJIeKTPOMEeXaHUYeCKYI0 CBfI3b MHOKaplda XOJOLHOKDOBHBIX MOZKHO
Ha3BaTb NPSIMOH, H6O0 AeNOJNspH3allHsl HENOCPEICTBEHHO BEIET K BbI-
CcBOGOXK/AEHHUIO KaJbLUsl H3 MECT CBSI3BIBAHHMS, B OTJIHYHe OT Hemps-
MOH cBsSI3H, THe AJd HODMAaJbHOH peasH3allMyu 3JEKTPOMeXaHHYe-
CKOTO CONpsiKeHHs TpeGyeTcs HHTAKTHOCTb TPHAZHBIX CTPYKTYP.
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B MHOKapIe TeNJIOKPOBHLIX MPSMOH M HENPSMOH THIBI 3JIEKTPO-
MeXaHHYeCKO# CBSi3H MoryT codyeratbcs. Hecmorps Ha Hanuume
CHelHaNu3upOBAaHHBIX MeCT XpaHeHHA B CapKONJa3MaTHYecKOM
PETHKYJIOMe, MeCTa CBSI3bIBAHHS Ka/bLHs JONOJHHTEbHO pacrona-
raloTcs BOOJAb LHTOIJIA3MaTHYECKOH IIOBEPXHOCTH CapKoJeMMalb-
Hoii MemGpaunl [153—155].

Takue y4acTKH JeXaT B HENOCPeJCTBEHHOH OJH30CTH OT MECT
reHepallid NOTeHLHaoB neHcTBHSA. OcoGeHHOCTb cepjla COCTOHT
B TOM, YTO MHTepKaJspHEIe THCKH H HEKCYCHl He COIepKaT KaJjbliye-
Bhix nerno. OTclofga cielayer BBIBOJ, YTO YYacTKH, B KOTOPBIX Xpa-
HUTCS KaJbllui, cBsf3aHbl ¢ MeMOpaHOH, o6Jajfaiolledl BBICOKHM
CONPOTHUBJIEHHEM, H OTCYTCTBYIOT TaM, I'le MeMOpaHa HMeeT HH3KOe
conpotuBiaenne. Hannune cyGcapKoneMManbHBIX KaJbIWEBHIX IEMO-
NOATBEPKAEHO H3yYeHHeM KHHETHKM H30TONHOrO0 oOMeHa KaJsbLHsl.
Ha mnpencepaun MOPCKOM CBUHKH HaHAEHO TPH KOMIIOHEHTHI KaJlb-
1ieBoro o6MeHa: GbICTPO o6MeHHMBaeMasi, MeIJeHHO OOMeHHBaeMas
u HeoOMenuBaeMasi [156]. Tu dppaKuuu cCORepXKaaH COOTBETCTBEHHO
59, 15 u 269%' kaabuus. [Tonynepuox Owvictpoit dpakuuu 4, 5 mun,
4TO 3HAYUTENbHO GOJibllie BEJHYHHBI, OXKHEZAEMOH IJs BHEKJIETOYU-
HOro TPOCTpaHCTBa. B namuanspHo#l Mbllmille COGaKH U KPOMHKA
BBIIENEHO NATb KHHeTHYecKux a3 [157—160]. IIpuuem BrOpas
(hasa sBAseTcs <«MOBEPXHOCTHBIM» KasblueM 1o Husgmeprepke
«IPOMEXYTOUHBIM» 110 Bunerpany [150].

@®akTophl, BeLyllHE K POCTY COKPATHMOCTH (HH3Kash KOHLEHTpa-
LU HATPHUS, BBICOKAsi KOHLUEHTPAUHs Kajus, BO3pacTaHHe YaCTOTHI
CTHMYJISIIINY) YBeJHUYUBAIOT KOJHYECTBO KaJbLUs B ObICTPOH (Pppaxk-
HH. DJIEeKTPOHHOMHKPOCKONHYECKHI KOHTPOJIb IpHU nepdysuu rumep-
KaJIbl[MeBBIM ¥ THIIOHATPHEBBLIM PacTBOPAMH INOKAa3blBaeT pacluupe-
HHe capKomia3Matuyeckoro petukymaioma [161]. Ecniu emkocts aToit
(pakuuy npeBbHIAET HEKOTOPBIA ypOBeHb, Pa3BUBAETCSI KOHTP K-
Typa. BoabmuncTBOo paGoT NOKa3bIBaeT, . YTO OOLIee KOJIHYECTBO
06MeHHUBaeMOro KaJ/bLHUsl KOppeJupyeT ¢ (YHKUHOHANbHOH aKTHB-
HOCTBIO MHOKapna, a ObicTpooGMeHHBaeMasi (ppakKuus NpsIMO CBsI3a-
Ha C coKpalleHHsIMH. DTOT nya au6o MaJj, aAu60 OTCYTCTBYeT B
ocraHoBleHHOM (HeOblomeMcsi) cepaue [162—163]. BeposiTHo,
KOHHIEHTPALHIO KaJbLHs B KaJbLHEeBOM IyJe ONpeRessioT CJAeAyIo-
IIe MOMEHTB: BHYTPb HalpaBJEHHbIH NOTOK HOHOB KaJblHfd BO
BpeMsl NOTeHUMasa HeHCTBHSI, BHYTPHKJIETOUYHOe OCBOGOXKIEHHE U
NOIJIOLIeHNe €ero; Haiuuyue (GakTopoB, MOAUGUIHPYIOLUIUX CBSI3BIBA-
HHe BHYTPHKJETOYHOrO KaJbLUs H €ro nepepacrnpelreeHHe.

dJyeKTpOMexaHUYyecKast CBsi3b He Oblla Obl Tak 3d¢heKTUBHa,
ecau OBl Kanbluil, TOMHMO GYHKIMM 3alyCKa COKpAaIlleHHH, He pery-
JIMpOBaJl MeTabo/nuecKHe peakluH, MPOAYLHpPYIOIle MaKpOo3pruye-
CKHe coeqMHeHMs, ofbecnmeguBaroniue npucnocobjgeHne o6MeHa Be-
HIecTB K Hy>KIaM COKPaTHMOCTH MHOKapaa. OnxHako Bompoc 06 3jeK-
TPOMeTaGOJHIECKOM CONpPSXKEHUH H3yuen MaJjo. H3BectHo, uTO
Ka/JblMH HrpaeT poJib TPUITEpa TJIHKOreHONMH3a. TakK KakK KOHLEHT-
panus cBOGOAHOTO KaJbIHS KOHTPOJHMPYETCS BHYTPEHHHMH MeEM-
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OpaHHBIMH CHCTEMAMH, TO MOXHO NpPEIMONOXHTb, YTO H TVIHKOTEHO-
JIM3 TaKXKe peryjupyercss 3Toft cucteMol. JeAcTBHTENbHO, YaCTHIIBI
TJIHKOTeHA JIOKaJH30BaHbl BGJIH3H CapKONJa3MaTHYECKOTO PETHKY-
JqioMa. B03MOXKHO, KaJbLHl SBJISIETCS MeJHaTOPOM CBSI3H BO30YXK-
JeHHs C SHEpPrHIONPOAYUUPYIOIIMMH H 3HEPTHIONOIIOIIAIOMIHMH
peakuusiMH, compsrasi GyHKUHIO H MeTta6onu3M. [Ipennoxenn cre-
AyoLlMe BapHaHTHl CBSI3H JENOJSPH3alMH, COKpallleHHS H GHOXH-
MHYECKHX pPeaKIMil AT MHOKAapAHaJbHBIX BOJOKOH:

A b B

Jenoaspusanus Jlenonsipu3anus Jenonspusauus
+ + +
BHYTpL HanpaBJIeHHOe BHyTpp HanpasJeHHoOe BHyTpp HanpaBAeHHOe
IBHKEHHe KaJbLHA IBHIKEHHE KaJbIHa IBHKEeHHe KaJbLHA
Paciennenne  Makpo- Pacmeme- Cokpaine- Cokpamienne
3pros HHEe MaKpo- HHe
3pros Pacmenyenne

CoxpatieHne MaKpo3pros

CornacHo mepBOMy BapHaHTy, KaJblIUH NPSMO BBI3bHIBaeT pac-
ulenseHHe MaKpO3pPTHYECKHX COeIHHEHHH, COIIacHO ABYM APYTHM —
pacnaj Makpo3proB sIBJAsIeTCS CJeNCTBHEM COKpalleHH#. Bosbmuu-
CTBO JaHHBIX MOATBEpPKIAIOT HHTeHCcH}UKanuio o6meHa AT® B Boc-
CTaHOBUTEJbHHIH mnepuox. bDosee rapmMOHWYHBIM IIpelcTaB/AeTCH
‘BapuaHT b, n60 ycTaHOBJNEHO, YTO YaCTHYHO [EeN0JisipH30BaHHLIE
BOJIOKHa (yBeJHYEHHEM BHEKJETOYHOH KOHIEHTPAaLHH KaJlus) Pe3KO
YCHIHBAIOT HOTJIOIEHHE KHCA0poHa Ge3 ysaBIHBaeMbIX H3MeHeHHH
MeXaHHYeCKOH aKTHBHOCTH. Bce TpH BapHaHTa 3KCIEPHMEHTaJbHO
MOATBEP K AEHBI.

KonuuecTBeHHOe H3yueHHe BEJHUHHBI M CKOPOCTH BHICBOOOXKIe-
HMS KaJbLUSl B 3aBHCHMOCTH OT IIOTeHIHaja MeMOpaHbl — BaXKHBIH
aCTIeKT NOHHMaHHs NPHPOIHl 3JeKTpoMexaHHuueckoil cBs3u. ITokasa-
HO, YTO B CKeJIeTHOH MBbIIILle MHHUMaJbHas KOHTPakTypa (B OTBeT
Ha yBeJlHYeHHe BHEKJETOYHOH KOHIEHTpPalWHu Kaslus) IOSBJIAeTCs
1Ipy noteHuuane Ha Mem6pane —50 ug (nmotennuan nokoss —90 ua),
a MaKCcHMaJ/bHOe HaNpsKeHHe pPa3BHBAeTC NPH MeMODAaHHOM IO-
Tenuuase —20 mg. KpuBas cBsI3M MakcuMyMa KOHTPAaKTyphl H
NoTeHIHana Ha MeMGpaHe S-o6pasHas [164, 165]. M3 aTux maHHBIX
clenyeT, YTO NMOTeHIHas] NEeHCTBHS HAUYMHAeT y4acTBOBATb B aKTH-
BAallHM COKPAaTHTEJbHBIX G6eJNKOB, IOCTHTHYB 3HaueHusi —50 M8
(noporoseiit moreHnuan). OGBICHATD 3TO MOXKHO CJIEAYIOUMM oGpa-
3oM [105]. IIpu mpoMeXyTOUHBIX KOHIEHTPALUHUAX KaJHS IPOHCXONUT
aKTUBalKsi MHOGHODHIJ y NMOBEPXHOCTH, TOTLAa KaK BHYTPEHHHE He
cokpamatorcs. IIpu kanueBoii KOHTpaKType MbILIEUHOE HaNPSIKEHHe
He MOANEpXKHBAeTCH H, HECMOTPSI Ha IIOCTOSIHCTBO MeMGpaHHOro
ToTeHIlHa/a, HauHHaeT yMeHbiaTbcs. IlociefHee He CBA3aHO C H3-
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MEHEHHSIMH B CaMOl KOHTPaKTHJbHOH CHCTeMe HJIH aKKOMoJallnei ee
K KaJbLMIO, TaK KaK B BBICOKOKaJIHEBOM pacTBOPe BHOBb MOXHO
BbI3BATh aKTHBAIHIO KOGEHHOM.

TakuM o06pasoM, HemoJspH3alusi OBOSIKO NEHCTBYT Ha CapKo-
[Ja3MaTHUYeCKHI pETHKYJIOM: OBICTPO BHICBOGOXKIAeT KaJabLHi,
nosgHee — morJyouiaer ero. Ilosguuit s¢dext GblT Ha3BaH HHAKTH-
Balldell 3aBHCHMOIO OT IIOTEHIHa/ja BBICBOGOXKAEHHS KaJbLus (UJIH
MPOCTO HMHAKTHBallWeH) IO aHaJOTMH C MHAKTHBallMell HaTpHHNepe-
Hocsillell CHCTeMbl B MpOIECCe TeHepaluu IOTeHLIHasa AeHcTBHS.
BricBo6oxkAeHHe KaJbLUsl HeYYBCTBHTEJNbHO K NOCJAeAYIOLIeH 1enoJs-
pH3alMH, ¥ CHOCOOHOCTb HABaTh CJEYIOMYI0 KOHTPaKTypy BOCCTa-
HaBJUBaeTcs TOJbKO IMOCJAe penojsipusallud. BoccranoBieHHe OT
HHaKTHBAalKKM TpebGyeT ONpeNeJeHHOr0 BPEMEHH IOCJie OKOHYAHUS
penonsipuzanuud. CKOpPOCTh M BeJHYHHA BOCCTAHOBJEHHS TakKkKe
3aBHUCST OT NOTeHIHaJa [166].

Bosee nogpoGHble HCCAeIOBaHUS TIOKAa3adHd HaluuHe ABYX THUIOB
HHAKTHBaIMK — GBICTPOrO U MexjsieHHoro [167]. BeposatHo, omud THI
CBSI3aH C YMeHbLIEHHEM IENOJsIPH3alNK PETHKYJISIPHOH MeMOGpaHbl.
OH BO3MOXKEH, €CJIH CONPOTHBJEHHE MeXAY MeMOpaHaMHu T-cucTeMbl
W TePMHHAJbHOH LIHCTEPHBI TOCTENEHHO YBEJIHUHBAETCS NMPH TMOAAEP-
JKHBaeMOH JAenosisipU3allii IO aHaJOTHH C HHaKTHBallMel 3ajep-
3KaHHOTO BhIpsaMJenus [168—170].

Bropoil THN — UCTHHHAA HHAKTHBALHUfA, T. €. MOIIOLIEHHE KaJb-
LHUsl, HeCMOTPS Ha YyIepXKHUBaeMYIO IenoJspu3anuio. 3anepiKaHHOe
BLINPSIMJIEHHe BeleT ce0sl aHaJOTHYHO BBICBOOOXKIEHHIO KaJsbIIHs
[130]. IToporoBeiit moTeHIHa ero GIM30K K TAKOBOMY IJIsi HHHIIMA-
IUH coKpallleHHs. B TeueHHe NOAAepXKUBaeMOH MAeNONpH3aALUH
3aJlepKaHHOE BHIIPSIMJIEHHE NOCTEIIEHHO HHAKTHBUPYETCS. DTO HaMo-
MHHAaeT MHAKTHBAIHIO KaJbIHABEICBOOOXKIaI01ero Mexanusma. Boc-
CTAaHOBJIEHHEe OT HWHAKTHBAUMH H 3aJepPXKaHHOTO BBIIPAMJEHHS H
KaJIbIIHeBOTO BLICBOGOXKIEHUS] [JOCTHTAETCS TpPH PENOJIsSPHU3alUH.
M 3pech MuHMMaJbHBIH NEpPHOX BOCCTAHOBJIEHHS 3alep¥KaHHOTO
BHINPSIMJIEHHS] COBIAJaeT C TaKOBBIM IJISi KaJbIHHABBICBOGOXKIAIO-
mero MexaHuaMa. OnHAKO HMeEIOTCH HEKOTOPHIE KOJHYECTBEHHBIE
pasauyusi, YTo AeJaeT NPSIMYI0 Kay3aslbHYIO CBs3b MaJOBEPOSTHOH.
CorsiacHO HeZaBHHM HCCHEIOBaHHSIM, MeXaHH3M HHAKTHBAlUH
COKpallleHusl NoJoGeH aHAJIOTMYHOMY MEXaHU3MYy BO BpeMs HEpB-
Horo uMnyJabca. [Tocsie penossipH3aunuu Tpolecc MeAJEHHO BO3Bpa-
IIaeTcsi K HCXOJHOMY YPOBHIO, T. €. BHICBOGOXKIEeHHe KaJblUsl 3aBH-
CHUT OT [IBYX pasleJbHBIX IPOLECCOB: AaKTHBAaLMH H WHAKTHUBa-
uun [167].

YacTto BOo3HHKaeT BONPOC O 3aKOHHOCTH OIMCAaHUS 3JeKTpoMeXa-
HUYECKOH CBS3M IJIs NMOTEeHLHaJa HeHCTBUS — COKpallleHusl 1o AaH-
HBIM YCTONYMBAasi AENOJspH3alus — KOHTPakTypa, u6o mpenmnosara-
ercs, YTO KaJuH, NOMHMO H3MeHeHHs] MeMOGPaHHOrO IOTEHLHAJa,
MOXeT He3aBHCHMO BJIHATb Ha COKpallleHHWe depe3 UYTO-TO APYToe.
Kanuit BeI3bIBaeT cuibHble MeTabosnnyeckne 3(geKTsl (3HaYHTE/b-
HYIO TEIUIONPOAYKIHIO, YCHIEeHHe AblXaHus U T. A.) [171]. Mexanusm:
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TAaKOH MHAYKUHMH He H3BECTEH, HO CUMTAeTCs, YTO OHA peanusyercs
yepe3 genoasipusanuio. OMHaKO KHHETHKA TEIJIONPOAYKUHH U KOHT-
PaKTypHl COBEPLIEHHO pa3JIMYHa, H BPSA JH MeTaboJHYecKHe peak-
[lMH, BbI3bIBAEMBIE KaJjHeM, IPAMO BOBJIEKAalOTCS B aKTHBALHUIO
KOHTPaKTypHl. DKCIepHMEHThl N0 (PHUKCALMH HANpPSKEHHS B CKeJeT-
HO# Mulmine [172—177] noATBEepAUIH BHIBOLLI, MOJYYEeHHble NIPH H3Y-
YeHHH KaJIHeBbIX KOHTPaKTyp:

1) cyuiectByer omnpeleseHHbIH MeMOpDaHHBIA IOTeHUHMaNn MAJs
MeXaHMYEeCKOro IOpora U MeXaHHYeCKOro HachIIIeHHs; IPH KOPOTKHX
TOMIYKAX [/l aKTHBallMH Heo6xoxuMa OOJbliasl [AenoJspU3alus,
4eM NpH AJHTENbHBIX;

2) MexaHHYecKH# NOpPOT yMeHbluaeTcss KOGEeHHOM M JHIOTPOIN-
HEIMH aHHOHAMH M YBEJHYHUBAETCS KaJbIHeM;

3) BeJMYMHA aKTHBALUMH NPONOPLHOHA/IbHA IJHTENbHOCTH JEMo-
JISIpU3aLluH;

4) mocsie IJIUTEJbHOH MAeNOJNspU3aLUM HaOMIOLaeTcsl SBJEHHE
«MeXaHHYeCKOH pedpaKTepPHOCTHY.

CiexyeT 3aMeTHTh, YTO 3JEKTPOMEXaHHUECKas CBsI3b IOMUUHSETCS
3aBHUCUMOCTH CHJIa — IJIMTEJbHOCTh (IO aHAJOTHH C KPUBOH cujIa —
LJIATENbHOCTb HJs Bo3OyauMmMocTH). BeposiTHO, s MexaHHYeCKOH
aKTHBAllNK HEOOXOLHMO oOnpefeNeHHOe KOJHUYECTBO 3apsN0B, KOTO-
poe IOJIKHO CMECTHThCS K COKpAaUIaoUIMMCs CTPYKTypaM.

B onbiTax ¢ KaJHeBHIMH KOHTPaKTypaMu B MuOKapZe [177—178]
OLIEHHJIM CBfI3b NOTEHNIMaJa M COKpallleHUs B CepIeYHO MBbIIIie.
¥YBenuuenne kouunenrpauuu KCl or 10 mo 100 M BrI3HIBaer memo-
Jspusanuo or 70 mo 20 ms. Ilpm HopManbHOH KOHIUEHTPAUHH
HaTpus HMeeTcs NPHUOJIH3HTENBHO S-06pasHasi CBf3b MeXAy MeM-
O6paHHBIM ITIOTEHIHAJOM H BeJHYHHOM MeXaHHYeCKOro HalpsiKeHHS.
TloporoBeiit moTeHUMan A KOHTPAKTYpH paBeH 55 mg. CBaA3b mo-
TEHIMaJa M COKpallleHHs B HAANOPOroBoi 06JacTH OueHb KpyTaf.
Ilpy yMeHbIIEHHH KOHIEHTpPaLHH HATPUs B HapPYXKHOM pacTBOpe
Ha 5009, KpHBasi MbIIIEYHOe HANpsXKeHHe — MeMOGpaHHbIA MOTeHUHAJ
caBuraiach Ha 30 M8 B CTOPOHY O6oJsiblllero IOTeHIHa/ja, TaK 4TO
HOpOTr I/ KOHTPAKTypH! OblL1 paBeH 85 m8. YianeHHe BCero HaTpPHS
U3 OKOJIOKJETOYHOH cpelbl M 3aMeHa €ro Ha H300CMOTHYECKHE
KOJIN4eCTBa Caxapo3bl NIPHBOAUAU K BO3SHHKHOBEHHIO MaKCHMaJbHOH
KOHTPAKTyphl IIPH HOPMaJbHOM HQreHOHase nokos. Ilpm ucnoanso-
Banuu 100 M KCI, xortopslil BbI3biBaeT Aenossipusanuio a0 20 us,
BhisiBisiercs Ca — Na-aHTaroHusM (TOYHO TaKOH e aHTarOHH3M
HabaogaeTcs Ha ONMHOYHBIX COKpAIleHHAX). DTO COTJIACyeTcs C
JNaHHBIMH, COTJIAaCHO KOTOPHIM CHJIa COKpaIlleHHH cepala JATYUIKH
onpeneasercs cootHomeHneM Catt/Nat B HapyxkHOM pacTBOpe
[179—181]. 3T0 0GBACHEHO TeM, YTO KaJbUHi H HATPHH KOHKYDH-
pPYIOT 3a aHHOHHYyI0O rpynny R Ha kJerounoil MeMGpaHe, mpuueM
CaR HekoTOphHIM 06pa3oM BJHsSET Ha COKpalleHHe. Peakuus uuer
IIO THIY

2Na+CaR=Na,R +Ca. “)
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IMpeanonaras o6liee YUCIO AaHHOHHBIX TPYNN PaBHBIM eNUHHIlE
H TPYNNBl 3aHUMalOTCcd JHOO HaTpHeM, JHOO KajblHeM, MO 3aKOHY
JNeHCTBYIOIUX Macc
[Na*t]?-[CaR]=[Ca**](1 — [CaR]) ©)
HIH
[CaR] _ [Cat+]
[t —CaR] [Nat]

=const.

DT0 ypaBHeHHe 00OBsicHaeT obJseryamoliiee JeHCTBHe THIOHATpHe-
BbIX PacTBOPOB Kak pe3yabtaT yBeanuenus CaR. ITpennosnoxum, uro
paguKal R, KOTOpbIH KOMOHHHDYETCS C HAaTPHEM HJH C KaJbLHeM,
HeceT ONMH OTpHIaTendbHbli 3apsan. Toraa ero pacnpeleseHHe
MeXJAy CTOpOHaMu MeMOpaHbl npu nortenuuane E (mpexmosaraercs,
YTO COKpalleHHe NPONOPIMOHAJbHO mNosiBJeHHI0O KoMmaekca CaR,
BHYTPH KJIETKH), COIJIACHO ypaBHEHHI0 DosblMaHa, NOMKHO OBITh
CJIeYIOLHM:

[CaR], __
CaRl, exp (2FE/RT). 6)
Ecau [CaR] B u3GeiTke n HaTpuil 3aMeHsIET MecTa KaJjbLHs, TO
. ___[Catt]
(CaR}; +[CaR],=[CaR]=a L] )
[Mpeanonoxus, utro [CaR],>[CaR]y, 1. e. [CaR] = [CaR],, Toraa
[CaR],=a[Cat*]/[Na*t]?-exp (:EF/RT). 8)

W3 ypaBuenuss (8) chaedyeT, 4YTO yMeHbIUEHHE COAEpPIKaHHS
HaTpHsl B OKpyxKaiwlueil cpele pe3ko yBennuuBaer [CaR]; u na6uaio-
IaeMylo KOHTPakTypy 6e3 nemosspusanud. MOXKHO paccyuTaTh
CABHT NOpOra NPH YyMeHbIEHHH KOHLEHTPallM¥ HaTpHs, HanpuMmep
Ha 509%. Ilpu nocrosinctee [Ca]*t uameHeHue nemoasipusauuu AV,
KOTOpOe BBI3bIBaeT TO ke camoe yBenuueHue [CaR];, npu Bapuaunu
[Na]o DoXKHO GbITh:

AV _RT lnm.
ZF  [Natl

Ecnu Z=1, To yMeHbllIeHHe KOHLUEHTPAallMH HATPHA CHAPYXH Ha
509% MOMXKHO NPUBECTH K CAEAYIOUIEMY CABHTY:

0,58 x1g4=34,9 ms.

OKclepUMeHTAIbHO HalleHHas BeJauuuHa cocTaBiser 30 wms,
OTKyZlla BbITeKaeT XOpollee COOTBETCTBHE MeXJAY pacueTHbIMH H
3KCNEePUMEHTANbHBIMH JaHHBIMH. DTH JaHHble W UX HHTepnpeTauus
HECKOJIbKO HeTPaAHMLHOHHBI, IMOTOMY YTO, BO-NEpPBHIX, CBA3BLIBAIOT
aKTHBAIHIO He C HOHH3HDOBAHHBIM KaJjblHeM, a C KOMIJIEKCOM
CaR, a BO-BTOpHIX, MOAPa3yMeBalOT POJb B 3aMyCKe COKpallEHHs
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KaJblUs, HAYIIEro TOJNbKO M3 BHEKJETOYHOH Xuikoct#. TakuMm 06-
pasoM, ofmas cXeMa 3JeKTPOMEXaHHUYECKOI'O CONPSIKEHHS M
MHOKapia MOXeT ObITb TMpeACTaBJeHa B CAeAYIOLleM BHIE:

1. PacnpocTpaHeHue noTeHUHaja [deHCTBHS IO CapKOJNEeMMe U
BHYTPb HamnpaBJIeHHOe pacHpocTpaHeHHe Bo30yXieHus uepe3 T-cu-
CTeMY.

2. Tpancmem6panubii motok Ca u BHICBOOOXKIEHHE €ro Hs3
BHYTPHKJIETOUHBIX MeCT CBSI3bIBaHHS.

3. Nuopysus Ca K KOHTPAKTHIbHBIM 3JIeMEHTaM U CBSI3bIBaHHE
€ro TPONOHHHOM.

4. BsaumopeiictBue AT® ¢ aKTOMHO3HHOM.

5. Pea6copbuusi Ca u TpaHcMeMOGpaHHBIH, HapyXKy HanpabJeH-
HBIH TPAHCIOPT ero.

6. Tlepepacnpenenenue Ca B MecTax cBsI3bIBaHHS.

Bonee nmoapo6HO BeposiTHas cxeMa IOCJAELOBATENbHOCTH COGHI-
THH NpeACcTaBjJeHa HUXe:

Bos6yxnenue (moTeHmuan AefCTBHS)——

VlaMeHeHne MeMGpaHHOH NPOHHIIAEMOCTH

onin Na+ th)n Cat+ Buxcfn K+ T-cucrema
l—»CMemenue ' Ca : H3 PETHKYJIOMa «—

Veenuuenue uoHusuposanHoro Ca++

¥
AKTHBAallHS aKTOMHO3HHA

CokpailieBHe

4
Y nanenue KaJabuus

AKTHBHHI TpaHCHOPT MutoxoHapun Capkonyia3MaTHYeCKHi

Hapyxy PeTHKYJIIOM

epepacnpeenenne
KaJIbIHA B KJETKe

POJIb NOTEHLHAJIOB JENCTBHA
B PETYJALHH COKPATUMOCTH MHOKAPJIA

ITo anasnoruu co ckeneTHOH MBIMINEH MOXHO NMPEANONOXKHTb, YTO
B MHOKap/e MOTEHLUHaJ NeHCTBHS BBHINOJNHSET POJb TPHITEpPa COKpa-
THTeJIBHOTO anmnaparta. IlocTeneHHO HaKamIHBAaIOTCS NAaHHBIE O TOM,
4TO pOJb INOTEHUHAJOB HEHCTBHS B KJETKax ceplAedHOH MBIIIIb!
3HAYUTENbHO GOsblIasl, YeM NPOCTOR 3aNyCK COKPALIEHHS: MOMHMO
BKJIOYEHHS] OHH BBINMOJHSIOT (QYHKIHIO PEry/sitopa KOHTPaKTHJIbHO-
ro nponecca. Ha nepBhix 3Tanax ucciefoBaHHi 06 3TOM CBHAETENb-
CTBOBAa/Jl¥ OTMeYaeMble MHOTHMH aBTODaMH KOPPEJSIHH MeXIY
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napaMeTpaMHi TNOTeHUHana HeHCTBHS W cOKpamleHus [182, 183]:
BHICOTa cnaiKa — MMK MeXaHHYeCKOr0 HamnpsiXeHHs, CKOPOCTb
HapacTaHHsl [JeNOJSPU3alHU — CKOPOCTb YKODOYEHHs, IJoulalb
IO KPHBOH NMOTEHLHaska AefCcTBUS — MeXxaHHYecKass paboTa cOKpa-
LIeHHs], AJHTENbHOCTb MOTEeHIHana AEHCTBHSI — BpeMsl HapacTaHHd
HaTpsIKeHHUS.

Hau6osnbliee BHMMaHHe YNENE€HO KOPPEISLHH MEXKAY MJIHTENb-
HOCTbIO (asbl MIAaTO ¥ AJHTENbHOCTBIO H30METPHUYECKOTO COKpalle-
nusi. [IponyckaHueM TOMYKOB IENOJSPH3YIOIIEr0 TOKa yepes MOJIOCKY
MBILIIBL KeJyJ0YKa YCTAHOBJEHa NpsAMas CBSA3b MeXIy AJHTENb-
HOCTbIO NOTeHIHajJa NEHCTBHS ¥ BpPEMeHeM HapacTaHus KOHTpak-
THJABHOTO OTBeTa A0 MaKcuMaJjbHOro 3HaueHus [184]. O6 stom xe
CBHJeTeJbCTBOBaJ (akT, UTO NPH IOCTOSIHHOHM TeMmepaTtype C yBe-
JIMYEHHEM YacCTOThl CTHMYJSIIHH B MHOKapje JATYLUIKH NPOHUCXOAUT
napaJjielbHOe NajJeHHe W IJIHTEJIbHOCTH IIaTO, U BpeMeHH Hapa-
cTaHMsl COKpallleHHs R0 Makcumyma [185,186]. Oxnako B manui-
JSIPHBIX MbILIAX KOPPEJIsilHs MeXIy MJIHTEIbHOCTbIO MOTEHIHana
IefCTBUSS W BpeMeHeM pa3BHTHS HaNpsSKEeHUS IpH H3MEHEHHH
HHTepBa/sa MeXIy CTHMYJaMH He Takas XXeCTKas, KaK B Xelynou-
Ke: mepBas CHHXaJjacb HHOrAa 6oJsee OBLICTPO IO CPaBHEHHIO CO
BpPEeMeHeM HapacTaHHs J0 [HMKa HU30MEeTPHUYECKOro cokpalneHus [182].

B Teuenne JeCTHHYHOTO (EHOMEHA H AJHTENbHOCTb MOTEHIHasa
HEeHCTBUS,, ¥ BpPeMsl N0 MakCHMyMa HaNpsiKeHHs YMeHbINaJHCh Ia-
pannensHo [187]. AHajsoruuHoe siBlieHue HaGJIONAETCS TPH YMEHb-
IIEHHH BHEKJETOUHOM KOHUeHTpauuu Hatpus [179, 188,189] u mpu
H3MEHEHHSX CONepXKaHUs HapyXKHOro Kajausi. B runonaTpueBbIX
pacTBOpax KOppeasiiuy Mexny AjaurteabHocTbio I1[1 u BpeMeHeM Ha-
pacTaHUs COKpalleHHs TecHee, KOIJa 3aMeHHTeJeM HaTpUs SBJSET-
csl XOJHH (a He caxaposa).

IIpuMeHenne pa3HooGpasHbIX HapMaKOJOrHYECKHX BO3JefCTBHI:
crpodpantuna [190], terpomorokcuna [191—193], kaTexomaMuHOB,
H3MEHEHHH BHEKJETOUHON KOHUEeHTpauud Kaabuusa [194], uonoB
Mapraiila ¥ JApYruX —IOKa3ajo, 4YTO, 3a pPEIKHM HCKIIOUeHHEeM,
VAJHHEHHBIM INOTeHLHANaM CONYTCTBYET MJHTENbHOE COKpalleHHe.
YKa3aHHOe COOTHOLIEHHE OYeHb TPYAHO IIPOCTAENHUTb B KJETKax
npefcepAusi, Tie ¢asa MIaTo OTCYTCTBYET, a PENOJsSPH3alUUs MOUTK
SKCIIOHeHIHaJbHa. Ha mpexcepausx KOHTPAKTHUJIbHOE HamnpsiKeHHe
He MOANEPXKHUBAETCS NPH NPONYCKAaHHH TOKA Yepe3 MeMOGpaHy, H IO-
clleflHee MOXKeT GBITh CJIeACTBHEM HECIOCOGHOCTH COKPAaTHUTENbHOTO
annapaTta TNpeICepAHON TKAaHW TeHEPUPOBATb MOAAEPKHUBAEMOe
HanpsiKeHHe.

3HauyHuTe/NbHBlE H3BpALEHHS CBSI3H NJIHUTENbHOCTb IIOTEHIHAJOB
IeHCTBHS — IJHUTEJbHOCTb COKpallleHH! HaGJIIORAIOTCA U NpH MOHH-
)keHun Ttemmepatypsl [195]. Tak ycTaHOBJEHB pa3/uyHs B MHJH-
TeJbHOCTH TNOTeHIHana JAefcTBUA M MJIHTEIbHOCTH HapacTaHus
COKpallleHHH N0 MaKCHMyMa B H30JHPOBAaHHBIX BOJOKHax ITypkunube.
3nech npu temneparype 37° morexunas gauiacs 500 mcek, a BpeMs
0 MHKa HanpsixeHus cocraBasiao 150—200 mcex; mpu 10° Bpems
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0 MaKCHMyMa COKpalleHHH BO3pOCJO A0 2—3 CeK, Torga Kak
NJ1aTO NOTeHLHana AefcTBUSL GblIO MeHee 1 cex. DTO He YAUBHTE b-
HO, u60 TeMIepaTypHble XapaKTePHCTHKH, H B YAaCTHOCTH 3MIHpH-
yecKas SHeprusi aKTHBallM¥ DasHHIX (pa3 MoTeHLHMasa JEHCTBHA U
COKpallleHHH, CyLIeCTBeHHO pasauyatorcss [196—197].

IIpn yBesnueHNHM BHEKJETOYHOH KOHIEHTPALHH MHOHOB KaJus
HOTeHIHaJbl NeHCTBUS YMEHbIIAIOTCA B MJHTENbHOCTH, TOTZa Kak
COKpalleHusi NPaKTHYeCKH MEHSIOTCS MaJo (BpeMsi IO MakKCHMyMa
HamnpsiXKeHHs1 BOoOOIle OcCTaeTcsi HOCTOSHHBIM). To, YTO pasjauyHble
HOHHble U (hapMaKoJOrHYecKHe BO3LEHCTBUSA CIOCOGHBI H3MEHSITh
5JIeKTPOMEXaHHUeCKOe CONpSIXKeHHe Yepe3 TO HJHM HHOE 3BeHO, BpSiI
JIH HyXKJIaeTcsl B NOoKasaTeabcTBaX. 1103ToMy 3HauuMoCTh KOppeJsi-
THUBHOH 3aBHCHMOCTH MEXJYy AJHTEJbHOCTbIO NOTEHIMAJIOB AeHCTBUS
H COKpalleHHH AOJKHA NPHHHUMATbCA B pacyeT TOJbKO B TOM CIay-
qae, KOrjfla IIpHMeHsieMOe BO3JeHCTBHE MEHSET IJIHTEJbHOCTb HEerno-
Jgpu3alnuy, He 3aTparuBasi HHBIX 3B€HbEB MeXaHH3Ma 3JEKTpoMexa-
HHYeCKOH CBSI3Y, HJIH B cJyyae HAJUYHUS PA3BUTOH KOJHYECTBEHHOMN
MOZeNH, TIe MOXKHO TOYHO yKa3aTbh, KaK M B KaKOM HaIllpaBJIEeHHH
MEHSIOTCS IapaMeTpPbl BCeX 3BEeHbEB CHCTEMBl IIPH 3aJaHHOM
Bo3neiicTBuu. Iloka xe HauGoJsee yGenuTe bHBl NaHHbIE, KOTLa IJIHU-
TeJbHOCTb NOTEHIHaNa AeHCTBUS U3MEHSIeTCS C MOMOIIBIO KAaTOLHBIX
M aHONHBIX cTHMYJ0B. OHH NPSIMO MOKAa3bIBAIOT, YTO MUOKapAHAa/b-
HOe HampsKeHHE NOANEPKHUBAETCS, IIOKa CYIIeCTBYeT AENOJspH3a-
nus (Mbl He IMeeM B BHY OY€Hb JJIUTEJbHbIE JEN0/SIPH3YIOLIHe BO3-
IelCcTBUs, Tle BbIpaXKeH Npollecc WHaKTuBanuu). MoxHO cuuTarth,
YTO JeNoJisipH3allusl YBeJHYHBAeT MOCTYIIEHHE HJIM BBHICBOOOXKIEHHE
KaJIbl[Usl, CO3AaBasi YCJIOBHUS IS yIePKaHUsS HaNpsKeHUS.

Bonpoc o xoppensuuu IT[] u cokpameHus uccileroBaH HeLaBHO
[198—200]. YcraHOB/IeHA NOJIOXKHTENbHAS CBS3b MEXAY MJIHUTEJNb-
Hoctbio ITJ] W aMImJHTYION COKpalLleHHs, XOTS HMHOTLAa YCHUJIEHHE
cokpaTuMocTH Habmwonanocs npu ykopoueHuu ITI. Ilpu durcaunun
TOKa Ha TpabekyJax NpaBoro KeayJouKa OBIbl HafNeHO, YTO KOp-
peasuusa AnurtenbHocth I1J[ — BpeMs mo NMHKa HampsiKeHHS cOXpa-
HsieTcs, ecan AaurtenbHoctb ITJ He Gosee 500 mcex, n6o mpu mau-
TeJbHOH Henojspu3aluy HaOawogaeTcss: CIOHTaHHOe pacciabieHue.
JerajpHbII aHaIU3 Ha MHOKaple MODCKOH CBHHKH I[OKa3al,; 4TO
NOCTOSIHHBIH YPOBEHb BeJHUYHMHBI PENOJSIPH3alyH, C KOTOPOrO HaYH-
HaeTcs pacciabJieHHe, oTcyTcTByeT. Ecaim B ceplilie BBeCTH BHeoue-
penHol CTHMYJ, Hab/ai0faeTcss MOCTIKCTPACHCTONHUECKAs MOTEHIHa-
IlHsl, MaKCHUMaJ/JbHasi B NEPBOM 3KCTPACHCTOJHYECKOM COKpalleHHH
H IOCTEeNEeHHO 3KCIIOHEHLHMAaJbHO Tafaiollasi B NpeLCepIHH B Teue-
Hue 5—10 cokpauienufi, a B Kenymoukax — 4—7.

CymMa yBenuueHHOH oGIIeHdl IJIOIIaAH COKpalleHHl JHHEHAHO
CBsI3aHa ¢ oOLIefl AJIMTENbHOCTHIO JOMOJHHTENLHON NeNoasIpU3alky.
Ecnu T1J1 yanuHUTD AEMOJISPU3YIOIAM TOKOM, TO IONOJHUTENbHas
aKTHBallisl B OYepPeJHOM U IOCHeIYIOUINX COKpalleHHaX Oyaer
JHHEAHO CBsi3aHa C BpeMeHeM [efCTBHS HNENOJsIPU3YIOLEro TCKa
[201, 202]. VBenuuenne uacToThl cruMyasuuu ykopauusaer I1]I, HO
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OIIHOBPEMEHHO HalJgmogaeTcs pPocT cokpatueHusi. Ilagenre dacToThl
IaeT NpPOTHBONOJNOXKHBI 3¢ dekr. MrHoBeHHOe OXJaXAeHHE OT
31,5 no 24° 6wicrpo yauaunsier I1Jl, Torda xak mapaMeTphl COKpa-
LIleHUs1 MeHSIOTCsl MeAJIeHHO.

JlonoJIHUTEeNbHBIA IPUPOCT COKpalleHuil B CePAIaX TeMJOKPOBHBIX
noJ BJHSIHHEM [eNoJspH3aluy, KOTOPbIH NpOJOJXKAaeTCs B TeUeHHe
nocjelyolux cokpalleHudl (ToT Ke 3¢dexkT maeT BHeOuepemHOe
BO36YXKJIEeHHe), CBUAETEJNbCTBYET O CYLIECTBOBAHHH KOMIAPTMEHTa
MexXAy MeMOpaHOH M KOHTPAKTHWIBHEIM anmapaToM, paboTailiero
Kak HOMOAHKTEeNbHBIN myna. K3 storo mysa akTHBAaTOp pacXOXyeTcs
OpH NocnelyoOIIHX cokpauleHusx. KosamuecTBO aKTuBaTopa 31ech
OPSIMO TIPONOPLUOHAJIBHO IJIUTENbHOCTH MOTEHIHAJIOB JeHCTBHS.
JelicTBUTEIBHO, HHAKTHBALMSA KaJbLHEBOI'O TOKa BO BPEMS IIOTEH-
nMaja AefcTBUS NPOTeKaeT KpaiitHe MeLieHHo [203].

YKopoueHHe MNOTEHIHANOB HeHCTBHSI W YyCHJEHHe COKpallleHuH
HabJaogaeTcsi B HEKOTOPHIX CepAliax IpH YBEJHYEHHH YacCTOThI
cepAlieOMeHuH, YBeJHYEHHH BHEKJIETOYHOH KOHIIEHTPALUH KaJblUs
[204], mocne npumenenusi crpodantuna [205]. Bepositno, B 3TOM
cJydae NMPOHCXOAHMT 3arpy3ka NPOMeXYTOYHOIO KaJbLIHeBOro MyJa.
HoHbl Kanpnyus MOTYT NOCTYNaTh K MHOQHIAMEHTAM H3 TPeX OCHOB-
HbIX HCTOYHHKOB: 1) H3 MecT CBSI3bIBaHHS B CapKOIJIa3MaTHYECKOM
PpeTHKYJIOMe, 2) H3 HapyXKHOro pactBopa (TpaHcMeMOGpaHHbIH
NOTOK KaJbLHufl); 3) H3 MeCT CBA3bIBaHHS B INIa3MaTHYECKOH MeM-
OpaHe.

Ilpu BO36YKIeHHH B 3aBHCHMOCTH OT THIIOBBIX M BHIOBBIX OCO-
OeHHOCTeH MHOKapAHaJbHOH TKaHH, OT CTENEeHH Pa3BHUTOCTH BHYTPH-
KJ€TOYHBIX MeMOpaHHBIX CHCTEM BO3MOXHO JOMHHHPOBaHHE TOTO
WM UHOrO NyTH. Buaumo, B cepAlax XOJOAHOKPOBHBIX, I'le CapKo-
nJ1a3MaTHYECKHH PeTHKYJIOM pas3BHT c/1ab0, OCHOBHOe 3HaueHHe B
HHULIMAllUY COKpallleHHHA HMeeT BHEKJETOUHbIH U MeMOpaHHbIA KaJb-
uuni. Ilo Mepe pasBUTHUS BHYTPUKJIETOUHBIX MeMOGpPaH H COBEpLIEHCT-
BOBaHHUSI NpOBeJeHHS] BO3OYXKIAeHHS OT MeMOpaHb K MHO(QHIaMeH-
TaM Bce OoJjblllee 3HaueHHe NpuobperaeT KaslblUi capKOIIa3sMaTH-
4ecKoro perHuky/ioMa. JJIuTeNbHOCTb NOTEHIHMAN0B AeHCTBHUS NPH
3TOM omnpejensieT Kak Obl BpeMs, B TeYeHHE KOTOPOr'O IIPOUCXOLHT
Bbifle/leHHe KaJbLUsi M3 TOTO HJIH HHOTO y4acTKa, a B CepAle XOJOX-
HOKDOBHBIX AJHTENbHOCTb IJ1ATO — 3TO BpeMs, B TeYyeHHe KOTOPOro
MeMG6paHa NpOIyCKaeT KaJbLHH.

BennunHa BbICBOGOXKAAeMOr0 KasbLUUsl 3aBHCHT OT NPEABICTOPUH
KOHTPaKTHJIbHOH aKTHBHOCTH Y IBHKEHHS KaJbIHs BO BpeMs May-
3bl F206]. B cBoio ouepenp, ypoBeHb CBOGONHOrO KaabLUHUSl IIPH
ouepeqHOM BO3OYXKIEHHUH ONpenensieTcsl BXOAOM KaJbLHS BO BpeMs
NoTeHIHaJa AeHCTBHS M KOJTHYECTBOM BHYTPHKJETOYHOTO KaJbLHS
B MecTax CBsA3bIBaHHMS. TakuM o6pas3oM, MOTeHIHAak HeHCTBHS OKa-
3bIBaeT ABOHHOH 3(PdeKT Ha KaJabLHI — MOIOJHSET ero KJIeTOUHble
3anacel u BHICBOOOXKaeT KaJbUHH W3 3THX 3aMacoB.

ITokasano [207], uTo B OmpenesNeHHBIX YCJIOBHSX COKpallleHHe
COCTOHMT M3 JBYX KOMIOHEHT: OBICTPOH, CBsSI3aHHOH C BBICBOGOXKIe-
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HHEM aKTHBaTOpa H IHOCJeAylolled MeAJeHHOH, O0O0yC/JOBJeHHOH
NpsIMBIM BXONOM TpaHCMeMOpaHHOro KaJblHeBoro Toka. OTHoCH-
TeJibHAas BeJHYHHA HX B COKpALeHHH 3aBHCHT OT HHOTPONHOTO
cocTosihus npenapata. Ilpu ManoM KosuuecTBe KaJbLUsl B 3amacax
nepBasi KOMIOHEHTa BO3JeHCTBYeT TOJNbKO Ha CKOPOCTb HapacCTaHHs
COKpallleHHil, TOrZa KaK NHK HaNpsiXKeHHS B OCHOBHOM oOIpefesd-
ercs Bropoil. Korza sanacel Ka/blIMs NMOBBILAIOTCS, NepBasi KOMIO-
HEHTa TaK»Ke HayWHaeT AaBaThb BKJaJA B NIHK pPa3BHBaeMOro Hamps-
)KeHHust. [Ipn 3TOM MenJseHHass W ObICTpAas KOMIIOHEHTHl NPH YKOpO-
yeHud Tomuka ¢ 300 mo 100 mcex BenyT cebs1 mo-pa3HoMy: ObicTpas
He MeHsieTcH, a MelJleHHasl — najaer.

OTanunTtenbHass 0COGEHHOCTb 3JEKTPOMEXaHHUYECKOTO CONpsKe-
HHSl KJETOK MHOKapha B TOM, YTO HOH KaJblIUs SIBASETCA peryJs-
TOPOM AJHUTENbHOCTH BO36yxKaenus. IIpexnosnoxeno [208], uto Bo
BpeMsl Haya/lbHOH YacTH NOTeHUHa a NeACTBUS MPOHCXOAHT OBICTpPOE
BXOXJleHHE HOHOB KaJblLUsl B MHOKapAHaJbHble KJIETKH H KaJbLHM
JeTepPMHHHPYeT AJNUTEJbHOCTb (pa3bl MaTo, sIBASAACh Kak Obl pery-
JATOPOM KaJjueBo#l mpoBoauMocTtu. Ilomjaep:xuBaemass menossipusa-
nusi CHocoOCTBYyeT HajbHeHeMy BxoAy KaJubuusi. OmHako napas-
JeJbHO uaeT AU (y3Hs KaJblHA H e€r0 peaKKyMyJslHus HIUTOMIa3-
MaTHyeckUMH cucremaMd. C pOCTOM KOHIEHTpPalUHH KaJjblHs
KajpeBass NPOBOJHMOCTb OYyHeT YBeJHYHUBATbCS, UTO INPHBENET K
penonspu3auyud MeMOpaHBl, K NMPeKpalleHHI0 BX0Ja KaJbLHS H BHI-
KJIoueHHIo cokpalleHufd. Tak Kak cucreMbBl ¢ 06paTHOf CBS3blO
HMelOT TeHAEHLMI0 K OCLMJJIALUAM, CYIIeCTBOBaHHe aJbT€pHALUM
NOTEHLMaNOB JeficTBUsl He yauBHTeabHO [209—213]. do HemaBHero
BpEMEHH 3Ta T'HIOTe3a SKCIEPHMEHTAJbHO He Oblia IOATBEpPKIEHA.
KocBeHHble JOKa3aTeNbCTBAa B €€ MOJb3Y BBHITEKAIOT H3 3KCIEpPHUMEH-
TOB C MHKDPOUHDBEKIMeH KaJbIlUsi B KPyIHblE OXMHOUHBIE MBILIEUHbIE
BoJIoKHAa. IToTeHImasbl melicTBHS B HHX He BO3HHKAIOT, €CJH KOH-
HeHTpaluss BHYTPUKJIETOUHOrO KaJjbliusi npeBwimaer 2-107¢ M
[214]. V3 onblTOB ¢ BHYTPHKJIETOYHOH Iepdysuell Takke Caedyer,
uyT0 6OJIbIINE KOJUYECTBA HOHOB KaJbIUsl B aKCOIJIa3Me NMOAaBJSIOT
akTHBHOCTb [215].

Ecau cunrtaTh, 4TO AJHTENbHOCTb AENOJSPU3AUMU NPH HAJTHUHH
TpaHCcMeMOpaHHOTO IIOTOKa KaJbLMsA ONpelessieT BpeMs, B TeueHHe
KOTOpPOrO INPOMCXOAHT 3a6poC KajbliMs B KJETKY, TO, OYEeBHIHO,
BeJIMUHHA JENOoJIIPH3allMH TaKxkKe IOMKHA BJHATHD Ha MOCTYIVIEHHE
KaJbllusi B KJeTKy HJIM ero BBICBOOOXKIEHHe H3 BHYTPHKJIETOUHBIX
3anacoB. OnHako B OOLIYHBIX YCJIOBHSIX aMIUIMTyda TOTEHIHAJOB
IeHACTBHSI MeHsleTCs OTHOCHTENbHO MaJjo. B ¢HsHo/OrHYecKHX ycJ0-
BHAIX JIMLIb NIDH BBICOKOH YacTOTe CTHMYJSILUH B NOC/JAEI0BATEIbHOM
pANY NOTEeHIHaJIoB AeficTBUA HabJloqaercs nageHue opepuyta [67].
YKa3aHHble H3MeHEeHHs] HeBeJHKH H COCTABJSIOT HECKOJbKO MHJIJIH-
BOJIbT. AMIVINTYla NOTEHUHAJIOB AEHCTBUS HE MEHSIETCS IIPH MOHH-
>)KeHHH Temnepatypsl [216]. [Ipx HEKOTOPBIX BO3IEHCTBUSX NMajeHHe
oBepillyTa NOTeHIHa/Ja IefCTBHS U MaKCHMyMa COKpallleHHi Ipo-
HCXOAHT NapaJjJjejbHo (HalmpuMep, B PacTBOpPe C TETPOLOTOKCHHOM
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[217]); B mpyrux ciaydyasix yMeHbLIEHHBIM NOTEHLHAaJaM HeHCTBHS
CONMYTCTBYIOT BO3POCIUME IIO CHJIe COKpallleHHs (THIIOHAaTpHeBble
PacTBOpEI, CTPOGAHTHH).

OGpatHass KapTHHa — B THIepHAaTpHeBOH cpele. Habaonaemas
B HEKOTOPHIX C/IydasiX KOppeJaslus MeXIy BeJHYHHOH [eNoJspH-
3allHH M CHJIOH COKpallleHHs ellle He CBHAETEJNbCTBYET O CYIIEeCTBO-
BaHHH Kay3aJbHBIX CBs3eH, OO NMOTEeHIHasaM AeHCTBHA ¢ GoJbliei
aMIIMTYAOH OOGLIYHO COOTBETCTBYIOT NOTEHLHMaJbl ¢ GOJblLIeH AJH-
TeJbHOCThIO. OnbITH ¢ ¢HKcauuell HampsXKeHHS H TOKa IOKa3bl-
BAIOT, YTO peryJslus NenojspH3alus — aMIVIMTyna COKpallleHHi
MOXET HHOrZla HMeTb MecTOo B (PH3HOJOTHUeCKHX ycjoBHax. Ha
npencepaud MODCKOH CBHHKH HaHJeHO BO3pacTaHHe CHJBI COKpa-
LIeHUH NpH YBeJHYEHHH AeNOJspH3yIoIlero ToKa gaxe B Tex obJa-
cTAX MeMOpaHHOrO IIOTeHLHaJa, NPH KOTODPHIX KaJbIlMeBBIH TOK
au6o MmaJ, au6o paseH Hymo [207]. ITo mMepe yBeJaHueHHs HENOJs-
pH3alUH COKpallleHHe pacTeT, HaK/JOH KPHUBOH MeMOpaHHBIH NOTEH-
[HaJ — NUK HanpsiXKeHHs1 CTAaHOBHTCH Kpyde, HO NIpPH [ajibHeHIIeM
yBeJIHYeHHH Jenojsipuzanud (Beile () NPHPOCT COKPATHMOCTH
yMeHblIaeTcsl. AMIVIMTYa COKpallleHH#l He NOCTHraeT NMOCTOSHHOIO
YpOBHs Naxe npu MeMGpaHHOM noteHnuajne 50 xs. Ilpu takom
[IOTeHLlHaJle MelJeHHBbIH, BHYTpb HampaBJ/ieHHBI! TOK nanaer. Cie-
JOBaTeJbHO, POCT IHKa HanpsiXKeHHss 06YyCJOBJeH HesiTeJbHOCThIO
KaKOro-To HeH3BeCTHOro MexaHuaMma. Kpumasi cBsisu MeMOpaHHOrO
NMOTEeHIMasa C MeXaHHYeCKHMM Hanps:KeHHeM HMeeT S-06pas3HbIH
xapakrep. Hauayumasi koppeasiuusa HaGJiiofaeTcss MeXAY KaJsblue-
BLIM TOKOM H MAaKCHMaJbHOH CKODOCTBIO yKOpoueHHs. Tak, IpHu
MeM6paHHOM noTeHuHaje 10 8 KajblHeBbIH TOK H MaKCHMaJb-
Hasi CKOPOCTb YKOPOUEHHsI AOCTHTalOT NpelesbHbIX 3HAaYeHHH, a IpH
JajbHeHIIeM yBeJH4YeHHH NeNOoJApH3alUdl OHH YMeHbLIAIOTCH.

He ynuBuTe/nbHO, YTO HEKOTOpble aBTOPHl HAXONSAT KOPPEJSIHIO
MeXIy IJIOIafblo IOA KPHBOH TIOTEHIMajda JeHCTBHS U MeXaHHYe-
CKO aKTHBHOCTbIO MHOKapzaa [198, 201, 202]. B ocHOBHOM yKa3aH-
Hasi CBAI3b ABJfETCS OTpPaKeHHEeM 3aBHCHMOCTH COKpaLleHHs OT
JJIHTENBHOCTH AenoJsipusanud. OZHAKO B KeJYHLOYKe JIATYIIKH NpPH
NIOCTOSIHHOH TeMIlepaType C YBeJHUYeHHEM YacTOThl cepiieOUeHHi
IJIOIIaAb NOA KPHBOH IOTEHIHasja HeHcTBHS yMeHbllaercsi (Bcien-
CTBHE yMeHbLIEHHs IJHTEJbHOCTH BO30OYXKIEHHS), a MeXaHHYecKas
pa6ora Bospacraer [218]. Koppeasiuus Mexay MJIOWAAbI0 TOXL
KPHBOH NOTeHLHaJ a JeHCTBUSA U NMKOM MeXaHHYeCKOro HanpskKeHHs
YXYAIIaeTCs U NPH H3MeHEHHH KOHIEHTPAUHUM KaJblHsl B HapyXKHOM
pacrBope.

Hns BBISICHEHHSI BOIpoca O CBSI3H NOTEHNHaJa AefcTBUA H CO-
KpallleHHs OPMHIMIHAJbHOe 3HaueHHe HMeIT (PaKThl O BO3HHKHO-
BEHHH COKpallleHHH O6e3 H3MeHeHHS MeMODaHHOrO IIOTEHIHaJa.
B sTroM oTHomeHHH HHTepecHO cooGuienune [219]. Haiimeno, uro
yBEeJIMYEHHEe KOHIEHTPAalUMH KaJbliHs B HapyXKHOM pacTBOpe BeHeT
K MOSIBJICHHIO CIIOHTAHHBIX MOCTCOKPalLleHHi B NaNU/JISIPHOH MBIMIIE
MODCKOH CBHHKH, NIPHYEM 3TH COKpallleHHS He CBA3aHH C H3MEHe-

64



HHeM MeMOGpaHHOro NOTeHLHasa. YKa3aHHOe siBjleHHe OGHapyXKeHO
HaMH Ha XKeJyJouKe JATYUIKH B aHAJOUHUHBIX YCJOBHAX. Iloct-
COKpalleHye B THIEePKaJAbLIHEBOM PacTBOpPe MOKET OTPaxKaTb OCIHJI-
JISTODHOE NOBeJeHHe KaJbIUHAKTUBUPYIOUEH HWJAH KaJbLHAHHAKTH-
BHPYIOLIEH CHCTEMBl W NMOPOTOBBIH THI OTBETa B 3JEKTPOMEXaHHU-
YECKOM CONpsKEeHHH. OTH IaHHble He OTPHUAIOT 3allyCKaloILyio
poJib TOTEHIHasa AefCTBUS B Pas3BUTHH COKpaLleHHs, HO CBHIe-
TEJbCTBYIOT O HAaJIMYUM LieMM OOPAaTHOH CBA3WM U LENH 3amepKKu
B 3JIEKTPOMEXaHHYECKOM CONpsiKeHHH. 151 Takux cHTyaluil npen-
JIOXKEeHbl MHOT'OYMCJIEHHBIe CXeMBl H AuddepeHIHaIbHble YDAaBHEHHUS.

ConoctaBuM [JaHHBE O KOppeJdlUHHM NOTeHUHAJOB HeHCTBHA U
COKpallleHH!l B MHOKapfe U CKeJeTHOH Mbine. B nocnenue#r ymiu-
HeHHe cmaliKa, KaKk d B MHOKaple, BeleT K YBeJHYEHHUIO COKpalie-
Huit [220]. B MHOKapne posb Haya/bHOH AENOISPH3ALHU B 3JIEKT-
poOMeXaHHYeCKOM CONpSKeHHH HeBeJHKa, IOCKOJbKY OCHOBHOE
NOCTyNJIeHHe (BblAeJeHHEe) KaJsIbLHsl M3 TeX HMJH HHBIX HCTOUHHKOB
CONPSXKEHO C YCTOHUYUBOH JAeNoJisipu3alnuedl U AJUTEJbHOCTb HadaJb-
HOH [emnoJisipH3alyuy HecOMOCTAaBHMO MaJja MO CpPaBHEHHIO ¢ ofHieil
IJINTENIbHOCTBIO NOTeHIMaJa HelicTBUSl. TeM He MeHee IpH TeMIle-
patype 30° u BHIIIIE B XeJTyLOYKe JATYIIKH CafiKoOGpa3HBIM MOTEH-
I{ajaM CONYTCTBYIOT yJaBJHBaeMble cokpaieHus [216].

Hukewm eme He npoBeneHa NMOpIYOHHAS pacKAaiKa NOCTYIJIEHHS
(1 BHICBOGOXKIEHHS) KaJblHUsi B pasHble YacTH IOTEHIHaJsa Jefl-
ctBHA. XOTS yXKe cefiyac UMeIOTCS MHOTOUHCJIEHHBIE HaHHbIE O HaJHU-
YHH KaJbIlHEeBOrO TOKa BO BpeMd IJIaTO MNOTeHIHaJjga JeHCTBHS
[221—234], Tem He MeHee TPYIHO ONMPOBEPTHYTb YTBEPKIEHHE, UTO
HabJofaeMble 3¢ (eKTH CBSI3aHBI C BJIMSHHEM KaJsblHsf Ha IPOBO-
IUMOCTb MeMOpaHBl K JApyruM HoHaM. He u3BecTHO 10 cux mop,
MEHSIIOTCS JIM YyBCTBHTEJIBHOCTb KOHEYHOro 3(¢heKTopHOro 3peHa K
KaJbLHI0O U MeXaHHYeCKHH NOpOr B XOXe IOTeHIHaJa HeHCTBHS.
Takasi BO3MOXHOCTb BepOsiTHAa HAJsi CEPAEYHON MBIIIIb B CHIY
TOTO, 4TO BO BpeMsl BO30YXKIEeHHUS B KJETKY IIOCTYHNAlOT MOHB HaT-
pHsi, KOTOpble SIBJSIOTCS DEryJsTopaMH COKPAaTHMOCTH. Tax, eciau
OBICTPYI0O KOMIIOHEHTY IIOTEHIMasa [IeHCTBHS YCTPAaHHUTb Ipe/Ba-
pHUTEJbHOH HdemoJisipH3alyell XJOPHCTHIM KaJjueM (YTO, KaK M3Be-
CTHO, BbI3bIBa€T MHAKTHBALMIO GBICTPOH HATPHEBOH pereHepaTHBHOMN
CHCTEMBI), TO COKpaleHusi ymeHbmatorcsi Ha 30—50% mo cpasHe-
HHIO C COKpalleHHSIMH, CBS3aHHEIMH ¢ HODMaJIbHBIMH NOTEHLMaJaMHU
nmeiictBus  [224]. MOXHO CYHTaTh, YTO COOTHOLIEHHE MTHHAMHKH
HaTPHEBOH H KaJ/IbIIMeBOH NPOBOLMMOCTH H COOTHOINEHHE KOHIEHT-
paluii HOHOB HAaTPHsl M KaJbLHf B HEKOTOPBIX ydYacTKaX KJEeTKH
onpenesasoT 3P(eKTHBHOCTb [NeNoJspH3allMM H BKJIaJ OCHOBHBIX
tas noreHnuasa NeHCTBHUSI MHOKAapJa B KOHTPAKTHJIbHBEIH OTBET.

Il MOHMMaHUsT MeXaHH3Ma CONDSKEHHsI 3JEKTPUUECKHX H Me-
XaHHYECKHX COOLITHH HeOOXONHMMO NPHBJEYb CBEJeHHS N0 H3YYeHHIO
JeACTBHS YacCTOTHl CTHMYJISIIMH Ha MHoKaph. IIpuHsATO, 4TO AOMOJ-
HUTEJNbHBIH BXOJ KaJsbLMs Ha KaxKloe COKpallleHHe GajaHCHpYeTcs
YBEJNHYEHHBIM BBIXOJOM B TOM K€ KOHTPAaKTHJIbHOM HHKJeE, TaK 4TO
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CyMMapHOH 3aJepXXKH KaJsIbLHs B KJeTKe HeT. B npoTHBONOIOXK-
HOCTb 3TOMY Ha NanWIAPHOH MbiIe co6aku mokasauo [235—237],
4TO MMeeTcs 3afiepXKa Kanabuusg Ha 10—12 mun mocie H3MeHeHHs
YacTOTHl cepAleOHeHHl: KaJabllui JIOKaJH3yeTCsl BO BTOPOH KHHETH-
yeckod ¢ase (capkomnasMaTHuecKHuil peTukyJaioM). [locTynuposano,
4TO ABHXEHHE KaJblIHS B CapKOTyOy/spHOH cHCTeMe KOHTPOJHPY-
€TCsi BHYTPHKJIETOYHOH KOHII@HTPAallMell HaTpHs, U BJIHUSHHE MOCJel-
Hero Ha COKpallleHHe COCTOHT B YMeHbIIEHHH CBS3LIBAHHS KaJIbIHS.
Ecau yacTb HaTpHs, BOLIEJIIEro NPH BO3GYXIAEHHUH, HE B COCTOSHHH
BHIKAYMBaTbCsl B TEeYEHHEe JHACTOJBl BCJAEACTBHE HEINOCTATOYHOCTH
Hacoca, To GoJsiblllee KOJHYECTBO KaJjbliusi OyHeT BbICBOGOXKIATbCS
npH cjaedyomeM Bo30OYXKAeHHH, NaBasi NpHpocT cokpauenus. [lpu
KOMINeHcallMH GYHKIHH Hacoca COAepKaHHe TKaHEBOTO KaJjblUs
BO3BpalllaeTcss K KOHTPOJbHOMY ypoBH10. CTabunu3alus COKpalie-
HHH cOBIajaeT BO BPeMeHH cO cTabu/iu3anveil HOHHEIX IIOTOKOB.
Korma eMKocTb peTHKyJIOMa [JOCTHraeT Npefena, KajbLUHi Hauu-
HaeT aKKyMYJ/JHPOBaTbCsi B MHOQHOPHIJIAX, a B MBILINE PerHcTpH-
pyercsi KOHTpaKTypa. B TKaHfX, OeIHBIX DETHKY/JIIOMOM, MeCTa
KOHKYPEHIIMH KaJIbIHUs U HaTPHUS HAaXONSTCS B IIOBEPXHOCTHOH MeM-
6paxe.

CymecTByer H aJbTepHATHBHAs THIOTe3a, COTJIACHO KOTODOii
capkoTy6ynspHas MeMOpaHa (YHKIHOHHPYET TOJIBKO KaK Y4acCTOK
CBSI3BIBAHUSI U XPaHEHHs KaJblihsl, a BEICBOOOXKIAETCS KaJbLHi IPH
BO30YXKIEHUH U3 IPYrHX MecT. MOXHO NpENIOOXKHTD, YTO KaJIbIUH
BLICBOOOXKIaeTcsi H3 CapKOJeMMBbl, 3aTeM CMeIlaeTcsi B 00JacTh
MHOGHIAMEHTOB H CBS3bIBaeTCs PeTHKY/JIoMOM. CBSI3aHHBIH KaJlb-
OHil B MOC/JELYIONEM TeM HJH HHBIM CIOcoGoM IOnajaerT B HHTeD-
CcTHUHaJbHOe npocrpaHcTBo. Her ¢akToB, KoTopble OB NPSIMO NpO-
THBOPEYHJIH 3TOH runorese. IIpexonsinee yBeJHdeHHe KOJHYECTBA
KaJIbIUsl TOCJe YBeNHYEHHS YaCTOTHI CTHMYJSIUH JIOKAJH3YeTcs,.
Kak ¥ B NIpenbliylleli rumnorese, B capKoTyOy/sipHOH cHcTeMe, HO
MeCTa KaJblHi-HaTPHEBOH KOHKYDEHIHH IepeMelaloTcsl B TOBepX-
HOCTHbIE CJIOH KJETKH.

BpemeHHOe HaKONJIEeHHe KaJbIUS NOJNKHO OBITb MeHee BHIpaxKe-
HO B TKaHMX, GEIHbIX CapKON/JIa3MaTHYECKHM PeTHKYJIOMOM. UTOGH
cienaTb BHIGOp MeXKAY OBYMS THIOT€3aMH, HYXKHO TPOCTEeIUTb
KOPPEeJISIHI0 MOHHBIX NMOTOKOB H (YHKUIHH MBILIIBI cepilla pasJny-
HBIX BHIOB XXHBOTHBIX, [Jle CapKoTyOyJsipHas ceTb pa3BHTa He
onuHakoBO. Tak, Ha MHOKapje TelJIOKPOBHHIX NOKa3aHO, YTO 3aMeHa
KaJIbIIUsl Ha MarHu#l, Ko6a/abT, HUKeNb yCTpaHseT COCOGHOCTb pas-
BHBATb KOHTPAaKTypy B Cpelle C BBICOKHM COIE€pXaHHeM KaJusl.
Onuako Ha cepjlue Xa6bl ycraHoBjieHo [238], uTo 3aMeHa KaJbIus.
3TUMH KaTHOHAMH He yCTpaHseT KaJHeBYIO KOHTPaKTypy.

HnrepecHble naHHble 06 3/7€KTPOMEXaHHUYECKOM CONPSAXKEHHH
NOJIYYEHBl C HCNOJb30BaHHEM MeTola (HKCAaUMM HanpsXkeHHs Ha
MeMGpaHe C ONHOBPEMEHHO! perucrpaluell MeXaHHUECKOH aKTHB-
Hoctu [239]. I1pu menosasipusauun —60 -u8 (3TO MOPOroBhblii MOTEH-
1HaJ JJisi HaTPHEBOTO TOKa) Hab6J/I0faJoch OYeHb MaJioe COKpalie-
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Hue. [lajpHelllnass nenosisipH3alldsi He M3MEHSIET CHJIbl COKpallleHHM
BIJIOTH 10 NOTeHUHasa —35 m8. C yBeqHYeHHEM ' KAaTOLHYECKOTO
BO3EHCTBHUS OTMe€YaeTCs 3HAYUTENbHBII NPHUPOCT COKpaILIlEHHIT.
MaxkcumanbHOe HapacraHHe OBLJIO NPH MeMOpaHHOM IOTEHIHaje
or —30 no 10 m8; npu +55 M8 K Bhillle COKpaIlleHHE BHOBb Majaer.
Cienyer OTMETHTb, YTO COKpallleHHe CTAHOBHUTCS GQJIBbLIHM JIHIIbL
TIPH aKTHBAallMM MeEIJEHHOTO BHYTPb HanpaBjeHHOro ToKa. CB3b
MaKCHMyMa KOHTPaKTHUJIBHOTO OTBETa C NOTEHIHAJOM Ha meMOpaHe
S-o6pa3na. YBesiHueHHe BHEKJETOYHOH KOHIEHTPAIUH KaJbIHs CIBU-
raeT KpUBYIO B 06J1acTh 60Jlee OTPHIIATe/NbHBIX NIOTEHIHANOB TaK XKe,
KaK ¥ KaJblHeBhI TOK. BaXHO NOQUEepKHYTb, YTO, XOTH 3aBUCH-
MOCTb COKpallleHH# OT IJHUTEJbHOCTH TONYKA IOSBJSETCS IPH aKTH-
BallUM KaJ/IbIIHEBOTO TOKa, BpPEMEHHOH XOJ KaJbIHEeBOI'O TOKa H
COKpalleHHH pa3juyHbl. Bpemsi nJs pasBUTHSL. NHKA COKpalleHHi
B 10—20 pa3 Gousblie BpeMeHH, HEOOXOAMMOrO IJIs TOJHOH aKTH-
Ballud KaJIbI[UEBOTO TOKA.

Ilpu nenonsipusanyMy AJHTENbHOCTBIO IO CEKYHIB B OTBET Ha-
OaofaeTcsi M YKopoueHHMe, W paccnabineHne. Bosee pauresnbHble
‘TONYKH NPHBOAMJH K BO3HHKHOBEHHIO BTOPOrO COKpAallleHHS, KOTO-
poe pacciaaGusieTcsi TOMBKO TOCJAe CHATHSI HenoJaspusauuu [240—
241]. TocnenoBaTtesbHble AENONSPHIYIONUIME TOMYKH C ONpPENeNEHHOM
YacTOTOH KaJbLHeBHIH TOK He U3MEHSIIOT, TOrfa KaK CHJIa COKpa-
IMeHHH B CepDHH 3HAUMTEJbHO BO3pacCTaeT M JNOCTHraeT CTauMoOHap-
HOrO 3HaueHHs] Ha 5—8-M Bo36GyxkpaeHuu. [IOpOroBelfl MHOTEHLIHAN
IJIS TIOTEHIMAIlHH COBNAaJaeT C [OPOTOBBIM IOTEHIHAJOM KaJjbliHe-
BOro Toka. IlpennmosioxXusu, 4TO KaJbluil HeOOXOOHM IJis IOMNOJ-
HEeHHsI BHYTPUKJIETOUYHBIX 3a[acoB, U3 KOTOPHIX NPOHCXOIHUT BHICBO-
GOXKIeHHE ero NMpH mocaenylomux nenossipusaunusx [239]. Koauue-
CTBO BBICBOG0XKJaeMOro KaJbllHsi 3aBHCHT OT 3apsa, NepeHOCHMOro
HOHAMH KaJjblHS B TeueHHe HpeNLIECTBYIOUIEr0 BO3GYKIEHHS.

1 MOHMMaHHST MeXaHH3MOB YACTOTHOW NOTEHIHALHH BaXKHO
cienyomee Ha6mionenue. Eciu MeMOGpaHHBIH IOTEHIHAJ MeXIY
IBYMsl COKpallleHHSIMH TOJAJEepXHBaeTCss Ha YPOBHe IOKOS (MJIH C
THnepnoJspusanyeil), To IBa NOCAENOBATEIbHBIX COKpPALEeHUsT I eH-
THYHBl; €CJH OH CMeUIeH B CTOPOHY HNeNoJsipH3allUH, aMIJIUTYAa
BTOPOr0 COKpallleHHsl najgaer. B Ge3HaTpHeBHIX pacTBOpax COKpa-
IeHHsI BO3HHKAIOT TOJBKO B OTBET HA TOJYOK, KOTOPHIH aKTHBHPYET
KaJbllUeBHII TOK; YBEJHYEHHS MeXaHWUYeCKOrO HaNpsSXKeHHA IpH
NOBTOPHBIX JeNoJIsipH3alHsXx He Habaionaercs. BeposiTHO, BHYTPb
HamnpaBsJ/IeHHBIH BXOJX KaJbL¥s TIPH LeNOoJsipH3alHMH H BbITAaJKHBaHHE
KaJIbIHsl H3 KJIETKH ONpeNeJSIOTCS KOJHYECTBOM KaJsbIMsl BO BHYT-
PHKJIETOUHBIX 3amacaX, M3 KOTOPHIX NPOHCXOJHT €ro BHICBOOOXKIe-
Hue. B runonarpueBoii cpeme uMeercs 6sioKaza HapyXy Hanpas-
JICHHOT'O JBHXKEHHSI KaJIbIIHsi, BCJIEICTBHE YEro BO3PACTAET ero CBO-
6onHasi KOHIEHTpanMs. B 3THX yCJOBHSIX BHYTPb HanpaBJeHHbIH
TOK KaJIbLIUsI MOXKET NPSIMO aKTHBHPOBaTb COKpallieHHe.

Ha xenynouke co6aku mopor MeXxaHHYeCKOH aKTHBaUHH —35 M8,
YTO COBMNAjaer C TIOPOrOM KaJbIHEBOrO TOKa (mOpor HaTPHEBOTO
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toka —65 m8) [239]. AHasorHuHble TaHHBIE TIOJYYEHB Ha MODCKOM
cBuHKe. [as JArymIKH-6BIKa IIOPOr MeXaHHYECKOH aKTHBALlMM
(—58 me) moutH coBNajfaeT ¢ MOPOroM HaTpHeBOro Toka [242, 243].
Taxoii mopor XopolIo cOryacyercsi ¢ LaHHBIMH, KOTOPHIE IOJYYEHBl
KaJuHHBIMH KOHTpakTypamu [244]. Ilopor MexaHHYecKOH aKTHBa-
UMM W KaJbIlUeBOTO TOKa CABHralOTCH K GoJblieMy MeMGpaHHOMY
NOTeHLHAJy C YBeJHYEHHEM BHEKJETOYHOH KOHIIEHTPalUH KaJbIHS.
BeposiTHO, H30LITOK KaJblHs MNOAaBJAseT (YHKUMIO capKomaasMma-
THYECKOTO DEeTHKYJ/IOMa, HHIHOHDyeT HHOTPONHBIe 3¢} (dEKTH derno-
JISIpH3allMH, DHTMHYECKOH M NapHOH cTHMyasuun [245—247]. Cep-
IleYHasi MBIIINA MJIEKONHTAIOUUX B PacTBOpEe C U3GBITKOM KaJbIHs
HalOMMHaeT NoBeJeHHe cepAla JATYIIKH B HOPMaJbHOM pacTBOpE.
HHTepecHo, 4TO B cepleYyHOH MBbIIIIE MJEKONHUTAMOUINX MO3THAS
4acTb INOTeHIHaJja [AeHCTBHS He BJHsET Ha COKpaTHMocTb [240,
248]. B cepaue JsirymkH-6blKa NHK HANPSIKEHHs] NOCTHTAaeTcsl NP
lenoJsisipusanuyu 6oJsblllell yeM 2 cex (4to B 2 pasa GoJsblue IJIH-
TEJbHOCTH NOTeHIHaJa HeHcTBHS). B cepreuHOll MblUIlle MJEKO-
NHTAIOWHKX AeNosipH3aliMs IJIUTeNbHOCTbIO Gosee 1 cex maeT moJ-
HOoe paccjabJieHHe, a JaJibHellllee YAJHHEHHEe NeNoJspU3aldi MpH-
BOAHT K NOSIBJEHHIO BTOPOTO IOAJNEPKHBAEMOr0 KOHTPaKTHJBHOrO
OTBeTa, KOTOPHIH CHJIbHO BJIMSIET Ha IOCAELYIOIIYI0 COKPaTHMOCTb
[206]. ¥ xosomHOKpOBHBIX NOXOGHOE siBJeHHe OTCyTcTByeT. Pac-
ciabyeHHe NPH yAepKHUBaeMOH JNenoJsIpu3alyy B MHOKapIe XOJOM-
HOKDOBHBIX [POMCXOAHT MeJJeHHO.

BeposiTHo, paccnabieHne MeXIy NepBHIM M BTOPBIM COKpalie-
HHSIMH Y MJIEKONHTAIOUIHX CBA3aHO C MOIVIOIIEHHEM KaJbliUsl peTH-
KyaioMoM [243]. ¥V XO0JIOMHOKDPOBHLIX <«IepBOe M BTOPOE COKpa-
LIeHHsA» CIJaBJeHBl BCJENCTBHe OeIHOCTH DeTHKYJIoMOM. MoXHO
NpPeNNOJOXKUTb, 4TO B CepJlle MJIEKONHUTAMIIMX [eNoJspH3anus
3anycKaeT U BBICBOOOXKIEHHE KaJbIUfl, H ero CBf3bIBaHMe, a Y Jsi-
rymek paccjabJeHde B cepjle HauyHHAeTCs TOJbKO IOCJE OKOH-
YaHHs NJ1AaTO NOTEHIHa a NeHCTBHS.

[Ipn ucno/b30BaHHH OYeHb KOPOTKHX (HUKCHPYIOIIHX TOJYKOB:
TOKa YCTAHOBJIEHO, YTO BpeMs [0 NHKa HalpsXKeHHs B 3THX YCJO-
BUSIX He MeHsieTcs, a NUK Halpsi)KeHHsl LeJHMKOM MeHsleTCs 3a CYeT
CKOpPOCTH HapacraHusi Hanpsuokenusi [249]. Onuako BpeMsi [0 NHKa
HanpsiKeHUsT CUJABHO 3aBHCENO OT AJHTENbHOCTH MHeloJIpH3aluuH
B npenenax 50—200 mcex. OueBHIHO, CKOPOCTb pacciabJeHHsi 3a-
Me[JIsIeTCs, €CIM JAENOJIsIpU3anus 10 IJHTENbHOCTH O6oJblle HeKo-
topoit Beauuuusl [240]. Mcxomss u3 nmomoGHBIX MaHHBIX IPEAIOJO-
JKH/JIM HaJMYde TpeX IpOLleccOB — COKpallleHHs, paccaab/eHdss H
HHAKTHBAIlMH U Tpex (GopMm aktuBaTopa — R (M3 KOTODOH OH BHI-
cBo6oxmaercsi), A (cBoGomHBI YpOBEeHb aKTHBaTOpa), B (HeakTHB-
noit). CokpamleHHe W paccnabieHue CBsi3aHbl ¢ nepexonoM R—A
u A—B, BocCcTaHOBJIEHHe — C 3aBHCHMBIM OT IIOTeHIHaJja mepe-
xonom B—A [239, 249]. Tak kak WHHaKTHBalHs CyllecTByeT H 6e3
COKpalleHusi, TO BO3MOXHO, uT0 R-dpopMa nepexoxaut B B-dopmy
Ge3 npenBapHTEbHOrO NpeBpalieHus B A-dpopmy.
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3AKJIIOYEHHE

W3 npuBemeHHOro MartepHasa siCHO, YTO IOTEHIHAJJ AEHCTBUS —
He NPOCTO TPUITeD B CJOXKHOH IeNH peakuuil Mexay MeMGpaHOi
U KOHTPaKTHJbHBIMH GelKaMH. B oTimune oT OGBIYHOTO 3amycKalo-
1lero ycTpolcrBa NapaMeTphl MNOTeHLHasa AEeHCTBHS B MHOKapne
onpefeJsiOT XOJ MeXaHHUYeCKOTO HamlpsiKeHHs, HOO BO3GyXKIeHHE
B CepleyHOH MEIINe ONpefelasieT KOJHYECTBO KaJbIHs, MOCTYNalo-
uero K MUHoGHOGpHAIAM, a TaKXe, BEPOSITHO, H UYBCTBHTEJIbHOCTh
CHCTeMBl K KaJ/blHI0. TakuM 06pa3oM, BeJMUYHHA [eNOJsIpU3AILHH
U ee JJINTEJbHOCTb MOLYJHPYIOT COOBITHSI B KOHTPAKTHUJIbHOM arma-
parte. [asa o6bsicHeHHss Gojiee GLICTPOrO YKOPOUEHHS ITOTEHIHAJa
NEeHCTBUSI MO CpPaBHEHHMIO C YKOpOUeHHeM BpEMeHH HapacTaHHs
NHKa HaNps)KeHUs NPH BO3PACTaHMH YAaCTOTHl CTHMYJSIIUH HEOOXO-
JIHUMO CYHTATb, UYTO KaJbIHEBLIH BKJIOUATEJNb SABJSETCH IOBOJLHO
HHEPTHBIM YCTpOHCTBOM. BeposiTHO, MHEPIHOHHBIN 3Tan HAaXOLHUTCS
re-TO MeXIy BXOAOM KaJblMsi H 06pa3OBaHUEM aKTOMHO3HMHA.

OueBUAHO, pelleHHe NPOGJIEMEBl 3JEKTPOMEXaHHYECKOrO COMpS-
JKeHHsI B MHOKapje CBSI3aHO C BbISICHEHHEM He TOJbKO BONpOca O
HOC/e0BATEJbHOCTH peaKIHi, HauHHAasl C MOBEPXHOCTHON MeMOpaHbI
BIJIOTb 10 MHO(QHODHJJ, HO U KOJHYECTBEHHBIX aCHeKTOB peryJ/H-
pyiolieil poJii NoTeHnuanoB neiicTBUsI. OcoOGeHHO BaXKHO BBISICHHTD
YKasaHHble acleKTbl B Ipollecce HOPMAaJbHOH CBSI3H BO3OYXKIEHUS
U cokpaulenusi, u6o ¢papMaKoJOTHYECKHE BellecTBa (KaK H HOHHbIE
BO3JEHCTBHSI) BJIHSIOT NMOYTH Ha BCE 3BEHbSI 3TOH CIOXKHOU CHCTEMEI.
OO6menpuHATO, YTO CKOPOCTh COKPAIEHUS MEXaHH3Ma CKOJb3SIIIUX
HUTell TeCHO CBsI3aHa cO CKOpocTbio paciuenenus AT®, uro, B cBOIO
ouepenb, onpefessieTcs KOHIeHTpauueir csoGonnoro kanabuus. [lo-
3TOMY, IO KpaliHeli Mepe B paHHHe (pasbl, COKpalleHHe MOXKHO
HCNOMb30BaTh KaK H3MepHUTENTbHOE YCTPOHCTBO KOHLIEHTPALMH CBO-
6onHoro KaJbuus. [laHHBIe, MOJyYeHHBHIE MeTONOM (UKCALUH Ha-
NpSKEHUs] U OPU U3yYeHHH KOHTPAKTYp, IOKAa3bIBAIOT, YTO BO BpeMs
NOTeHLHaJ/la BBICBOOOXKIEHHE KaJbllisl BapbHUpyeT KaK MTHOBEHHasd
GyHKIHS BeJHUYMHBI AenoJdspusanuu. Takum o6pas3oM, «3ddekTus-
HOCTb TPHUITEPHOrO NEHCTBHSI» BO BpeMs Bo30yxIeHus OyAeT Hapa-
CTaTb, a 3aTeM yMeHbIIaThcsl. Heo6X0OUMO yYHUTBHIBaTh, UTO B MHO-
KapJe TOTeHLHAJ NeHCTBHSI He TOJbKO 3allyCKaeT U KOHTPOJHPYyeT
ouepeHOe COKpalleHUe, HO H OINpejesseT yPOBEHb KJETOUHOro
KaJbLHsi NpPH MOCJeNyIolleM KOHTPaKTHJIbHOM orBeTe. KosanuecTo
BBICBOOOXKa€MOTO KaJbIHsi 3aBUCHT OT NPeIBICTOPHH KOHTPAKTHJIb-
HOM aKTHBHOCTM M [BUXKEHHS KaJjbIlUs BO BpPeMS AHUACTOJHYECKOH
naysmel, a ypoBeHb CBOGOAHOr0 KaJbLHsA — OT BXOJa KaJjblHf BO
BpeMs NOTeHIHaJa AeACTBUS H INpeAlIecTBYIOIIEro ypOBHSI CBfI3aH-
HOTO KaJIbUsl B MeCTaX 3JeKTPOMeXaHH4eCKoro compsixenus. [eak-
THBAIUs, T. €. BOCCTAHOBJIEHHE HCXOHHOTO YPOBHS KaJblHs, 00yc-
JIOBJIEHA CBSSHIBAHHEM KaJbllHsl C BHYTPHKJIETOYHBIMH MeMOGpaHaMu
H aKTHBHBIM HapyXKy HallpaBJIeHHBHIM [BHXKEHHEM €ro HOHOB.

Jlasi ceplle4HO# MBIIUILI B OT/JHYHE OT CKeJeTHOH XapaKTepeH
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ellle ONHH acleKT PeryJHpYIOIel POJH NOTEHIHAJOB NeHCTBHS, HOO
OCHOBHOE€ yINpaBJleHHe COKPaTHMOCTBIO OCYILIECTBJSIETCS Yepes3 U3Me-
HeHHe DHTMa cepAleGHeHHil. DTO — COOCTBEHHbIH KOHTYD PperyJH-
pOBaHHS, HeHCTBYIOUIHI COBMECTHO C APYTHMH B CJIOXKHOH Hepap-
xHueckoir cucreme. Jlaxke 6ynydyu H30JHPOBAHHBIM OT APYTHX 3BEHb-
eB, JaHHBIH KOHTYDP MOXeT 0GecleyHBaTh NMPHCIOCOGHTENbHYIO Hes-
TeJbHOCTb CepAlla K pa3HBIM HarpyskaM. BiusHue putma ckasbiBa-
€Tc Ha CTPYKType COKpallleHHH uepe3 H3MeHeHHe KOH(GHTrypaluu
¢asbl MIaTo NOTEHIHaNa AeHCTBHS, ¥ NOTeHIHaNa fefcTBUsI B HHU3HO-
JIOTHUECKHX YCJOBHSIX BHICTYNAeT B POJIM HENOCPENCTBEHHOTO pery-
JsiTopa cokpatuMocTH. CJI0XKHbIe TyMOpaJ/IibHble H HEPBHbIE BJIHSHHUSA,
CABHTH (DU3HKO-XMMHYECKHX XapaKTepDHUCTHK BHYTpPEHHeH cCpelosl B
3HAUHTeJbHOH Mepe ONOCPEeAYIOTCS uYepe3 NOTeHIHAsa [eHCTBHS,
XOTS1 BO3MOXKHO NPSIMO€e BJIMSIHME YKa3aHHBIX BO3JAeHCTBHI Ha HCIOJ-
HHTEJbHOE YCTPOHCTBO H IPOMEXKYTOYHblEe 3BEHbs 3JE€KTpPOMeXaHH-
4eCKOTO COIpSXKeHHS.

Cunraercs, 4TO 3JeKTPOMeXaHHYECKOe CONpsKeHHe HMeeT OLHO-
HalpaBJIeHHBII XapaKTep: IOTEHIHaJ HelCTBHSI — COKpallleHHe.
OnHako ycraHoBiaeHo [250, 251], uto B MHOKapae CyLIECTBYET H
MexaHH3M 0OpaTHOH CBSI3M (BJHSIHHE KOHTPAKTHUJbHON CHCTEMBI Ha
B0o306ynuMylo MeMmOpany). OH mnposiBasieTcsI BO BJIHSIHHM peXuMa
COKpallleHH!l He TOJIbKO Ha MTHOBEHHOE 3JIeKTPHYECKOe COCTOsIHHE,
HO H Ha 3JIEKTPHYECKYIO H MeXaHHYECKYI0 aKTHBHOCTb IIpH IOCJe-
LyIOMUX BO36GYXKAEHHSX (MOTEHIHANB NEHCTBHUS YKOPAUHUBAIOTCA OT
H30TOHHH K H30METPHH H YAJMHSIOTCA NpPH OOGPAaTHOM Iepexone).
Vi3ameHeHHe IJIMHBI MOXET BO3IeHCTBOBAaTh Ha KJIETOUHYIO reoMert-
pHIO WJIH Ha MeMOpaHy, H3MeHSs ee 3JeKTPHYECKHe XapaKTepH-
cTHKH. Bo3MOXHO TakkKe, uTo oOpaTHasi CBSI3b peasi3yeTcs uepes
H3MeHeHHe BHYTPHKJIETOYHOH KOHIEHTPAlMH HOHOB KaJIblUs, KOTO-
phle BIHSIOT U Ha COKpAaIleHHs, H Ha TOTeHIHaJl AeHCTBHSA.

IMoTeHnna  KeldCTBHS BHINOJHSAET Pa3/HYHYIO PYHKIHIO B cepale
TENJIOKPOBHBEIX M XOJIOLHOKPOBHBIX XKHBOTHBEIX. HHauasnbHHIH mepuol
NnoTeHIHasa HeicTBHsT y Muekonutaromux (50—80 mcex) Mmoxer
CJYXKHTb JJIs 3alyCKa BHICBOOOXKIEHHsI aKTHBATOpa, a OCTaJsbHas
gyacTh (IJ1aTO) — JJIsi BOCCTAHOBJEHHS KaJbLMEBHIX 3alacoB B yac-
THYHO HCTOIIEHHBIX Jeno. B xesynouKe JATYIIKH, IJle BHYTPHKJIETOY-
Hble KaJbliHeBble IEN0 OTCYTCTBYIOT, HayajJbHOe BBICBOOOXKJEHHE
KaJsbliMsl He PErHCTPHPYeTCs, a MJIHMTEeNbHOCTb NMOTEHIHaNa JeHCTBUS
CJYXHT NapaMeTpPOM, PEryJHPYIOIUM IBHXKeHHe KaJsbLHs.

Hama Touka 3peHHsi CBOLUTCA K TOMY, UTO THI 3JI€KTPOMEXaHH-
YECKOTO CONpSIKEeHHs1 OOYyCJOBJEeH He BHIOM KJETOK, a HX pasMe-
paMu (WJIH CTENEeHbI0 Pa3BHUTOCTH KOHTPaKTHWJAbHOro anmapara). Ot-
CIOZla BBITEKAeT, UTO B MHOKapje TOI'O HJIH HHOTO BHAA KHMBOTHOTO
MOXHO BCTPETHTb HECKOJIbKO THIIOB 3JIEKTPOMEXaHHYECKOH CBS3H:

Tun A — kaaccuueckuil 3aMKHyTHIH THH. IloBepXHOCTHass MeM-
GpaHa urpaer poJib DeLENnTOpa BHELIHEro Pas3jpakeHus. DJEKTpo-
MeXaHHuecKasi CBsi3b AEHCTBYeT B 3aMKHYTOM KOHType M He TpeGyer
BHEIHEro KaJbIHsl, a MOTeHLHAJ NeHCTBHS BBLINOJIHSET POJib TPHI-
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repa cokpamieHufi. JTOT THN Ha6/i0jJaeTcsi B KJIETKaX C XOPOLIO
Pa3BUTBIMH BHYTPHUKJIETOUHBIMH KOHTPOJHPYIOIMIMMH CHCTEMAaMH.

Tun B — oTkpeITHI# THI. B conpsixKeHHH poJib BHELIHErO KaJbllus
sBJseTCs KpHTHYecKoH. HabJuiofnaercs OH B MHOKAapAHANbHBIX KieT-
Kax, rie BHyTpeHHHe MeMOpaHHBIE CHCTEMBI NMPAKTHYECKH OTCYTCT-
BYIOT U HX POJIb BHIIOJHSIET NJ1a3MaTHyecKass MeM6paHa.

Tun B — npomexyrounsii. KOHTpOJIUpYIOLlKEe CHCTEMBI KJIETKH H
BHYTpPEeHHHe CTPYKTYpHI, U IJladMaTHuyeckass MeMOpaHa. [ToTeHIHaMBI
JeHCTBUsL 3leCh — He TOJbKO 3amyckawollee, HO H peryJupylpollee
3BeHo. OH BcTpeyaercsi B GOJBIIHHCTBE COKPATHTEJNbHBIX MHOKap-
IHaJIbHBIX KJIETOK, OCOOEHHO B Cepllle XOJOJHOKPOBHEIX.

CI10:KHOCTb 3JIEKTPOMEXaHHUYECKOH CBSI3H B cepille 06yc/oBJeHa
YKa3aHHOH HEOJHOPOAHOCTBIO H B3aHMOOTHOLIEHHAMH MEXIY ABYMS
CHCTeMaMH compsixkeHHUsl (BHeIIHeHd M BHyTpPeHHell) B TeX KJeTKax,
roe OHH coueTailoTcs. MHOKapH pasjHYHBIX JKHMBOTHBIX H Jaxe
pas3nHyHble OTHAENBl MHOKapja OJHOrO JXHBOTHOTO MOTYT OTJIH-
4yaTbC B 3aBUCHMOCTH OT mnpeoOJaJaHHs TOrO WJAH HHOTO THIA
3JIeKTPOMEXaHHYECKOH CBS3U. 3aMaHUYMBO NPEANOJOXKHUTb, UTO €IH-
HBIHl THI NOBEPXHOCTHOH MeMGpaHBI BHINOJNHSIET pa3Hble QYHKIUH B
3aBHCHMOCTH OT COCTaBa BHYTPHKJETOYHOH M BHEKJETOUYHOH Cpefbl.
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AKAJEMUJAdHAYKCCCP-YPAJBCKUHNHAYUHBIN LUEHTP

KJIETOYHBIE MEXAHHW3Mbl PEIrYJ/IALUHH COKPATHMMOCTH MHOKAPIA 1974

C. M. PYTKEBHY

OBIIASI XAPAKTEPUCTHKA CHUCTEMbI PETYJISILHH
COKPATHMOCTH MHOKAPJIA PbIb

B mnacrosimieii craTbe NpHBeAEHbI pPe3yJbTaThl HCCAEI0BaHHH
CHUCTEM peryJslHH MeXaHHYeCKOfi MIesiTebHOCTH CepAlla IpecHo-
BOIHBIX KOCTHCTHIX pbl6. JlaHHBIC MOJNyYeHBHI B ONBITAX Ha ILJIOTBE
Rutilus rutilus lacustris (Pall.) UccnemoBannl takxke nem Abra-
mis brama, okyub Perca fluviatilis, epmi Acerina cernua. Ilpu
5TOM He OTMEYEHO NPHHIHUNHAJbHBIX PA3JHYHHA B XapaKTePHUCTHKAX
PeryJasTOpHBIX CHCTEM MHOKapia y 3THX BuIoB. IlosTomy, Beposit-
HO, MOXXHO CYHTaTh, UTO Pe3yJbTAaThl JaHHOI'O HCCIENOBAaHHSI MOTYT
OBITb OTHECEHBI KO BCEMY IOAKJIACCY KOCTHCTHIX PHIG.

PaccmorpuM ofuiye NPHHIHUNB Pery/siiHd COKPATHMOCTH MHO-
Kapla ¥ OCHOBHblE 3BeHbsl 3TOH peryaupylomed cucreMsl (pHc. 1).
BHIXOAHBIM CHIHA/IOM SIBJISIETCS CepAeYHBI BBIGPOC — KOJHYECTBO
NpOKaueHHOH cepAlleM KPOBH 3a €NMHHIly BpeMeHH. BxoaHble cur-
HaJlbl — HEPBHBIE M TyMOpajibHble BO3JEHCTBHS. Mecro npujioxe-
HHSl HEPBHOTO BO3NEHCTBHS — JATUUK DHTMa (CHHYCHBHIH Yyseln).
Jns pbi6 HepBHOe BO3[eHCTBHE OJHOMOJSIPHO — YacTOTa HAaTYHKA
PHTMa MOXeT TOJbKO IOHMKATbCS H3-3a c1abo pPa3BHTOH CcHUMIa-
THYeCKOH HHHepBauuu [1], HO B TO e BpeMs OHa JOCTAaTOYHO BHI-
COKa, yTo obecneynBaeT BO3MOXKHOCTb PeryJslUd PUTMa B 3HayH-
TeJIbeIX npefenax u 6e3 YCKOPSIOLIEro BJIMSIHHS HEepBHOH CHCTe-

I. 'yMmopasnbHble BO3IeficTBHS HMEIOT 0oJiee HIMPOKYIO 06JacTb
HpHJIO}KeHHH Mx MOXHO pa3fleluTb Ha HOHHble M MeJHATODHBIE.
HoHHble H3MeHEeHHSI COCTaBa KPOBH OYeHb MelJIeHHble H B OCHOB-
HOM CBSI3aHBI C CE€30HHBIMH
H IJMTeNbHBIMH TeMIepa-
TYDHBIMH  BO3AEHCTBHSIMH.

v lepbresie

KoHnentpanuu MequHaro- Cepdeynsid Bsix0d N 503 cmﬁuﬂ
pPOB MOTYT H3MEHSITbCSH IO- I N\ \
CTaTOYHO GLICTPO, HO B MHO- 1\ \
KapJe pbl6 ux BKJad B pe- Corpauyenue Jamuuxpumna
TyJASIHUI0  He3HauyHTeJeH. I I
Mbi Gyzem paccMaTpHBaTh
KaXJ0e 3BeHO OTeJbHO Bosdyndenue Tyropansusie

’ Bo3dedcmbus
YUHTHIBAsi TIPH 3TOM H ero
TEPMO3aBHCHMOCTb.

Puc. 1. O6mas cxeMa CHCTEMBl peryJasiHH
OnbiTl NpPOBOAHJAH B COKPaTHMOCTH MHOKapja.
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OCHOBHOM Ha H30JIHUDOBAHHOM MHOKapJe XeJyIouYKa YKa3aHHBIX BH-
10B. Ilpu HccleNOBaHHM XapaKTePHCTHK AaTYUKa PHTMA M OLEHKe
CBSI3H CHJIBI, COKPALleHHsI M CEPLEeYHOTOo BHIGpPOCA HCIOJb30BAaJNOCh
nesoe cepaue. Bo Bcex cayyasix B KauecTBe HOPMAJIbHOTO TIPUMEHSIIH
pacreop Punrepa nas xonomuokpoBueix, #mM: NaCl 140, KCl 5,7;
CaCl, 2,2; NaHCOj; 1,2, coctaB KOTOpOro npu6JH3HTEILHO COOTBET-
CTBYeT HOHHOMY COCTaBY KPOBH HPECHOBOAHBIX KOCTHCTHIX pbHIG
[2—4]. Tam, rae npuBORATCS CpelHHe BETHYHHBI, B KaYeCTBe OLIHO-
KH YKa3blBaeTcs IOBEpPUTEJNbHBIH HHTepBasa HNpHu BepositHocTH 0,95.

B wmamux ucciemoBaHusx OblTa H3ydyeHA JHIIb TeMIepaTypHas
3aBHCHMOCTbh YacTOThl pa3psiia CHHYCHOro reHeparopa. IIpu moBhl-
HIEHHH TEeMIEpaTyphbl, KaK W y APYTHX MXKUBOTHBIX, HEPHON MeEXIY
CIIOHTAHHBIMH pa3psiiaMH yMeHbluaetcsi: Qo AJMS AManasoHa 5—
10° C cocrasaser 6,3%+0,6; 10—15°—2,3+0,3; 15—20°—2,2+0,3.
OTtMeTuM TOJIBKO, UTO TIpH 10° THNHYHOE 3HAUeHHe NepHOLa MEeXIY
CIIOHTAHHBIMH COKPAIlEeHHSIMH COCTaBJAsIET OKOJO 7 cexk (4acTora
9 mun—!), 4TO MpPUMEpPHO COOTBETCTBYET JHUTEPATYPHBIM JaHHHIM
no G6auskomy Buny — kapny (Ciprinus carpio) [5]. U3 atoii ke
paboThl H3BECTHO, UTO aJpeHAJUH ypexaeT PUTM, NPHUEM IIpH TO-
BHILIEHHH TeMnepaTypsl Boiiie 10° 3TOT 3ddekT Hcuesaer.

XPOHOHWHOTPOITHASI CACTEMA

dra cucTeMa BKJOYaeT 3BEHbS, OINOCPEAYIOUIHe BJIHAHHE
pUTMa Ha CHJy COKpPAUIeHHH, T. €. JEKTPHYECKYI0 AaKTHBHOCTb H
3JIeKTPOMEXaHHYECKYI0 CBsi3b. LVi3BeCTHO, YTO PHUTM — OCHOBHON
PETYJISATOp CepLeuHOll [JesiTeNbHOCTH Yy BCeX KHBOTHBIX. Ilpu stom
XapaKTEPUCTHKH XPOHOMHOTPONHH Y PbI6 NPHHUHUIHAJIBHO OTJIHYA-
IOTCS1 OT TaKOBBIX y IPYIMX BHIOB XOJOJZHOKPOBHBIX, Y KOTODHIX
B [Hana3oHe eCTeCTBEHHBIX YaCTOT CH/Ia COKpAlEHH#H pacreT c
MOBBILIEHNEM YaCTOTH H YMEHbUIAETCS TOJNbKO IPH MaJblX Mepuo-
aax [6—8]. ¥V pu6 cuna cokpalleHUii MOHOTOHHO YBeJHYHBAETCs
C POCTOM TIepHOJIa, T. €, C YMEHbLIEHHEM YaCTOTHI.

PaccMoTpuM BiHsSIHHE YacTOTHl BO3GYXIEHHH HA MIJHTENbHOCTb
fIOTeHnMas 0B AelcTBUA. [ MHOKapha pui6, KakK U AJs MHOKapia
asirymek [8, 9], ata 3aBHCHMOCTb HMeeT BHJL

Tnp="To{l —exp[—a (T — wnp)]}, M

rjae Trg — JIHTENbHOCTh MoTeHUManoB Aeiicteus (I1M), cex;
T, — CTauuoHapHas AnutenpHocTs I11 (T— ), cex;
@ — KOHCTaHTa CKOPOCTH, ceKk—!;
T — nepHoOjJ, CTUMYJSILIUH, CeK.
910 BHIpaXkeHHe OTJHYaeTcs oT dopMyasl Kapmense [10]

Tnn="1, [l — exp (—aT)} (]

HaMYueM 3BeHa 3aJepXKKH, CBS3aHHBIM C TeM, YTO KJeTKa MHOKap-
Ja HeBo30yJuMa JI0 OKOHYaHH§ IepHoja aGCOMIOTHOH pedpaKkTepHO-
CTH, KOTODLI BO BpeMeHH MNpHOJH3UTENBHO COBMAfd€T C MOTEHIHa-
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Puc. 2. AMIUIETYIHO-4acCTOTHbIE XapakK-

TEeDHCTHKH NPH DasJHYHBIX TeMmepaTy-

pax. Ludpsl Ha KpHBHIX — TeMIepa-
Typa, ° C.

‘COKpaijeHue  ABJAITCS

JoMm jeHctBus. TepMo3aBHCHMBI-
MH B BbelpaxeHud (1) siBasiioTcst
T, Ha ¢ Q, AIS JuamasoHa
Temnepatyp 95—20° cooTBeTCT-
BeHHO (2,0+0,2)7! u(2,240,5)—1.
A6comoTHble BesHuMHBL s 20°
coctaBasioT: a=1,14+0,3 cex-1,
7,=0,4540,10 cex. Kak BHgHO,
BapHa6esbHOCT aGCOMIOTHLIX Be-
JHYHH 3JeChb TaKXKe IOCTaTOYHO
BBICOKa.

HaunGonee obmeil xapaktepu-
cTHKO# 3BeHbeB [1]] — snekTpo-
MeXaHHYecKoe CONpsiKeHHe —

AMIUIKTYJHO-HaCTOTHbIE XapaKTEePUCTHKH

(AUX), npenctaBieHHble Ha PHC. 2 H ONHCHIBaeMblE ypaBHEHHEM

A (T)'——'Ao{l _exP[—ﬁ (T—Tnn)]},

)

rie A(T) — cuna coxkpauleHuil NpH AAHHOM MepHOJE, H;
A, — cTanMoHapHas CHJA COKpAIleHHH, H;

B — KoHcTaHTa cKOpoCTH, ceK!.

OHo otnuuaercsi OoT (1) JHIIb KOHCTAHTAMH CKOPOCTH: [} 3aBHCHT
HE TOJIbKO OT O, HO H OT GwicrpofeiicTBusi IMC u, Clel0BaTeNbHO,
P nmomxkHa ObITh MeHblle, 4eM o. [laa Temmepatypn 20° f=
=0,094-0,02, uyto 3HauutenbHo MeHbie o (1,1+0,3). Bonpmas pas-
HHULA BEJHYAH o U f CBHIETENbCTBYeT O TOM, 4YTO KOHCTAaHTa CKO-
poctu 3aBucumoctH OMC oT mepHoja mo BeJHYHHE INPUGIH3HUTENBHO
paBHa 1 cex—!. TemnepaTypHasi 3aBHCUMOCTb P G6/IH3Ka K TaKOBOK
s o (Qy Aas P cocrabaser 2,54-0,4), u, cnefoBaTenbHO, GHICTPO-

zefictBue DMC nmeer @y, TaKOro ke MOpsiAKa.
Hec6xonumo ocTaHOBUTLCSI TaKxkKe Ha OCOOEHHOCTAIX HePEXOAHBIX

TIpOLIECCOB TNIPH  CMeHe pHTMA.
Jasi Muokapja phl6 H3MeHeHHe
CHJIBI COKpAIlleHHH SIBJIsIeTCS ec-
TECTBEHHBIM  CJI€JICTBHEM MOHO-
TOHHOCTH AUX — nepexofHblit
npoluecc MOHOTOHeH, Ge3 BHIGpO-
COB M XOpOHIO aNnpoKCHMHpPYeTCs
3KCIOHEHIHaJbHON 3aBHCHUMO-
ctoio. TemnepaTypHasi 3aBHCH-
MOCTb CKOPOCTH [epexoja ormpe-
JensieTcsl  TepMO3aBHCHMOCTSIMH
MO, OMC u cranuoHapHo#i co-
KPaTHMOCTH M HMeeT Q,, OKOJIO
2,0. CrauuonapHasi cHJia COKpa-
menuit (A, B ypaBHenuu (3))
YMEHbIUAeTCs] C POCTOM TeMIepa-
TypH (Q40=0,72 +0,03). Komniek-

£,
w

30

20

7%
07

400
7, cen

10

4 4 4%

Puc. 3. ®a30BHit NopTpeT MHOKapAa

nioTBbL. LIHdpel Ha KPHBBIX — OTHO-

CHUTEJIbHBII YPOBeHb COKDaTHMOCTH B

3aBHCHMOCTH OT TeMIepaTypHl H Ie-
pHoza.
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CHOe BJIHSIHME TeMIepaTyphl H YacTOTHl HA COKPAaTUMOCTD JaeT (asoBbli
noptper (puc. 3), NpeACTaBAsSIOMUN COOOH CcedeHHS] PA3HOTO YPOBHS
3aBucumoctd A (T, £°), KoTopas B NepBOM NpUOJUIKEHHH BBIpaKaercs
ypaBHeHHEM

Aom=e"" {1 — exp [—foe®* (T — )]},

=068 {1 — exp [—age¥* (T — 1,e8t")]), )
rpe A,r, — OTHOCHTeJbHASl CHJIA CTAllUOHAPHBIX CcOKpameHu#t A ({°=
=00 T—oo)=1;

B, — xonctanta ckopoctu AUX npu #°=0°, cex;
@, — KOHCTaHTa CKOPOCTH sl Trpm npu £°=0° cex1;

1) — cranuonapras AnutenbHocts [T mpu £=0°, cex;
(¢ — KOHCTaHTa TEPMO3ABHCHMOCTH P,, epad—l;

{ — KOHCTaHTa TEPMO3aBHCHMOCTH «,, 2padl;
£ — KOHCTaHTa TepMO3aBHCHMOCTH T,, 2pad—;
© — KOHCTaHTa TepMmo3aBucHMocTH A, epad—t;
t° — temneparypa, °C.
KoncTauTel, onpenensiompe TemnepaTypHble 3aBHCHMOCTH, CBSI3aHB
C COOTBETCTBYIOIIHMH Q1

¢=0,11n Q10 ®)

CootHoutenust nsi ¢, &, ® aHagoruysel. Jlis MHOKapja NJIOTBBI Ma-
paMeTprl ypaBHeHus (4) ciexyiomue: a,=0,25 cex—1, §,=0,015 cex1,
¢=0,092 epad—t, $=0,078 cpad—l, E=-—0,069 epad—!, o=
=—0,031 epad—?, 13J=1,8 cex.

BJIUAHHE HOHOB HA COKPATMMOCTb

M3 Bcex noHOB, cojepxkKaluxcsi B mJjasMe KpDOBH B HOpPMe, HaH-
Goslee BJMSIIOT Ha COKPAaTUMOCTb MHOKapja pbiO, KaK M ADYTHX XKH-
BOTHBIX, HOHBl Kajbliusi ¥ HaTtpus (puc. 4). BausiHue KajblUs ONH-
CHIBaeTCsl ypaBHEHHEM perpeccHH BHJA:

Ay [Cal,
Ay=-ult2h 6
®" Ku+I[Cal, ©)

rae A, — COKpaTHMOCTb, H;

A, — ypoBeHb HACHIIEHHS] COKPAaTUMOCTH, H;

[Ca], — KOHUeHTpalMA HOHOB Ka/lbuusi B pactBope, mM;

K, — koncranra, mMM.
Koncranra K, xapakTepusyeT KpPyTH3HY KDHBOH M COOTBETCTBYET
N0 pasMepHOCTH ¥ MO CMBICAY KOHCTaHTe Muxasnuca-MeHTeH M1
¢depMeHTaTHBHO! peakLUuH nepBoro nopsiika. Ilpu Ttemmepartype 20°
K,=1,554+-0,06 »M, npu 10° K,=0,284-0,03 mM. Boabmas TeM-
nepatypHas 3aBHcHMOCTb K, [Qy, (10 —20°)=5,6+-0,7] o6bsicusieTcst
ykopouenuem [1]] u, ciaemoBaTeNbHO, yMeHbleHHeM KoagdulMeHTa
NPONOPLHOHANBHOCTH MeXJy KOHLEHTpPALHsIMH HOHOB KaJbLUsi BHE
H BHYTPH KJIeTKM, a TaKKe TepMO3aBHCHMOCTbIO KOHCTaHTHI MmXxas-
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auca-MenTen A peakuuH Kanb- 5 @

- % 4 % J
LIMH — TPONIOMHO3HH. Bnusiaue a0 l- %
anutenpHoctd I1]] Ha Benmumny K,

MOATBEPXKAAETCA TaKKe TeM, 4TO 75 20+

npu ykopouenun [I1JI BcrexctBue p

YMEHBIIEHHS TEPHOAA CTHMYJSLHH “° | 00 -

K, pacTeT npomopuHOHANBHO H3Me- 25| s

HEHHIO JJMTeJbHOCTH (mpu £°=20°, .

T=2 cex, pmurenshocts Il co- 2 % 2 & 7 a0 77
craBnsier npubausutenasuo 0,75 cra- Cag, Nao';ﬂ

nuoHapHo#, a K, BospacraeT oOT

155 s crauiokapuisx coxpate-  Pi & Sameneen smocnaniot
Hufl g0 2,1 mM). B 1O Xe BpeMS puerierounnx Eonuempgunﬁ HOHOB
ypoBeHb HachlileHuss A, B (6) NpH xanbuus (@) u Hatpusa (6) npHu Tem-
H3MEHEHUH KaK TeMIepaTyphl, TakK nepatype 20° C.

H Nepuojia MeHsSleTCsl He3HauHuTelslb-

Ho: mpu 10°, cran. A,=0,96+0,02; npu 20°, crau. A,=
=1,044+0,03; npu 20°, 2 cex A,=1,024-0,05."

B npunnune saBucuMocTh (6) cmpaBejIMBa H IS APYTHX XO-
JIONHOK POBHBIX, HO TaM He HabjiojaeTcsl CTOJb BBICOKOH Trunep6oJiu-
YecKOoH JIMHEHHOCTH (A/s IJIOTBH Ko3dduuyeHT Koppeasuuu no (6)
s 20° r>0,999 ¢ £,>30). 1o eme pa3 NOATBEPKAAeT IOJYUEH-
Hble paHee JaHHble O HesHauuTeJbHOM BausaHuH [Cal, Ha JmMuTeNDB-
HOCTb MOTeHUMasoB jedicTBus [11].

Bansinue [Na], Ha coKpaTHMOCTb O6PaTHO JAEHCTBHIO KasblUs —
npu ysenudeHuu [Na], cOKpaTHUMOCTb YyMeHblIaeTcsl. B Jamanasone
koHueHTpanuit 70—210 MM sta 3aBHCHMOCTb JOCTAaTOYHO TOYHO BhHI-
paxaercs NpsMOH

Ay=a([Na),+b )

¢ mapaMeTpamu amnnpokcuMauumu: r>0,98; £,>15; a=— (464+3) %
x10—¢ uM—1, b=(167+6)-10—2.

B orinuyme oT JArymKu, y KOTOpOH B JAHanasoHe HOPMAaJbHBIX
KOHLIEHTpalUMi HATpUS U KaJbIUs CHJIA COKpAIleHHH HpONOpUHOHANb-
Ha [Ca], ([Na]y)—2 y pwi6 A,~[Ca],([Na])~. D10 MoxeT OHITH
cnefcTBueM Gosiee NMPOCTOfi peryJisilMH COKPAaTHMOCTH Y phl0 H MeHee
BbIDa2k€HHOH KOHKYpEHLIMH HaTpU# — KaJbIlUH Ha KJETOUHHIX MeM-
6paHax, UYTO MOATBEPKIAETCS OTCYTCTBHEM HJH He3HAYHTEJbHBIM
BJIHUSIHHEM KYMYJSLHUH BHYTPHKJETOYHOTO HATpHUsS IpPH IOC/eN0Ba-
TeJbHBIX BO3OYXKJEHHSX. ¥ JATYIIKH, KaK M3BECTHO, NPH 3THX YCJ]O-
BUAX Ha6/iofaeTcss MOTEHIMAIUsl cOKpaileHui. Bce ke HaTpui-Kasb-
1ueBasi KOHKYpeHLHs B MHOKapje pbl0 JOCTaTOYHO 3HauWUMa, 4TO
BHJHO M3 pOCTa COKPAaTHMOCTH NpH cHHKeHHH [Na],, Toria Kak amu-
TenpHOCTh IIJ1 mpm atoM ymenbimaercs [11].

PaccMOTpuM BiIMSIHHE H3MEHEHHS HOHHBIX KOHLEHTpaIHil Ha
nepexofHble mpoueccel B Muokapue. HauGosee mpocroe 3BeHO —
3J1eMeHTapHBIA CJel0BOH IpOLecC MOcae OAHHOYHOTO BO3GYXKIeHHs
(maprasti crumyasauusi). XapakTEePUCTHKOH ero siBJsieTCs 3aBHCH-

81



MOCTb OTHOLUEHHSI CHJIBI BTOPOT'O H [I€PBOTO COKpallleHHil OT NepHoxa
napHo#l cTuMyJasiiud. ¥ pei6 3Ta 3aBHCHMOCTb cxoaHa ¢ AUX (cm.
pHC. 2), HO KOJHYECTBEHHO HMeeT HECKOJbKO Jpyrue mnapaMeTphl.

[Tpu Bapuauuu [Na], B npexenax 70—210 #M He oGHapyKeHO
IIOCTOBEPHOI'O H3MEHEHHsT XapaKTEePHCTHK CJEeNOBOro Ipoliecca.
Usmenenne [Ca]o 3nauntenbHo Biausier Ha AUX u ciaenoBbie mpo-
necchl. [Ipu TOBBIIEHHH YMeHbUIaeTcsi pas3jiHuHe MeXIYy CTalHo-
‘HapHBIMH YDOBHSIMH COKPaTHMOCTH Ha pasHBIX YacTOTax H CIJa-
JKUBAIOTCS TlepexonHble TIpoliecchl. B To ke BpeMsi ciemoBO#l Ipo-
lecc M MOCTOSIHHAST BpeMeHH IepeXONHOro Ipolecca MeHSITCS
HEMOHOTOHHO — npH yBeauuenuu [Cal, CKOPOCTb MX CHauaJsa pacrer,
IOCTUraeT MaKCHMyMa IIpH KOHLEHTpalHH OKoJo 4 MM, a 3arem
yMmenbuiaercs. JlJs ciaemoBoro mpouecca MaxkcuMym npu 4 muM
CTaTHCTHYeCKH pnocToBepeH (p>>0,999). AHasornyHo (HO, ecTecT-
BeHHO, 00paTHO) BJIHSIET Ha CJeJOBble H IlepeXOJHble HPOIECCH
yBeJHUeHHe KOHIEHTPAllUd HOHOB MapraHia.

BJIMSIHME CTENEHH PACTSDKEHHS HA COKPATHMOCTb

OcHoBHBle OGpaTHbBlE CBSI3H B CHCTEME PEryJsilHH COKPaTHMO-
CTH MHOKapja — BAHSIHHE DACTSKEHHs ceplAla Ha JaTYdK PHTMA
U BJIHSIHHE DAacCTsSIKeHHs Ha COKpaTHMOCTh (3akKoH CrapJuHra, rere-
poMeTrpHueckas peryasnus). Hamu OblI0 HcClieg0oBaHO H3MeHeHHE
COKPATHMOCTH NpH BapHallMH Ha4aJbHOTO (IHACTOJIHYECKOro) pa-
crsikeHuss ot 0,2 mo 4 xH/mM? npH PpasIUYHBIX TeMIleparypax
(puc. 5, a@). BunHo, 4yTO Ipu BEICOKHX TeMIepaTypax 3aBHCHMOCTb
runep6o/HYecKasl, a TPH CHHXKEHHH TEeMIIepaTypbl OHa HCKaXKaeTcs
npH GOJBLIMX PACTAXKEHHSX. DTO MOXKHO OOBSICHHTb KaK CIeICTBHE
nepexofa JHMHTHDPOBAHHUS CHJIBI COKpAlleHHII NPH YBEJHYEHHH pa-
CTSIXKEHHS OT KOJIHYECTBA HOHOB KaJIbliUs, NMOMaJaloIlUX K COKpa-

THUTEJbHOMY amnmaparty, K YHC-
a g Jy  CBOOOZHBIX  KaJsblIMeBBIX

Ay, % g

j b s «mect> B HeM [12]. Ilpu wusme-

ol ¢ N2 HEHUH CTENEeHH PacTSXKeHHS Tep-

e HENS MOHMHOTPONMHAs XapaKTepHUCTHKa

90+

(puc. 5, 6) MeHsileTcsi OT HOp-
MaJbHOH (mo AppeHHycy) npu
MaJblX pacTSIXKeHHSIX O 3KCTpe-
MaJbHOM mnpH O6oJblIMX H He-
H3MEHHOH 3JIeKTPHYECKOH aKTHB-

90

’ / d
24
50 501

07 7 7 4gept 6 zaeg Hoetn [13]. Mcxons ms ouenxu
’ ! ’" MaxkCcHMAaJIbHOT'O 1 HACTOJJHYECKOTr O
Puc. 5. 3aBHCHMOCTb OTHOCHUTEJbHOW pacTsKeHus MHOKapJia IJIOTBLI B

CHJH CTaHOHAapHHX COKpallleHHH Or
TeMnepaTyphl H HHACTOJHYECKOro pac-
TsKeHHs (LUGPH Ha KPHBHIX).

a — 3aBHCHEMOCTb CHJIa — PacTsXKeHHe TpH
DasNHUHLIX TeMnepaTypax, 6 — 3aBHCHMOCTb
CHJla — TeMmepaTypa (TepMOMHOTpONHas Xa-
DaKTepDHCTHKA) NMpPH PA3jJHYHOM DPacCTSKEHHH.
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raem, 4rto in Vivo TepMOHMHO-
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CTallMOHAPHBIX COKpallleHHH $B-
JsieTcsl TOYTH SKCHOHEHUHalb-
HOH.



Jns1 OleHKH TeMIepaTypHOH 3aBHCHMOCTH CEpPIEYHOr0 BHIXOIAa:
HaMH GBbLJIO HCCIELOBAHO BJHSIHHE TEMIEpPaTyphl HA CHJIY H 4acTo-
Ty CIOHTaHHBIX COKpalleHui. Kak cuia cokpallleHu#, TaK H NePHOL.
CHOHTAHHOH AaKTHUBHOCTH ¢ TOBBIIIEHHEM TeMIepaTypbl YyMeHb-
IIAIOTCSA, HO «HMHTerpajbHasi COKPaTHMOCTb» (IPOH3BeIeHHE CHJIBL
Ha YacTOTy) HMeeT MaKCHMyM IIpH TeMnepatype okono 10° Tep-
MO3aBHCHMOCTb CEpPIEYHOI0 BBIXOZA MOXKeT OBITb aHaJOTHYHOH
B TOM cJydyae, eCjiM YAapHbl BEHIODPOC NPONOPLIHOHAJNEH CHJE CO-
KpaleHus. DTy IPONOPLUHOHAJBHOCTh HCKAaXKalOT B OCHOBHOM [Ba
(daKkTopa — CTelleHb HAaIlOJHEHHsl CcepAlla, ompefdensieMass OOLIIM
06beMOM KPOBH M MEPHUOAOM CTHMYJSIIHH, H BI3KOCTb KpoBH. C no-
HHXKEHHeM TeMIepaTypbl BS3KOCTb KPOBH 3HAYHTEJbHO BO3pacTa-
€T, CTelleHb HANOJHEHHs MeHseTcs MaJo, TaK Kak o0beM KPOBH
yMeHbIlIaeTCs, a NepUOJ, YBeJHuuBaeTcs. ¥ Hac HeT NPSIMBIX AaH-
HBIX O TeMIIepaTypHOH 3aBHCHMOCTH BBIXOAA, HO 3KCTPeMasibHbIH
XapaKTep TePMO3aBUCHMOCTH <«HHTEIPAaJbHOM COKpPATHMOCTH» IO-
3BOJISIET NPEJIOJNOXKHTb, YTO CHCTEMa DPEeryJsilluH OCYLIeCTBJSET He-
KOTOPYIO KOMIIEHCAIIMI0 CHUXKEHHSl CepPAEeYHOro BLIXOAA IpPH INOBHI-
LIEHHH TeMIIepaTyphl.

B biBOABI

1. CucteMa peryJasiiii COKPaTHMOCTH MHOKapja y pbl6 HMeeT
TPH OCHOBHBIX BXOJIa, X BXOIHBIMH CHT'HAJIaMH SIBJSIOTCS HePBHbIE,
ryMopaJjbHbBle M TeMmmepaTypHble Bo3neHcTBus. OOpaTHBIMH CBA3S-
MH OXBaueHBl COKDATHTEJbHBII annapar M HAaTYHK DHUTMA, Xapak-
TEPUCTHKA KOTOPHIX 3aBHCHUT OT CTelleHH HAallOJHEHHs cepiua.

2. Ilpu uameHeHuH TeMnepaTyphl NPOUCXOISAT CIBHIH BO BCEX 3Be-
HbSIX CHCTEMBI: C yMeHbIIIeHHeM TeMIepaTyphl YBEeJHUHBAeTCs CTa-
[IHOHapHAasl CHJIa COKpallleHHH, ypeXkaeTcs CIIOHTaHHas pPHUTMHYe-
OKasi aKTUBHOCTb, NajaeT OBICTPOXelCTBHEe BCeX 3BEHbEB, YMeEHb-
maercsa rayb6uHa ob6paTHbix cBsizedl. TakuM o6pas3oM, CKOpPOCTb
pabOTBl CHCTEMBl NIPH CHHXXEHHH TeMIEepPaTypPhl 3HAUMTENHHO YMEHb-
maeTcss, HO BBIXOJHOH CHI'HaJ — CepPIeYHbIH BHIGPOC H3MEHSETCH
MeHbllle BCJEICTBHE IepeKPBHITHSI HECKOJIbKHX pa3HOHAIpaBJeH-
HbIX npoueccoB. OCHOBHOH BKJIaJ B KOMIEHCALHIO CHHMKEHHsS 00-
Ilero BBIXOAA CHCTeMHl JaeT TePMOHHOTPOIIHOE pPeryJHpOBaHHUe.
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AKAODEMHUAHAYKCCCP-YPAJIBCKUHN HAYUHBI M ILEHTP

KJETOYHbIE MEXAHW3Mbl PEIYJSILHH COKPATHUMOCTH MHUOKAPIA 1974

10. JI. TPOLEHKO, O. A. )XHTAJIbCKHH

HEKOTOPBIE NPOBJIEMb]I H3YUEHHUS
3JIEKTPOMEXAHHYECKOIO CONPSI)KEHHS
B MHOKAPIE

s u3yueHHS] B3aHMOCBSI3H MeXIy NOTEHIHaJOM MeMOpaHbI
¥ KOHTPAKTHJIBHBIM OTBETOM INPHMEHSIETCS HECKOJbKO METOJMOB.

1. ®ukcanus HanpsKeHHS Ha MeMOpaHe B CaXxapo3HOM MOCTH-
Ke, KOTOpasl NMO3BOJISIeT NOANEPXKHUBATh HEOOXONUMbIH MOTEHLHAN C
TIOMOIIBIO CHCTEMBI ¢ 06paTHOH CBSI3bl0. DTOT MeTOJ NpHMEHseTCs
JJI MCCIelOBaHHSI CBSI3H BO3OGYXIEHHS M COKpalleHHS B cephle
muaekonuraouux [1—5] u xomomuoxkpoBHeix [6—9]. K ero Hemo-
CTaTKaM OTHOCATCSI 6OJIbIIasi TPYAOEMKOCTb, a IVIaBHOE, HEBO3MOX-
HOCTb CO3[aHUSl TOTEHI[HaJa, PaBHOMEPHO pacHpeleNeHHOro II0
JJIMHe IperapaTa BBHIY CJIOXHOH IeOMeTPHH PacHOJIOXKEHHSI BOJIO-
koH. Tlogpo6Ho Merton ¢uKcauuu HanpsixKeHHs pa3bupaercs B pa-
Gore [10]. C H3BeCTHBIMH OrpaHHYEHHSMH H HETOYHOCTSIMH OH
[03BOJISieT CO3[1aBaTb IOCTATOYHO [JIHTeJNbHBlE (IO HECKOJNbKHX
CEeKyHJ) H3MeHeHHs IOTeHIHasa MeMGpaHBl, CONOCTABJATb 3TH
HU3MEHEeHHS] ¢ KOHTPAKTHJIbHBIM OTBETOM, a TaKxXe NPOBOIMUTb KOp-
PesIsiHIO MeXAy NaplHaJbHbIMH HOHHEIMH TOKaMH M pa3BHBaeMBIM
MeXaHHYECKHM HalpsKeHHEM.

2. Bropoit MeTOm MOXHO YCJOBHO Ha3BaTb «(HKcallheid TOKa Ha
MeM6pane» [11—14]. C nmoMoiipio 3J€KTPHYECKOrO TOKA, KOTOPBIH
3aJlaeTcsl yepe3 Caxapo3HBIi MOCTHK, H3MeHsieTCs [JIHTeJbHOCTb
NOTeHIMaJ/la [IeHCTBHSA, BbI3bIBAIOLIAs T€ MJH HHBlE CIBHIH COKpaTH-
MOCTH. DTOT MeTOl, IO3BOJISIET JIHIIb KayeCTBEHHO IPOCIEeIHTb
B3aHMOCBSI3b MeXIy BO30yXkKIeHHeM H COKpallleHHeM H COIOCTaBHTb
IJIMTeNbHOCTh IOTEHIHaka JeACTBHS ¢ INlapaMeTpaMH MeXaHHYe-
ckoro orBera [15—18]. HeB03MOXKHOCTb TOYHON KOJHYECTBEHHOM
OLIEHKH CBsI3aHa C TeM, YTO [ENOJspH3alys B 3TOM cJydae SIBJA-
€TCsl BeJHYHHOI HeynpaBJsieMoil.

3. CpaBHHTe/JIbHO HelaBHO pa3paboTaH HOBHIH €noco6 Hcceno-
BaHHSI 3JEKTPOMEXaHHYECKOrO CONPSIKEeHHS] — H3yueHHe KOHTpakK-
THJIBHOTO OTBE€Ta, BbI3BAHHOTO JeHCTBHEM Ha INpenapar AOCTaTOYHO
cuibHoro mepemensoro [19—21] u mocrosinnoro [15] Toka. Ilpu-
poIa BO3HHKAIOLIETO OTBETA He BhIsICHEHA. B OTHOLIEHHH KOHTpak-
TYP, BbI3bIBA€MBIX NEepeMEHHBIM TOKOM, TPYIHO HCKJ/IOYHTb BJIHSHHE
BBICBOGOXK/IEHHST SHIOT€HHOTr0 aleTHJIXOJIHHA, NOCKOJbKY KOHTpPaK-
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Typa He yCTpaHsieTCsl IpE/IIeCTBYIOMmEeH oenossipH3alyeil, KoTopas
BbI3biBaeT O6JIOKaly reHepallMH NoTeHuuaja neficteusa. Hcciemosa-
HHSl ¢ TIpHMEHEeHHeM JaHHOTO MeTOXa HaXOAATCH B CTAaJHH Hayajlb-
HOH pa3paboTKH.

4. UerBepThll MeTOMA, KOTOPHIH YCHEIIHO NDHMEHSIeTCs I/ HU3y-
YeHHs1 MeXaHH3Ma CONPSKEHHS BO3GYXKAEHHSI M COKpalleHHs —
CO3/laHHe HCKYCCTBEHHOH [enoJisipH3alud MeMOpaHbl HOHHBIMH H
(hapMaKoJIOTHYeCKHMH BO3AeHCTBHSAMH. Yalle BCEro HCIONb3YeTCs
JlenoJisipU3alys 3a CYeT NOBLILIEHHS KOHUEHTPAllUH HOHOB KaJsusi
B HapyXHOM pacrBope. li3MeHeHHs NOTeHIWasa CONOCTABJASIOTCS
C BO3HHKAIOIIUMH KOHTpakKTypaMd. CIBUTH MeMODaHHOTO IIOTeH-
[HaJja Jerko paccuurteiBaioTcs no gopmyse Hepuera.

Caenyer noguyepkKHyTb HEKOTOPYIO HEECTECTBEHHOCTb 3TOTO CIIO-
cob6a H3yuyeHHs 3JeKTPOMEXaHHYECKOro conpsikeHus. KoHTpakTHIIb-
HBIF OTBET He CBSI3aH C €CTeCTBEHHBIM 3JeKTporeHe3oM (IOTeHIHa-
JIOM HeHCTBHS), HLENOJISpH3allUsl Pa3BHUBAETCS OTHOCHTENBHO MeJl-
JIEHHO, 4TO 00ycJjoBJieHO nuddysueir 3/JeKTposuTa, U, Kak OyIer
NOKa3aHO B JaJjibHeHllleM, CIBHTH B 3JIeKTPOMEXaHHUECKOM COIpS-
JKEHHH OTJIHYHBI OT TAKOBHIX, BO3HHMKAIOIIHX BO BpeMsl MOTeHIHasa
JeiicTBus. MeljleHHOe pasBUTHE IENOJSIPH3alHH, BEPOSITHO, NMPHBO-
OHUT K MHAKTHBAallUd HOHHBIX TOKOB, B YaCTHOCTH TOKa HOHOB HaT-
pHsI, N0 MeXaHHM3My, HCC/IeJOBaHHOMY XOIXKKHHBIM H XaKC/IH
[22, 23]. Kpome TOro, MOXKeT H3MEHHTbCS OCMOTHYHOCTb H KOH-
HEeHTpalus HOHOB KaJiUsl B KJIETKe, KOrja KOHUEHTpaIlHUsi UX B Ha-
PYXHOM pacTBOpe yBeanuuBaercs. Uucio paboT ¢ NpuUMeHeHHeM
nofo6GHOr0 MOAXO0Aa Ha MHOKapae Hepesuko [24—28]. Konrtpaxkry-
Pl B OTBET Ha yBeJHUYEeHHe BHEKJIETOUHON KOHIEHTpPalHH KaJjus
BO3HHKAIOT He BO BCeX OTHeJaX MHOKapla M He y BCeX KHMBOTHBIX
B HOpMaJsbHbIX ycaoBusix [29]. OmHako NmpeHMYIIecTBO NOJSPH3a-
OUH 32 cyYeT H3MEHEeHHs] HapYXKHOH KOHIEHTPAIHH HOHOB KaJHus
COCTOHT B TOM, YTO BO3LEHCTBHIO IIOABEPraloTCsi BCe BOJOKHA Mpe-
mapaTa W NMOJsipu3aliisi OXHOPOJAHA, a 3TO MO3BOJSIET H3YUHUTh MeXa-
HHYEeCKOe HamnpsiKeHHe TOJbKO KaK (YHKIHIO MeMOPaHHOTO NOTeH-
IHaJjia, TOr4a KakK B IPYTHX CIyYasix MeXaHHyecKoe HampsKeHHe —
(yHKI¥S NOTeHIHala U BPeMeHH.

Ilenp nacrosimeit paGoThl — NOAPOOHO paccMOTpeTb MAaHHbIE,
KOTOpHIE€ NOJYYeHH METONOM KaJIHeBhIX KOHTPAaKTyp Ha MuOKapje
B CBETE COBPEMEHHOI KOHIENIHH 3JEKTPOMEXaHHUECKOro CONpsikKe-
Husa. [lapanjenbHO paccMOTPUM CJy4YaH BO3HMKHOBEHHMS KOHTpak-
THJIHOTO OTBETa, HE CONPOBOXKIAIOIIHeCS H3MeHeHHeM MeMOpaHHOro
noTeHIHasa. Brepsrle Ha ONUHOYHBIX BOJIOKHAX CKEJETHOH MBbILIIIET
[I0Ka3aHO, YTO TpPH [eNoJisipH3alliH, CO31aBaeMOH TMOBHIIIEHHEM
KOHIIEHTpAI[Md HOHOB KaJ/Iusl B HApYXKHOH cpejle, pa3sBUBAeTCs KOHTP-
aKTHJIbHBIH OTBET THNA KOHTPAaKTyphl, KOTOpas CIOHTaHHO pac-
cnabasierca npH TonjepxusBaeMoil penossipusanuu [30]. Haiinena
S-o6pasHasi 3aBUCHMOCTb MaKCHUMyMa MeXaHHMYeCKOro HalpsiKeHUs
OT moTeHnMas a MeMOpaHul (M jJorapudMa HapyXHOH KOHUEHTpaLUH
Kanus). Ilopor MexaHHYeCcKOH aKTHBAalMH COOTBETCTBYET MNOTEH-
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nHany —55 M8 W KOHIEHTpPaUMM KaJius
25 mM. C yBeqHYeHHEM HeNMOJSpH3aLUH
Ha6ai0aeTcsi KpyToe BO3pacTaHHe NHKa
MEXaHHYEeCKOTO HamnpsiXKeHHs, KOTOpLIH
JOCTHraeT HACHIUIEHHS TNPH INOTeHIHaje
—15 ms. AHasoruuHble pe3yJbTATH NO-
JyueHBl Ha MOJIOCKAaX MHOKapAa KeJy-
JoyKa JArymku [24, 26].

B Hamux skcnepuMeHTax (puc. 1) Ha
TOM Ke 00'beKTe II0Ka3aHo, YTO Mopor Me-
XaHHYeCKOH aKTHBAlUHU JIeXKHUT B 06J1aCTH
20 MM, npu yBeJHUYEHHH KOHLEHTPaLHH

HOHOB KaJHfi MHK HAnpSKEHHA KpYTO

0 7% W kUG BO3pacTaeT M IOCTHTaeT MaKCHMAJbHOM

lg[Kgl,n#  BeIWYMHB TpH KOHUeHTpauuu 200 uM,

UTO COOTBETCTBYET IOTEHUHAdy —5 M8.

Egﬁmi-x Ss;iccfll{lgggf;a?ﬂ:;': JlanbHelilllee yBeJquueHHE AeNOASPH3 ALK

HHS KATHEBOR KOHTp a}:ww IPUBOIHUT K HE3HAUUTENbHOMY POCTY MaK-

OT KOHLeHTpamWk WOHoB ka- CHMYMa MEXaHHYECKOro OTBETa, HO Bpe-

JHs B HapyXHOM pacTBope. = MEHHOH XOJ KOHTPAaKTyphl CYILECTBEHHO

1—no paunum paGots [30], 2— MeHseTCS — depe3- HEKOTOpOe BpPeMs IOcC-

HallH JAaHHBIE.

Je pacciaGiieHHs OTMeYaeTcs JONOJIHH-

TeJbHBIH TMOLBbEM C OYeHb HH3KOH CKOPOCTbIO HapacTaHus (pHuc. 2).

OGpaiaer Ha ce6s1 BHHMaHHe Pasa paccnabieHHss KOHTPAKTyphbl —

ee JUVIMTEJbHOCTb TeM 6oJbllie , YeM BhIle CTENeHb AENOJsSpH3alHH.

OTMBIBaHHE B 3TOH CepHH sxcnepnMeHTOB IPOH3BOAMJIOCH TIOCHE

OKOHYaHHsA paccyabJjaeHuss KOHTPaKTyph. BpeMsa Mexny mocienoBa-
TEJbHBIMH KOHTPAKTypaMH COCTaBJsJ0 He MeHee 30 MuH.

ITocie cMeHBl [eNONSPH3YIOLIETO pacTBOpa Ha HOPMaJbHBIN
HauMHATCA SJEKTPHYECKasdA CTHMYJALMs mpenapara. XapaKTepHo,
YTO BOCCTAHOBJEHHE OXMHOUYHBIX COKpallleHHA NPOHCXOAMT JOBOJIBLHO
GricTpO (uepe3 5—7 MmuH), TOra Kak CIOCOGHOCTb K BOCIPOHM3BE-
IeHHI0O KOHTPAKTYPHI MIEHTHUHON BeJHYHHHI (IPH TOH 2Ke CTeHeHH
JenoJspu3allii) BOCCTaHaBJIMBaeTcs TOAbKO cnyctss 30 mun mocie
OKOHUYaHUS pacciabraeHus
npeniiecTsyiollel KOHTPaKTy-
pul. Takum o6pa3om, BeJHUHHA
OJIHMHOYHEIX COKpallleHui He
MOXKeT OBITb KpHUTEpHEeM BOC-
CTaHOBJIEHUS] CHCTeMEHl, TeHe-
pupyiolllell KOHTPaKTypy. DTO, 740
BEPOSATHO, CBHIETENbCTBYET O
CYIleCTBOBAaHUH JABYX OTHOCH-
TeJbHO  HE3aBHCHMHX  CH-
cTeM — JIBYX HCTOYHHKOB V300m
KaJbllusl, KOTOPhe OGECHeUH-  py. o Bpeweno XoI KATHEBHX KON-

BaloOT  COKPATHMOCTP  MHO-  rpakTyp B 3aBHCHMOCTH OT KOHIEHTpa-
Kapnaa. und Kaaus. OTmeTRa BpemeHH 20 Gek.

20uM 180mM
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Ckopee Bcero, KaJbliuii, HeOOXOAMMBIN IJISI PAa3BHTHS KOHTD-
aKTYpHl, YepnaeTcsi H3 BHYTPHKJIETOYHBLIX MECT CBSI3bIBAHHS — Ha30-
BEM 3TO «NEePBBLIM KaJbLMEBHIM NyJaoM». I10 JIHTEpaTypHBIM JaHHBIM
[31, 32], BHYTDHKJETOUHHIMH y4YaCTKaMH CBSI3bIBAHHSI KaJbIHf B.
MHOKaple XOJOJHOKPOBHBIX SIBJSIETCS caMa CapKoJeMMaJbHast
MeMOpaHa, a B MHOKap/ie TeNJOKPOBHBIX — JIOMOJHHTENBHO H Cap-
KOIJIa3MaTHYECKHH DPEeTHKYJIOM. DTOT BHIBOJ CJELYeT U U3 PaGOTh
[1], B xoTOpO#1 MOKa3aHa aKTHBAUHs TPAHCMEMGPAHHOrO KaJibllHe-
BOrO TOKa IpH Aenojsipusauud —15 ms, T. e. Korma NOCTHTHYT
MaKCUMyM MEXaHHYeCKOro HamnpsiKeHHsi KoHTpaktypel. To, uto
KOHTPAKTYDHBIH OTBET CYIleCTBEHHO He yBeJHUHMBAETCS IPH MIEno-
JSpH3alHUH Beillle —15 M8 (MexaHHYeCKOe HACHIILEHNE), CBHAETENb-
cTByeT 00 HHAKTHBALMH BXOXSIIEr0o TOKAa HOHOB KaJbIHs JHGO
BCJIEICTBHE TNpEeIIIECTBYIOMeHd [eNnoNsipH3alud, JHOO BCIEICTBHE
ydacTHsl KaJbliusl, CBSI3aHHOrO C capKoJjeMMaJbHOI MeMGpaHoi,
B Pery/silud TpaHcMeMOpPaHHOrO NOTOKA KaJbIHS.

Jpyras KapTHHa 3/J€KTPOMeXaHHYeCKOI'0 CONpSIKEeHHsT HabJio-
JaeTcss NPH pPa3BHTHH NOTeHUHasna [eficTBHA. VICTOYHHK KaJjblus
B 9TOM CJyYae — M NePBHII KaJbIlMeBbIH NyJ, H BHEKJETOYHAS XKUI-
KOCTb (BTOpPOH KaJ/IbI[MeBBIH 1yJ), KaJbIMH KOTOPOl HauyMHaeT
nepecekaTb MeMOpaHy IPH TaKOM IIOTeHLHaJe, KOIa BLICBOGOXKIe-
HMe ero H3 IepBOro nyJja NpH AaHHBIX YCJAOBHAX MaKCHMaJbHO.
Hamleli Toyke 3peHHs NPOTHBOCTOHT THIIOTE3a, CONVIACHO KOTOPOH
KOHTPAKTypa CBSI3aHa C yBeJUYeHHEM KaJbLIUEeBOH IPOHUIIAEMOCTH
(Pca) capkosemManbHOil MeMGpaHbl [21], onHHOYHBIE COKpalleHHst
06yCJIOBIEHBl BBHICBOOQXKIEHHeM (MOJ BJHsSHHEM IOTeHLHaska Hei-
CTBHSI) TOJbKO HIOT€HHOTO KaJIblHf. DTy THIOTe3y TPYAHO corJja-
COBaTb C JaHHBIMH N0 (GHKCALHH HaNpsiKeHHS H HaOJIONeHHSIMH,
NOKa3biBaIOIIHMH yBeJHYeHHe BXOAA KaJblHsd NPH DHUTMHUYECKOH
nesiTebHOCTH MuoKapaa [33, 34]. Kpome Toro, omHoro BHellHero
KaJblUsl SIBHO HELOCTATOYHO MAJIsi MHHLHAUHM cOKpaueHuil [35].

B ornMuMe OT cKeJleTHOH MBIIINBI, BeJHYHHA M BPEMEHHOH XOX
KOHTPAKTyphl B MHOKaple 3aBHCAT OT IIpeJlLIecTBYIOLleH YacTOTHI
CTUMYJISIIMH — C YBEJHYEHUEM ee IPH INPOYHX PaBHBIX YCAOBHAX
BeJHUYHHA MEeXaHHYeCKOro HanpsikeHHs Bo3pacraer (puc. 3). Ecau
yacToTa cepileCHeHHH, NpeAllecTBYIOMas KOHTPaKType, HEBE/NHKaA,.
TO paccjabJieHde nocsegHell GoJiee MelJieHHOE (YETKO BhIpaxKeHa
¢aza niato KOHTpaKTyphl). KpyTH3Ha HapacTaHHsI KOHTPAaKTypHI
H ee CNOHTaHHOe paccjabieHHe TeM OoJiblle, 4eM BbIIIE TNpeJlle-
CTBYyIOLIAsi YacTOTa CTHMYJSIUH. 3aBHCHMOCTb NapaMeTPOB KOHTP-
aKTyYpHl OT MpPENbICTOPHH MeXaHHYeCKOH aKTHBHOCTH II03BOJIAET
OGBACHUTb Pas3jMudsi BO BpeMeHHOM ee xofe [21, 24, 26]. Kpowme
TOro, IHapaMeTpbl KOHTPAKTYyphl (BpeMeHHOH XOA HapacCTaHMs H
cmaza) 3aBHCAT M OT CKOPOCTH nepdysHM — ueM OHa BHIIE, TEM
GeICTpee NOCTUraeTcsi MAaKCHMYM. KOHTPAKTYPhl M TeM ObICTpee OHa
pacciabasiercsa. BepositHoe o0GbsfcCHeHHe 3TOro (hakKTa — 3aBHCH-
MOCTb TIapaMEeTPOB KOHTPAKTypP OT CKODOCTH M3MEHEHHsl MemoJsi--
pH3aLHH.
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Puc. 3. BpeMeHHO# xo[ Ka/HEBEIX KOHTPAKTYp MOCJE CTHMY-
JISIUMHM  PA3/HYHOM YaCTOTOH IIPH KOHUEHTPaUMH KaJjHs
140 #M.

YactoTa cepaueGHeHHA X0 xogipaxrypu, cex™: a—0,1; 6 —

4.

Cps3b mapaMeTpPOB KOHTPaKTYyphHl C TNPEXLICTOPHEH MexaHudYe-
CKOH aKTHBHOCTH IIpelnapara CBHJeTeJbCTBYET, C Hallleli TOUKH 3pe-
HHS, O TOM, YTO KOJIMYECTBO KaJbLHs B NEPBOM KaJIbIIHEBOM IyJe
onpenensieTcs TpaHCMeMOpaHHBIMH IIOTOKaMH ero. BO3MOKHO, 4YTO
KaJblU#, NOCTYyNAIOUHA B KJIETKY M3 BTOPOrO KaJIbIHEBOTO IyJa,
npu BO30YXKIEHHHM YacCTHYHO pAacXOLYeTcsi Ha COKpalleHHs, a ya-
CTHYHO CBSI3bIBaeTCsi B NpUMeMOGpPaHHOM CJIOe, NOIOJHSS NepBhIH
Kasabuuesbiit nya [15]. C apyroit cTopoHbl, MIPOHULIAEMOCT MeMGpa-
HBl, BEPOSITHO, 3aBHCHT OT KOJIHYECTBA M CTENEeHH CBSI3LIBAHHSA KaJlb-
LHsl B IepBOM KaJIbLIHEBOM IyJIe.

B ckeneTHONl Mbilllle NIPH POCTe BHEKJETOYHOH KOHIIEHTPalUH
KaJiusl CKOPOCTh PAa3BHUTHS HHAKTHUBAIUH YBeJIMYHUBAETCH, B Ceprey-
HOH MbllIle HaoO60pOT — IO Mepe YBeJIHYEHHS YAepKHBaeMOH
JenoJisipu3alid CKOPOCTb CHNafa KOHTPAKTypel yMeHbllaercss (CM.
puc. 2). 3aBHCHMOCTb aMIIUTYAbl KOHTPAKTYpPhl H CKOPOCTH HHaK-
THBAllMH OT MeMOGpPaHHOrO IOTEHIHaJla JaeT OCHOBaHHEe CYMTATb,
YTO H BbICBOGOXKIEHHE KaJlbllis, H €ro CBs3bIBaHHEe B HEKOTOPBIX
yuacTKax KJeTKH — QyHKIHs MeMOGpaHHOro moreHiuana. CnoHTaH-
HOMY pacciaabJ/ieHHIO Bceria CONMYTCTBYeT Npouece KOHTPaKTHIbHOH
pedpaKTepHOCTH, T. €. TAKOe COCTOSIHHE CHCTEMBI, KOrja OHa Heclo-
co6Ha reHepUpPOBATb KOHTPAKTypy, HIEHTHUYHYI0 KOHAHMIHOHHPYIO-
meli. BoccraHoB/eHHe OT mpeAlIecTBYIOIIEeH KOHTPAKTYphl 3aBHCHT
oT MeMOpaHHOrO NOTeHIHa/ja, KOTOPHIH 3allaeTcsl BO BPeMsl OTMBI-,
BaHHsA. CBfI3b MeXJYy IIPOILECCOM BOCCTAHOBJIEHHS H MeMOpaHHBIM
noreHnuasoM S-o6pasHa. [IpuunHa pedpakTepHOCTH, BEPOSATHO,
CBs3aHa C BpPEMEHHHIM pa300lLieHHeM 3JeKTPOMEXaHHYEeCKOro Cco-
NpsiKeHus.

ComocTaBUM CBOHCTBA KOHTPAKTYpPhl H ONHHOYHBIX COKpallleHHI,
BO3HUKAIOU[HX B OTBET Ha IIOTEHUMAJ HeACTBHS, YTOOBI ONOJIHH-
TeJIbHO J0Ka3aTb paHee BHIIBUHYTHIH Te3HC O Pa3jIHYMH HCTOYHHKOB
KaJIbllisl B 3THX CJydasx.

1. YcranosneHo [26], yro rumomgMHaMHsi MHOKapia He BJIHSIET
Ha pa3BHTHE KaJIMeBOH KOHTPAKTyphl, TOT4a KaK aMIVIHTYHa OIH-
HOYHBIX COKpallueHuii nagaer. [lo na6aonenusim Knapka [37], runo-
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eoe ove

Puc. 4. BansHne aTponHHa Ha OJHMHOYHBlE COKPALEHHS H KaJHEBYIO
KOHTPaKTypy.
4 — HOpMaJbHLA pacTBop, 6 — 1075 2/ma arponmHa.

IHHAMHsl CBSi3aHAa C H3MeHEHHeM NOBEPXHOCTHOH CTPYKTYpHI KJeT-
KH — C BEpOSITHOH YTEUYKOH JIMIHAOB M3 CapKoJeMMaJsbHOH MeM-
6paHbl, TaK KakK ee MOXHO o0paTHTb f06aBjieHHEM K INpemnapary
IVIa3MBl MJIH Pa3/MYHBIX MBI, M3MeHeHHS KOHLEHTpalHH HATpHUSA
U KaJblIUs MaJjo BJAHSIOT Ha COKpalleHHs CBeXHX IIpenaparoB, HO
nx 3¢p¢deKT 4eTKO BblpaxKeH B THIOAMHaMHYeCcKOM coctosinuu. Ovye-
BHIHO, YYBCTBUTEJIbHOCTb K K03pdunuenty Ca/Na, cBsizana c omnpe-
JeJeHHBIMH YyYacTKaMH HMEHHO HOBEPXHOCTHOH MeMOpaHbl. ITO
corsacyercsi ¢ npenanosoxennem [38, 39] o HaaMuMH KasblHii-HAT-
pHEBOI KOHKYDEHIHH Ha IIOBEPXHOCTH MeMOpaHbl. MOXHO CUHTATh,
YTO MPOHUIAEMOCTb [IJISI HOHOB KajbLUs nponopuuoHasbHa CaR,
IJIsT MIOHOB HaTpHs — KosnuecTBYy NagR.

2. AueTHIXOJHH TIOaBJseT OJHHOYHblE COKpalleHHs, 4YeMy
COOTBETCTBYeT De3KOe YKODOUeHHe [JIHTEJbHOCTH IOTeHIHaJsa aeil-
crBust [40]. C nmpyro#l cTOpPOHBI, AlETH/JIXOJHH, BEPOSITHO, MOTEH-
[UpyeT BO3HHKHOBEHHe KaJHNHBIX KOHTpakTyp. O6 3toM cBune-
TeJbCTBYIOT HallM NaHHble O BJHSIHUH aTPONHHA Ha OJHHOYHbIE
COKpAallleHHs] U KaJieBble KOHTPakKTyphl (puc. 4). Ilpu mpouux pas-
HBEIX YCJIOBHSIX aTPONHH YBEJHUYHBAET CHJY OLMHOYHBIX COKpalleHHH,
HO pe3KO I0JaBJsieT KOHTPaKTypy. BHAMMO, aleTHIXONHH YyMeHb-
IIaeT KaJblHeBYIO NPOHHIIAeMOCTb, HO obJieryaer BbICBOGOXKIEHHE
KaJIbLHsl U3 BHYTPHKJIETOYHBIX MECT CBSI3bIBAHHS.

3. Hanb6osee ueTko pasHHIA B reHe3e OJIHHOYHBIX COKpallleHHH
1 KaJIHeBBIX KOHTPAKTYp BBISIBJISIETCS] B ONBITAX C AeHCTBHEM ajpe-
HanuHa. BriepBole KaBasep u Mopan [41] mokasasnu, 4yTo anpeHasnH
(B MeHblIeH CTeNeHH HOpaJpeHAJIMH W H3ONpEHaJHH) OKa3blBaer
IBa TNPOTHBOINOJOXHBIX 3(pdeKrTa Ha COKpPaTHMOCTb MHOKapaa —
YBe/JHYHBAET CHJY OJHHOYHBIX COKpalleHHH U ocjabJser HIH IOJ-
HOCTbIO TIOZABJISIET KOHTPAKTYPY B OTBET Ha KaJIHEBYIO AENOJSIpH-
sanuio. OTpHUIATeNbHBEI HHOTPONHBEI 3bGeKT anpeHasuHa OBLI
0o603HaueH HMH KaK <«IlapaloKcaabHbifi». Haumu naHHblEe MOATBeEp-
IHJH YKa3aHHOe HaGJiofeHue.

IIpu BBeneHMH anpeHanuHa Ha (GOHe pasBHBLIEHCS KaJueBOM
KOHTPAKTyphl Ha6JlofaeTcsl He3HAUYHTEJIbHOE YCKOpeHHe paccaab-

90



Jiennsi. OJlHaKO KOHTPaKTypa pe3KO Najaer IpH BBEJEHHH aJpeHa-
JiMHa 0 ee pa3BUTHA. [10/0KHTEAbHBIH U OTPHIATENbHBI HHOTPOM-
Hble 3@ eKTh pa3BHBAIOTCA He BCerja OXHOBPEMEHHO, U BpeMsi HX
‘PA3BUTHA ONpelessieTcsl YaCTOTOH CTHMYJSNHUH. DKCNO3UIUs B Gec-
KaJIMeBOM DacTBOpe NOAaBJ/sAeT OTPHIATeIbHbIH HHOTPONIHBINA 3 dexr
aJipeHaJMHa, HO He BJMSeT Ha YCHJHMBalolllee IelHCTBHE €r0 B OTHO-
TIeHUH OLHMHOYHHIX cokpamieHu#. VsyueHune KpuBbX n03a — 3¢ ekt
ajpeHaJHHa [JIs OJHHOYHBIX COKDAIleHHH H KOHTPAKTyp IOKa3Hl-
BaeT cjJabyl0 KODpeJALHI0 MeXIy IBYyMsi 3¢ddeKTaMH ajpeHaslHHA
[21]. VBennueHue KOHIEHTPAUMH KaJblHs B HapyXHOM pacTBOpe
ocsaabiser W NOJOXKHTEJIbHOE, H OTPHIATENIbHOE HHOTPOMHOE mei-
CTBHE aJipeHaJIiHa, XOTSl KOpPEeJsUHs MeXIy HHMH U B 3TOM CJIy-
yae ciabas.

BeposiTHO, NOJIOXKHTEJbHOE HHOTPONHOE NEHCTBHE aJpeHaHHA
MOXHO OOBSCHHTb TeM, YTO OH YBeJHYHBAeT KaJbIMEBYIO IIPOHH-
11aeMOCTb H INOCTYIJIEHHe KaJbLHS H3 BTOPOro KaJbLUEBOro mNyJsa
M ONHOBPEMEHHO (BO3MOXKHO, HECKOJIbKO IM03Xe, MO0 NOCTyI/IeHHe
aZipeHaJHHa B KJETKy KaKHM-TO 06pa3oM CBsS3aHO C BHEKJETOUHOH
KOHLIEHTpaliel HaTpUsl U ero MABHXKEHHEM B KJIETKY) — €MKOCTb
nepBOro KaJblieBoro nyJsa. [lapagokcanbhbill a¢dekT agpeHannHa
NpPOSIBJSIETCS] B YCHJIEHHH CTelleHH CBSI3bIBAHHSI KaJbuus. JlemnoJs-
pu3anus, co3maBaeMasi yBeJHYeHHeM BHEKJETOYHOH KOHIEHTpalHH
KaJiisl, B 3TOM cjydae MeHee 3¢ deKTHBHA.

4. I'unepocMoTHYECKHe PACTBOPHI NMOAABJSIOT ONHHOYHBIE COKpa-
LeHHus], HO YBEJMUYUBAIOT aMIUIHTYLY KaJIHeBbIX KOHTPAaKTYP.

5. Ctpodantun (oyOauH) yBeJHUHBAET aMIIUTYLy OJHHOYHBIX
COKpalleHHH M KajJueBYI0 KOHTPakKTypy (pHuc. 5). I[lonoxuTeabHbIH
MHOTpPONHBIH 3(p¢dekT crpodaHTHHA, OCOOEHHO IPH €ro BBHICOKHX
KOHIEHTPALHUAX, NepexonuT B Tokchuueckuit [42]. Ilpu stom dasa
NJ1aTo MOTeHIMaJja HAeHCTBHs ykKopauuBaercs [43], a KoHTpakTypa
CTaHOBUTCS elle Gosbiue (puc. 6). TO MOXKHO OGBICHHTH CJENYIo-
UM o6pasom. CtpodaHTHH GJIOKHpYeT Kanuii-HaTpHeBylo AT®-a3zy
(kanuii-HaTpHEBBIH Hacoc), B KJIeTKe HaKallJHBAIOTCS MOHBI HaTPHS
|44, .45]. BeposiTHO, yBenHYeHHe KOJHYECTBA BHYTPHKJETOUHOTO
HaTpHsl NOBHIIUAET KaJbLMEBYIO INPOHHIAEMOCTb 110 MEXaHH3MY, KO-
‘TOPBIA GBI BIEepPBble HCCAENOBAH Ha THTAaHTCKHX aKCOHaX KajbMapa
[46, 47], u nonoJHsier mepBHil KasblueBbllt mya. Kak yxe ykassl-
BaJioCcb paHee, YBeJHUeHHE B KJEeTKe CBSI3aHHOIO ¢ MeMOpaHOH
KaJIbLlUsl BeleT B NociaenymoueM K GJokale KaJbLHEBOH NPOHHIAe-
MOCTH (ellle ONHH INpHUMEep KJETOUYHOrO IOMEeOCTaTHYECKOro Mexa-
HH3MA).

6. 3aciyXHUBaeT BHHMAaHHsS BJHSIHHE DaCTSKeHHs (H3MeHeHHe
HayaJIbHOM JJIMHBl IIpenapara) Ha OAHMHOYHBIE COKpallleHHd |
KOHTPaKTypy. BrepBhie Ha KesylIouKe JATYWIKH OBUIO NOKa3aHo,
4TO B OTBET Ha pacTsAXKeHHe YBeJHUYHBAeTCs aMIUIMTyla H ONHHOY-
HBIX COKpallleHu#l, # KOHTPAKTyp, HO NPHUPOCT BHIIE B KOHTPaAKTyp-
HOM OTBeTe. B HAIIHX 3KCIepHMeHTaXx Hab6J/04aJjoCh aHaJOrM4HOe
sipfieHde. [Ipy OOJIBLINX CTeNeHsX PAacTSXKeHHs IpelnapaTa KOHTP-
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Puc. 5. [leficTeie cTpodaHTHHA Ha ONMHOYHBIE COKPALICHHS H KOHTp-
aKTypy.

a — HOpMaJIbHBIR pacTBop, 6 — 10 — 5 2/ma cTpodanTHHA.

a )

I

Puc. 6. «Tokcuuecknit» atddexr crpodantuna (10-5 o/ma) uepes 1 (a)
H 2 4 (6) mocae ero BBeAEHHS.




Puc. 7. BansHne mocaeqoBaTesNbHON CMEHBl BHITSXKEHHS Npenapara Ha CO-

KPaTHMOCTb MHOKapaa.
Harpyska, me: a — 200, 6 — 100, 8 — 400, 2 — 200.

25 25 9§/ 200 9 25

200 w0 6" 25 g

Puc. 8. BunsiHue «npeiblcTOpHH AJAHHBL IpernapaTa» Ha COKPaTHMOCTb.

Harpyska, me: @ —25, 6 —BO BpeMsi CTHMYJSUMH HaHa JONOJHHTeJbHasi Harpyska
200 M2 B TeyeHHe 10 mun, 8 — 200, ¢ — BO BpeMsi PHTMHHECKONX CTHMYJISLHH. NPOH3Beje-
HO YMeHblleHHe HarpyskH Xo 25 m2 B TedeHHe 10 MuH.




aKTypa HapacraeT ObicTpee H paccaabiasercs ¢ 60JAbLIEH CKOPOCTHIO
(puc. 7). XapakTepHo TakXe, YTO IJs NPOSB/JECHHS BJHSAHHS PacTs-
JKEeHHs] Ha KOHTPaKTYpy Heo6XOIHMMO HEKOTOpOe BpeMs — 3(pderT
pacraXeHHss TeM OoJiblle, yeM JAJIHMTesbHee NeHCTBYeT NpeMLIECT-
Bylomee pacrtsixkende. CrauvoHapHbii 3Q(deKT HocTHraercs uyepes
20—30 mun nocse HayaJla pacTsSKEHHSA, K 3TOMY BPEMEHH aMILIH-
TyJda OAYHOYHKLIX COKpallleHU#l HayuHaeT yMeHbliaThecs. Ilocsae BO3-
BpalleHHsi K HCXOIHOH CTeNeHA PaCTAXKEeHH aMIUIMTYAa KOHTpak-
TYpH no-npexXxHeMy B TedeHHe 20—30 mun BBILIE HCXOTHOM.

Jlius moapoGHOrO H3YyUeHHs BJIMSHHUS NPEIbICTOPHHM HayaJbHOM
JUIMHBI TIpenapata Ha KOHTPAKTYypy MBI HCIOJNb30BAJH CJELYIOUIHH
nonxon. Ilepen nemoaspusanuen cepiie CTHMYJHPOBAJOCh C 4acCTo-
Toii 0,2 B cekyHay B Teuenne 30 mun. Ilocje 3amuCH KOHTPOJBHOM
KOHTPAKTYpPHl H IIOJHOTO BOCCTAHOBJIEHHSI COKPATHMOCTH (OTCYTCT-
BHe KOHTPAKTHJIbHOH pedpakTepHOCTH) INpenapaTt BHOBb CTHMYJIH-
poBaJici € TOH K€ YacTOTOH, OJHOBPEMEHHO OH JONOJHHUTEJIbHO
pacrsrusaJcs rpysamu (50—400 xe) B treuenne 5—20 mun. He me-
Hee yeM 3a 5 MuUH [0 NMOBBILIEHUS KOHUEHTPAIHH KaJlus JONOJHHU-
TeJbHasi Harpy3ka CHHMaJacb H KOHTpPaKTypa BBHI3bIBaJach BCerjia
OpPH HCXONHOH CTeNeHH HaTsXKeHHsl Ipenapata. KoHIeHTpauus
xjopucroro kajaus 140 mM. «IIpembicTopusi HadyasJdbHON MIJIHHBI»
3ajlaBajacb KakK B CTOPOHY YBeJHuYeHMS, TaK H B CTOPOHYy ee
yMmeHnblieHHss. OCHOBHBEIE pe3yJ/ibTaThl NpeIcTaBJeHbl Ha puc. 8. Bo
BCeX HCC/eJOBAHHBIX NpelapaTax yBe/JHYEHHE CTENeHH pPacCTAXKeHHs
J0 KOHTPAKTypHl BCerja INPHUBOLUT K POCTY AMILIMTYAbI TECTHpPYIO-
mel koHTpakTtypnl. O6paTtHast curyanusi HaGJilomaercsi, ecid B Te-
YeHHe HEKOTOPOro BpeMeHH nepejl KOHTPAKTypoH AJHHY npenapara
KpaTKOBPeMeHHO yMeHbInaTh {(cM. puc. 8, 2). He HalimeHo ueTkoit
KOppeJsliH MeXAYy BpeMeHeM JONOJHHTENbHOTO H3MeHEHHUs] HadaJb-
HOH JJIMHBEI H BJHSIHHEM 3TOH TIpOLEeAYpHl HAa AMILVIUTYAY KOHTpaK-
TYPHL.

IlpuBeneHHble HabAIONEHHS] B HEKOTOPOH CTENEeHH OOBSCHSIOT
MexaHH3M sBleHHs1 Ppanka-Crap/uHra — POCT CHJIBI COKpaLleHHH
IIpH yBeJIHUEHHH HayaJbHOH IJIHHBEI cepledyHOl mbimusl. Ecau copa-
BeJJIMBO Hallle INpeIIOJIOKeHHe O CBSI3H KaJMeBOH KOHTPaKTYpHI
‘¢ BBICBOOOXK/JeHHEeM KaJbLUsl U3 BHYTPHKJIETOUHOTO AENO, TO MOXKHO
JyMaTb, UTO MexaHHyecKas Aedopmanus MeMO6paHLl H3MeHSIET CHUIY
CBSI3bIBAHHS1 KaJ/IblMsl B TIeDBOM KaJbLHeBOM InyJe. ITO BeleT K
60JibllIeMy BBICBOOOXKIEHHIO 3HIOTEHHOrO KaJbllisi B OTBET Ha
JenojisipH3alldio U B cjaydyae IOTeHIHaja OeHCTBHS, H B claydae,
KOrfla KOHTPaKTHJbHBIH OTBeT BBI3BIBaeTCS JeNoJjsipu3anued 3a
cyeT yBeJHYeHHs] KOHIEHTPallud BHEKJIETOUHOI'O KaJslHsl.

Cynss no HallMM JaHHBIM, MexaHHyeckas AedopMauusi capko-
JleMMaJibHOH MeMOpaHbl O6GJlafiaeT JOCTaTOYHO IJIHTEJbHBIM IOCJe-
ZelcrtBueM, HOO NO BO3BpallleHHH IJIMHBI Ipenapata K HCXOJHOH,
KOHTpakTypa (M B 3HAUHUTEJbHO MeHblIeli CTeNeHH OIHHOUYHBIE
COKpallleHHsI) B TeueHHe HEKOTOPOrO0 BPEMEHH OCTaeTcCsi HeH3MeH-
HOH. AJIbTepHAaTHBHOE OGbSICHEHHE COCTOHT B TOM, UTO YBeJHUYEHHE
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pacCTsKEeHHs] NOBBILNIAET NPOHHIIAEMOCTb AJsi HOHOB KaJblHfA, a clie-
IOBAaTENbHO, C T€UEHHEM BPEMEHH — M €MKOCTh MEPBOTO KaJbLHe-
Boro myJa. IIpu nepexone OoT H30METPHUECKOTO peKHMa K H30TOHH-
4ecKOMY H 0o6paTHO  HabJioaeTcsi HEKOTOpOoe H3MeHEeHHe KOH(HTy-
paluHu MoTeHUHaJoB meiicTBus [48, 49].

Takum o6pa3oM, npuBeneHHble NaHHBIE CBHAETEJLCTBYIOT O TOM,
4TO MeTOJ «KaJHeBBhIX KOHTPaKTyp» — IPOCTOe, yIOOHOe H JO0CTa-
TOYHO MOIIHOE CPEICTBO BBLISCHEHHSI NPHUPOIbI 3JIEKTPOMEXaHHUe-
CKOro comnpsikeHusi. Ero ucnosb3oBaHue MO3BOJSIET MO-HOBOMY
B3[VIIHYTb Ha HMCTOYHHKH, U3 KOTOPHIX KaJ/bIHi MOCTYyNaeT K MHO-
¢dunamentTam npu cokpamenud. Perynsnusi B KjIeTke OCYyLUIECTBJIS-
eTCsl CJIOXKHOH TOMEeOCTaTHUYECKOH CHCTEMOH ¢ MHOTOYHCJIEHHBIMH
o6paTHbIMH cBs3siMH. [lpencraBisiercsi, 4TO H3y4YeHHe KJIETOYHBIX
MeXaHH3MOB yIpaBJeHHs] COKPATHMOCTH MHOKapAa NO3BOJHT NOHATH
Kak HepBHyI0, TaK M TyMOpaJbHYIO PpEry/asilHi0 [eATeJbHOCTH
cepaua.
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AKAODEMHUAdHAYKCCCP-YPAJIBCKUWN HAYUHBIVN HLEHTP

KJIETOYHBIE MEXAHH3MBI PETVYJSLUHH COKPATHMOCTHM MHOKAPIA 1974

P. B.THHTBKO

O BO3MO)XHOM MEXAHHU3ME PEIYJISILUHUH
COKPATHMOCTH MHOKAPIA

UccnenoBaHusi 371eKTPOMEXaHHYECKOTO CONPSIKEHHS PHTMHYECKH
paboTamllero MHOKapjAa MNO3BOJNMJIH NPHATH K ONHOMY IIOJIOXKe-
HHIO — nmapaMeTphl norennuanos neicrsus (I11), ocoGeHHO B MHO-
Kap/e XOJOJHOKPOBHBIX, ONPENeJNSIOT KOJHYEeCTBO KaJblHs, IOCTY-
NamIlero B KJIETKY HJIH BHICBOOOXKAAIOIIErocss M3 HEKOTOPHIX BHYT-
PHKJIETOYHBIX CTPYKTYpP. XOTSl oOlIHe YepPTH 3JeKTPOMEeXaHHUECKOTro
CONpSXKeHHs H3Yy4YeHBl B HacTosllee BpeMs [JOCTaTOYHO XOPOLIO,
feTajJd (QYHKIHOHHPOBAHHA OTHEJbHHIX BHYTPHKJIETOUHHIX KOHTpO-
JUPYIOIIHX CHCTEM, B OCOGEHHOCTH CJIOXHble HOHHbIE B3aHMOOTHO-
UIEHHsT BHYTPH KJIETOK, ONpefessiiolie BBICOKYIO JaGHIBHOCTb ai-
napata 3/JeKTPOMeXaHH4YeCKOro COIpSXKeHHs MHOKapja, IO CHX MOop
He SICHBI.

H3BecTHO, UTO MHOTPONHLIE SIBJAEHHS B MHOKapje, BO3HUKAlOIHe
IIpH Pa3/jHYHBIX peXHMMax CTHUMYJIALHH, CBSI3aHBI C KYMYJSTHBHBIMU
SIBJIEHUSIMH, BBHIY Yero COKpPaTHMOCTb MHOKapJa 3aBHCHT OT Mpe-
IBLICTOPHH MeXaHHYeCKOH AedTeJbHOGTH M MOXKeT MOAYJHPOBaTbCA
OT cOKpallleHHs: K cokpaulenuio [1, 2]. OxHako 10 cHX mOp He sICHO,
Y4acTBYIOT HOHBl HaTPHUS B 3JEKTPOMEXaHHYECKOM COIpPSIXKEHHH, HIH
HX POJIb 3aKJIIOYaeTcs TOJNbKO B HeNoJasipM3allMid MeMOpaHBI U reHe-
pauunu ITJ. He sicna cama npupona perynuposanus I, ocoGeHHo
IpH PHTMHYECKOH IeATeJbHOCTH MHOKapJa, U KaK NPOUCXOXHUT pery-
JIHDOBaHHE CHJIBI cokpalueHuii anurenbHoctbio I1J]. HemocraTouno
H3yueHBbl NPOIeCCHl HHAKTHBAHH COKPATHMOCTH NPH YAep:KHBaeMOH
Ilenossipu3allii, NpHPoJA CJIeJOBLIX NMPOLECCOB H APYrHe sIBJIEHHS.
Her naxe enuHOro MHeHHS, KaKo#l KaJblHH HIET Ha COKpalleHHe:
HapyXKHBIH, BHyTPEHHUH UM 06a OLHOBPEMEHHO.

HccienoBaHus NpoBOIUNIM Ha NOJOCKAaxX XeayldOuyKa JATYLIKH
Ha ycraHoBKe [3], mosBossiioieil ¢ MOMOIIBIO YIPOIIEHHOrO caxa-
PO3HOTO MOCTHKAa NOLBOAMUTb KaTOJHBIE H aHOJAHBIE TOJYKH TOKA K
MeMOpaHe KJIETOK C OZHOBPEMEHHOI perucTpanuell HX 3JeKTpuye-
CKOM M MeXaHHYeCKOH aKTHBHOCTH. M3yuanuchb OXMHOYHBIE COKpa-
IIeHHs U COKpalleHHs NPU PHUTMHUUYECKOH CTHMYJSIUH NpPH 3aJaHHH
pas3JjIMUHbIX PeXUMOB (PHKCAIUU TOKA.

Haunb6osee xapakrtepHBli 3(deKT HenoaspH3yIOLHUX TOJJYKOB
TOKa, 3aJlaBaeMbIX BO BpeMs oguHOUHBIX [1]],— yBesnueHHe aMIIH-
TYIbl H JJIHTEJbHOCTH COKpalleHUH, a HHOTAa U M3MeHeHHe HX (op-
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Puc. 1. Cynepno3uuysi KOHTPAKTHJBHEIX OTBETOB MHOKapla NpH H3MeHeH#H

cuiel (@) M AauTesabHOCTH (6) HenoJsipH3YIOMIHX TOJNYKOB TOKA.

Lndpbl Ha KPHBBIX — 3HAYeHHS CHJABI (MQ) H IJHTENbHOCTH (CeK) TosdkoB Toka. Crpel-
KaMH YKa3aHbl MOMEHTHI CHATHS TOJIYKOB.
Mbl. [locTeneHHoe yBe/JHuYeHHe [JIHTEIbHOCTH [AeNOJispU3YIOLIETO
"TOKa NpH NOCTOSIHHOHM €ro CHJle BeJeT CHayajJa K NPONOPLHUOHAJb-
HOMY NPHPOCTY aMIJIMTYIbl, 3aTe€M, KOra aMILIHUTyJa COKpalleHHi
JIOCTUTHET HEKOTOpPOTrO YpOBHS, HAyHHAeTCS pOCT [AJHUTEJbHOCTH
cokpamienusi. Ilpu [DJaHUTEeNbHBIX HENOJNSIPU3YIOMUX TOJUYKAX TOKa
KOHTPAaKTHJ/bHBIH OTBeT He yIepXKHBaeTcsl Ha MaKCUMyMe, HabJio-
HaeTrcs cHayaJjJa ObicTpasi, a 3aTeM Me[JIeHHas MHAKTHBAILlUA COKpa-
meHull. BricTpas ¢asa MHAKTHUBAllUH BhIpaKeHa TEM MeHble, YeM
6osblle cmia nenoJaspusylomero toka (puc. 1,a). Kuneruka pac-
cjabJIeHHsI TOC/Ie CHSTHSI NENOJIsIPH3YIOIEro TOJYKAa HE 3aBHCHUT OT
napamMeTpoB NPHUJIOXKEHHOTro Bo3xelicTBus (puc. 1,6). JauTenpHOCTDb
KOHTPAKTyphl ONpefensieTcsi AJUTeJbHOCTbIO BO3JEeHCTBYIOIUETO0 HM-
myJbca.

I'nnepnosgpy3yOIKN TOK, 3aJlaBaeMblii BO BPeMs COKpalleHHI,
JNefCTBYeT NPOTHBOMNOJOXKHO [eNo/spH3yIoNleMy — NMOAABJSET aM-
IVIUTYLY COKpalleHMH W yMeHbLIaeT UX [AJUTeNbHOCTb BILIOTb MAO
NOJIHOI'O HMcYe3HOBeHHsA. HeoxunaHuble siBlIeHHs HabJa0gafluch IpU
JeHCTBHH CHJIBHOI'O THIEPIOJApH3yIONero Toka. Ecau mnomaBaTh
TOJIYKH CpellHeH cuJbl 6e3 NpeJBapHTENbHOrO 3alyCKalOIero CTH-
MyJia, 3TO He NPHBOZUT K BO3HUKHOBeHHIo IIJl u cokpaueHui,
XOTSl TaKOH »Ke JeNoJISIpH3YIOIMHA TOK BeleT K BO3HHKHOBEHHIO
CHJIbHOH KOHTPakTypbl. IIpH CHSTHH TrUIepNOJIAPU3YIOUIEr0 TOKa
pasBHBalOTCA OOBLIYHBIE aHOLOPa3MbIKaTelbHOe BO30YyXKAeHHe H
COKpallleHHue.

CHJIbHBIl THNIEPNOJISIPU3YIOUIHA TOK BBI3BIBAE€T KOHTPaKTHUJIbHBIA
OTBET THIIA KOHTPAaKTYypHl (pHC. 2), W ero KHHeTHKa BO MHOTOM
OTJIHYaeTCs] OT KHHETHKH [EeNOJISPHU3YIOLIHX KOHTPAaKTyp. Bo-mep-
BBIX, IIpoIleCC MHAKTHBALlUU Pa3BHBAeTCsl OYeHb MEIJIEHHO HJH OT-
CYTCTBYeT. Bo-BTOpEHIX, uepe3 HEKOTOpPOE BpeMs Iocje Hayaja ToJd-
Ka (3TO BpeMsl TeM MeHblie, yeM GoJibllie CHJIa TOKa) HabJaiofxa-
€TCs JONMOJIHMTENIbHBIH MOABEeM Ha KPHBOH COKpallleHHs, MpOIop-
[HOHAJIbHBIH CHJIe M AJIHTENbHOCTH TOKa. B-TpeThbux, mocie CHATHSA
TOKa Pa3BHBAETCS HOIOJHHUTEIbHAs KOHTPAKTypa C OYeHb MeIJIeH-
HbBIM pacciabaeHneM. AMILVIMTYZa 3TOH aHOXOPAa3MBIKATeNbHOM
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Puc. 2. KoHTpakTH/bHbBIN OTBET NMPH AEHCTBHH CHJIBHOTO THNIEPHOJSIPH3YIOLIEro
TOKa.
JMTenbHOCTb THNEPNOJNSPU3ALHUM, CeK. @ — ¢oH; 6 —5; 8 — 7,5; 2 — 15,

KOHTPAKTYpbl TeM Bblllle, 4eM 6oJblle IJHTENbHOCTb MpeAIecTBYIO-
el runepnonasipusanuu. [locae cmaza aHOZOpa3MbIKaTeJbHOH KOH-
TPAKTyphl aMIJINTyJa OIHHOYHBIX COKpallleHH# BO3BpallaeTcsi K
HOpPMaJIbHOMY YPOBHIO.

Ha cBexeMm npenapate TOK Bcerjga 6oJiee 3(p(deKTHBEH 1O CpaB-
HEHHIO C II0JIOCKaMHM, KOTOpble HeCKOJbKO 4YacOB HaXONHJIHCh B
paboTe MJIM NOABEpraJuch NJIHTETbHOMY BO3[eHCTBHIO NeNOJSPH3Y-
IOIHUX TOJMYKOB TOKa. DTO BPSI JH MOXKHO OGBACHUTh yXyIlIeHHEM
(QYHKIHOHAJBHOIO COCTOSIHMSl TpemapaTta, IIOCKOJbKY aMILINTyla
COKpalleHUul#l TNOCJe HAJUTEJBbHOrO INpPHMEHEHHUs [eNoJspH3YIOLIero
TOKa He TOJIbKO He yMeHbllaeTcs, HO H Bo3pacraeT. BeposiTHO, CHH-
KeHHe 3((PeKTHBHOCTH [eNOoJspU3YIOIIero TOKa CO BpeMeHeM MO-
KeT OBITb CBSI3AHO C YyMeHbIIeHHeM BHYTPHKJETOYHHIX 3alacoB
KaJblHsl, BLICBOOOXKAAeMOro NpH AeNoJsipHU3aluH, Ju60 ¢ afanTHB-
HBIMH H3MeEHEHHSMH B IOBEPXHOCTHOH MeMOGpaHe, 4TO yMeHbIIaeT
5 eKTHBHOCTb 3JEeKTPOMEeXaHHUecKoro conpsxkenus. ITocae cHaTus
THIIEepPNOJISAPH3YIOIIEr0o TOKa YYBCTBHTEJNBHOCTb IIpemapaTta K Jei-
CTBHIO TOKa o00eHX TOJsipHOCTeH CcHHUXKaercsi. BoccraHosienue
4YyBCTBHT@JBHOCTH MHOKapla K JeNOoJspH3yIOIMM TOJYKaM TOKa
NPOUCXONUT OYeHb MeJJIeHHO; I'HIIepNoJIPHU3YIolle TOMYKH BOCCTa-
HaBJHBAIOT ee 3HAUHTE/AbHO ObICTpee.

OnbITH ¢ OXHOBPEMEHHO! perucTpalHeil 3JeKTPHYECKOH H Mexa-
HUYECKOH aKTHBHOCTH II0OKa3aJjH, YTO IIOJIOXKHTeJbHOe HHOTPOIHOE
IedCTBHE IeNoJisIPH3YIOLIero TOKa BCeria CONpOBOXKIaeTcs yAJHHe-
HueM ¢asbl miaato [T (puc. 3). Iocne npekpaleHus ero AedcTBHSA
KHHeTHKa (a3pl GBICTPOH KOHEYHOH penoJsipH3aliH He OTJIHYaeTCs
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Puc. 3. T[] u cokpauieHus npu maeii-
CTBHH J[eNOJIIPH3YIOIIHX U THIEpPHo-
JISIPH3YIOMIHX TOJYKOB TOKaA.

CBepxy BHH3 — KpuBbie I1]I, cokpalileHHs,

OTMeTKa TOKa (AenoJIAPH3YIOUWH TOK —

OTKJIOHEHHsI  BBepX, THIEPNOJSPH3YIO-
i — BHH3).

a — GoH; 6 — THNepnoNsPUIYIOLIHE TOK,

0,3 cex; 8, 2, 0, e — AENOJSIPU3YIOIHUA TOK

JJIHTENbHOCTBIO COOTBeTCTBeHHO 0,2; 0,4;
0,6; 1,8 cex.

OT KHHeTHKH 3TOH (a3wl 6e3 Toka. Kak BUAHO u3 puc. 3, THueprno-
JAPU3YIOIUI TOK yKopauuBaer I1Jl 3a cueT yMeHbIUeHUS] IJIHUTE/b-
HOCTH (pashl miIaTo, GopMa KOHeYHOH OBICTPOH penoJisipH3alHH HpPH
aroM He MeHsiercl. CBsisp nuutenbHoctd I[I[] ¢ aJauTespHOCTHIO
(UKCHDPYIOIEro TOKa HeJlHHelHa.

ITonoxuTeNbHBIH MHOTPONHBIA 3((deKT NenoJsIpU3YIOIero TOoKa
TeM HHXKe, YeM JaJjbllle (UKCHPYIOUIUA HUMNYJbC DPaCHOJIOXKEH OT
tasel ObicTpoit Henogasipudanuu. C yBelvueHHeM BpeMeHH NMPHBSA3KH
(UKCUDYIOIHA HMIYJbC BBI3bIBAeT BHeouepenHylo reHepanuioo [1]1
U NOsSIBJIEHHE BTOPOro COKpalieHHsi. UyBCTBHTEJNBHOCTb K THHEpIIO-
JISIPH3YIOIIMM TOJYKAaM TOKa TaKXKe BHILIe, €CJH OHH 3afaloTcs B
HauasbHyio ¢asy I1[0. [Togasaenne I1J] u cokpamjeHue BBIpAaXKEHLI
3HAYHTEIbHO CHJIbHEE, ecJH BpeMs INpHUBSI3KH cocrasjser 0,1 cex,
npu 0,4 cex momaBJsieHHsi cOokpalleHHi He Habuiomaercd. Ecau ru-
neprnoJsipusyiollye TOMYKU TOKa NPHKJIAjbIBaTb B MepHOH OLICTPOH
penoJisipu3alyi, BOSHHKaeT HOBoe BO3OyxKIeHHe H COKpallleHHe.

XapakTep B3aMMOCBSI3H MEXAY IJHTENbHOCTbIO TOJYKOB TOKA
u I11, a TakKe MexXIy IJHTETbHOCTbIO TOJNYKOB TOKA H aMILIHTY-

——0—

2 1100

15t 1%
Puc. 4. 3aBHCHMOCTb [JIHTENLHOCTH ’ s
I (I) u aMnumTynsl cokpameHwii x [ 160 3
(2) or mAMTeNBHOCTH TOMYKOB TOKAa = sl g
(cnpaBa OT HYJs — [eNOJIsipH3aNH, §’ | a0 S
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IOf cOKpallleHHusl NOKa3aH Ha pHc. 4.
BuaHo, uTO KpHUBble HECHMMeETpHY-
HBl 110 OTHOLIEHUIO K NeNnonaspusyro- Air
IeMy W THOEpPHOJISIPU3YIOIIEMY TO- .
Ky, a KpuBast 2 uMeeT S-o6pa3Hblil
BHI, T. €. IDH HEKOTOPOH IJIHUTeNb- syl
HOCTH TOJYKa COKpallleHHe JOCTH-
raeT MakKCHMaJbHOTO IJs JaHHBIX -
ycnosuit ypoBHs. C  yBenuueHueM .
CHJILI TOTUKOB BO3PACTaeT KPYTH3HA gl o 1 .\
JHMHeHOTO y4acTKa, a TakXe pac- 44 48
mupseTcd JAMANasoH JHUHEHHOCTH.
Bosbuiemy 3HaueHU10 GUKCUPYIOIIE-  Puc. 5. 3aBHCHMOCTb MaKCHMaJb-
ro TOKa NpH ONHOH W TOH e [JIH- HOH aMIJIHTYIbl COKpalleHHH OT
TEJbHOCTH COOTBETCTBYeT OOJIbIIHH Amutensrocty 1]
IPHUPOCT AMIIUTYABl COKpallleHusl U
pautensroctu T

3aBHCHMOCTb aMIIUTYABl COKpallleHHSI MHOKapiaa OT MIJHTENb-
Hoctu I1ML (puc. 5) /MMHeHHA TONBKO NIPH KE€CTECTBEHHBIX» MJIHTE/b-
voctsix ITJL (0,45—0,85 cex). D10 ykasbiBaerT Ha TO, YTO IJIHTENb-
HOCTb YAEepXKHBAaeMOH MAenojsipu3allii — BaXXHHIH (akTop, onpene-
JISIOMMIA COKPaTHMOCTb MHOKapha, u6o IIJl cymecTBeHHO H3Me-
HseTCs NPH BapHalUsx pUTMa cepiaueCHeHHH. MOXHO CYHTaTh, UTO
COKPaTHMOCTb MHOKapla INpH pas3IMYHBIX PUTMax ceprueGHeHUi
peryaupyercsi uepe3 uaMeHeHHe asutesbHocTH I1JI. TlpuBenmeHHble
JlaHHBIE ellle pa3 MOATBEPKAAIOT, 4YTO B MHOKapze I1[] — He ToabKO
TPUITep [JIss BO3HUKHOBEHHSI COKpAllleHWH, HO H HX PeryJasiTop.
IIJ1 nmeificTByIOT Ha COKpallleHHs, BePOSITHO, depe3 KOJUYECTBO HO-
HOB HATPHSl H KaJbLHs, KOTOpble MOCTYNAIOT B KJETKY IPH BO3GYXK-
JEHHH W3 BHEKJETOYHOH MKHAKOCTH H (HJIH) BBHICBOOOXKIAIOTCS
U3 MEeCT XpaHeHHsI BHYTPH KJIETKH ([JIs MHOKapJa JATYIIKH, BEpO-
SITHEH BCero, H3 MeECT CBSI3BIBAHMSI Yy BHYTPEHHEH MOBEPXHOCTH
MeMOpaHbl).

Ilpn pUTMHYECKOH CTUMYJSLMH, KaK U B cJIydae OLMHOYHBIX CO-
KpallleHHH, HeNoJspU3yIoliie TONYKH TOKa HeOOJbLION AJUTEIbHO-
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Puc. 6. 3aBHCHMOCTb NIepPeXOHBIX NMPOLECCOB AMIJIHTYIbl COKpaIleHHI]
NpH Pa3HYHBIX 4acTOTaxX CTHMYJISIIHH M peXHMax (HKcauuu (UH(pLI
Ha kpuBHX). Cuza Toka 0,8 ma.
IMepHox CcTHMYAsLHH, ceK: a—5; 6 —2,5; 8 —1,6; 1, 2 — nenonsipusyolIui,
3 — TOK OTCYTCTBYeT, 4 — FHIEpPNOJSPH3YIOLHH.
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CTH YBeJHYHMBAIOT AaMIIHTYLy COKpalleHHi, THIepIosipU3YIOLIHe
yCTOHYHMBO NOAaBJsOT ee. IIpH BO3pacTaHHM MJIHTEJIbHOCTH TOJY-
KOB JIeNOJIIPH3YIOLIEro TOKAa CHayaja pacTeT aMILIMTYAa COKpalie-
HUil, a 3aTeM H3MeHsieTcs M MX (opMa (yBEJHUHBAETCS IJIHTENb-
HocTb). ToMYKH TOKa, MpHKJAaJbiBaeMble CHHXPOHHO C HMNYJbCaMH
CTHMYJIIMH, H3MEHSIOT XOJ INepeXOJHbIX XapaKTePHCTHK. Xapak-
TepHOH JiecTHHILI Boyauya, KOTOPYI0O MBI NDHBLIK/IH BHAETb B PSALY
COKpallleHH#l B HOpMaJibHOM pacTBope PuHrepa, smecb He HabJro-
naercsi (pHuc. 6).

Ilpn neno/sipu3yroOLIUX TOMYKAX TOKA aMIUIUTYLa COKpalleHHH
B IIepBOM HMIYJbCe MaKCHMajbHa, 3aTeM IOCTENEeHHO Nagaer H
CTPeMHTCS K XapaKTepHOMY JJIS KaXKAOH YacCTOThl CTHUMYJISIHU 3HA-
yeHuto. Ilpu penkoit crumynsiunu (510 cex) u HeGOJBIIHX 3Haye-
HHAX ¢ukcupyomero toka (0,2 ma, 0,4 cex) mpouecc nameHus
COKpAallleHHH B PHTMHMYECKOM psily BbIpaxKeH cjaGo. AMniautyzna
COKpAallleHHH B 3TOM cJiyyae MOXeT ObITb 3HAUHTEIbHO GOJblIE HC-
xonHoH. [loBhHILIIeHHE YACTOTHl CTUMYJISILUH, YBeJHUUEHHE CHJBI HJIH
IJITEJbHOCTH (HKCHPYIOIIEro TOKa YCHJIMBAET 3TOT HpoIllecc.

ITon neficrBHeM runmepnoJisipU3yOIMX TOJYKOB TOKAa CHJA ycTa-
HOBUBILKXCS 3HaueHHH cOKpallleHH# majpaer. BMecTo mosoxuresb-
HOH JecTHHUbl Boynnua moxer HaGuiomaTtbesi oTpHuaTesbHass. 3-
MEHEeHHs] COKPAaTHMOCTH BBIPaXK€Hbl CHJ/IbHEE, €CJH DPHTMHYECKYIO
CTHMYJIAIHUIO NPOU3BOLUTb Ha (POHEe MOCTOSAHHOI'O THIEPIIOJSPU3YIO-
1ero WM JAenossipusylomero Toka. ITageHne coxpaleHHi npHu geno-
JSIpU3YIOIleM TOKE MOXeT OBITb HAaCTOJbKO CHJBHBIM, UTO YCTaHO-
BHUBIeeCs 3HAaUeHHE COKpAILeHH MOXKET CTAHOBHUTbCH HHXKE HCXO.-
HBIX (B OTCYTCTBHE TOKA) HJIH Ja)ke HHXe aMIVIUTYIbl NPH CHIEp-
HOJISIPHU3YIOLIEM TOKE.

CiezoBaTenbHO, IENOJISIPH3YIOLHA TOK OKa3biBaeT IBa 3(dek-
Ta: BBI3BIBAET MOMNOJHHUTEJbHOE yBeJHYeHHe aMIVIHTYAbl TeKYLIHX
COKpallleHHil M BeNeT K JONOJHHUTENbHOMY CHHXKEHHIO aMIVIUTYIbI
nocjenyomux coxkpauienuit. Ilponecc «yTomJieHHsI» BhIpaxkKeH TeM
CHJIbHee, 4eM OoJbllie [IJIHTEJNBHOCTb H CHJIA JAeNOoJspH3YIOMHX
TOJNYKOB. VHaKTHBalusi B KOHTPaKTypax C yBeJHYEHHEM CTeNeHH
Ienosspu3aliy YMeHbIIaeTCss B TO BpeMs, KaK YTOMJIEHHE B PHTMH-
4eCKOM psily Ha (oHe KOHTPaKTyphl yBeJaHuHBaercs. BeposTHO,
HaJIHYHe HEeNnoJisipUu3alid BO BPeMs IXHACTOJBI TOPMO3HT IPOIECCH
BOCCTAHOBJIEHHSI HOHHOTO DaBHOBECHS, XapaKTepPHOro AJs HCXOA-
HOTO COCTOSIHHS. YMeHblIEHHE NJIMTEJIbHOCTH AHACTOJBI, HabJjmonae-
MOe INpH IOBHIIIEHHH YaCTOThl CTHMYJSIHH, NPDHBOLUT K aHAJIOTHY-
HOMY $IBJIEHHIO.

Ilocne CHSITHSI TOCTOSIHHOTO THIEPNOJSPH3YIOUIEro TOKa COKpa-
LIEeHUs] PEe3KO BO3pAacTaloT, NMpHYeM abCoJIIOTHAs BeJHYHHA IEPBBIX
COKpallleHH#l MOXeT GbIThb BHIIE YCTAHOBHBIIErocs 3HaueHHs (OHO-
BbIX. Ec/iH cTUMy/sinMs MHOKapJa NpONOJXKAaercs, aMIIUTyAa co-
KpallleHHuil MOCTENEeHHO NPHXOAHT K HCXOAHOMY ypoBHIO. IlocrosiH-
HbIHl HENOJIAPH3YIOIUH TOK BBI3BIBAeT, KaK yXe OblJIO II0Ka3aHo,
yBeJIMUEeHHe CHJIBI COKpallleHH# Bblillle (POHOBHIX, a 3aT€M MOCTENEeH-
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Puc. 7. D¢ deKkTr nocaeeHCTBHSA LMo PH3YIOILEro ToKa.

Bepxuue kpusble — [1]], cpenHue — COKpaleHHs, HHX-

HHE — OTMeTKa MeNoJIsIPH3YIOUHX TOJuYKOB. KanuGposka
amnautyas 100 us.

JMMTeNbHOCTh HMIYJBCOB, Cek: a, 6 — 0,4; 8 —0,2.

Hoe ux nafeHue. Uem 6oJbllle AJTHTENBHOCTb NTOCTOSIHHOI'O yAepIKH-
BaeMOro TOKa, TeM CHJbHee YTOMJieHHe cokpaulenuit. Ilpu cHaTHH
TOKa aMIJINTYJa COKpaUleHHii CHayala CHHXKAaeTcs], 3aTeM OUeHb MeJl-
JIEHHO BO3BpalaeTcss K HCXOZHOMY YPOBHIO (yCTaHOBHBLIEMYCS yPOB-
HI0O (QOHOBHIX cokpalueHuit). Ilpoleccht BOCCTaHOBJIEHHSI B 3aBHCH-
MOCTH OT JIJMTEJbHOCTH M CHJBl JENOJSPU3YIOUEr0 TOKAa MOTYT
NpOTEKAaTh OT AECATKOB CEKYH] [0 HECKOJbKHX MHHYT. UeMm Gosblie
BEJIMUHHA JENOJIPH3YIOLIero TOKa, TeM NpOoLecC YTOMJEHHS COKpa-
meHn ¥ 3¢ dekTH HocaenefiCTBUA BblpaxKeHbl cHibHee. ITporecch
nofaBJeHHs M (HJIM) aKTHBAlMM COKpAIUEHHH HOC/e CHATHS TOKa
HOCAT BBIpaXK€HHBIH KYMYJATHBHBIN Xapakrep.

dddexTsl mnocaenefcTBUA (PUKCHPYIONIET0 TOKAa OYEHb TECHO
cBs3aHBl ¢ U3MeHeHHeM auutenbHocTd I1JL (puc. 7). OnbiT ctaBuiICS
TaKUM 06pa3oM, YTO Ha NOCTOSSHHOH YacTOTe NPOM3BOAHJIOCH MepHO-
Iuyeckoe pasjipaxeHHe npenapara. B mepsom I1Il memonsipusyio-
ILMA TOJYOK TOKA He NMPHKIAAbIBAJICH, & 3aT€M B TeUYEeHHE HECKOJb-
kux (5—10) umMnynbcoB K mpemapary, Hapsay C HUMIyJbCaMH pas-
JApajKeHHsl, MNoJaBajHCb KOPOTKHE MMITYJbChl, HeNOJsAPU3YIOLLIHE
meM6pany. Ilocie cHATHA UKCHPYIOIIErO TOKA PErHCTPHpPOBAJICA
trecrupytomuit I1J1 u cokpaimenue. M3 puc. 7 BHAHO, 4TO AJIUTENb-
Hocth [1J] Hapsly ¢ aMmJMTYdO# COKpallleHH#H CTAaHOBHTCS 3HAYH-
TeJbHO MeHbHle (oHOBbHIX. IlpH Gosbllled OJIHTEJBPHOCTH TOJYKOB
ToKa s¢pdekr cyxenusa I1Il nocne cHATHA NOJsPH3ALMH BHIpaXKeH
cHibHee (puc. 7, 8).

B pa6orax [4, 5] BHABHHYTO NpennosoXKeHHe, yTo a3y mjaaTo
[TI1 MOXHO OGBACHHTb HA/JMYHEM [ONOJHHTENBHOTO CONPOTHBJIE-
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HHS, KOTOpOe BKJIOYaeTcsl B KaJHEBOM KaHaje MNpU Jernossipusa-
nuu. Beicokasi 4yBCTBHTENBHOCTb 3TOTO CONPOTHBJIEHHSI K HHTHOH-
TopaM MeTaGosau3Ma, CTPO(DaAHTHHY, H3MEHEHHIO TeMIepaTypsl, a
TaKXe K YBeJHUYEHHIO YaCTOTHl CJIEJOBAaHHUSI Pa3[ApaxKaioluX CTUMY-
JIOB — KOCBEHHOE [10Ka3aTelbCTBO MeTaGo/HYeCKON NPHUPOABI JaH-
Horo siBjeHHs. MHBIMH cnoBamu, pauteabHocth I1[1 onpenensiercs
CKOpOCTbI0 paboThl HatpueBoro Hacoca (K — Na — AT®-asmi).
[Tpennosnarasnoch, 4TO 3JEKTPOreHHOe BHITAJKHBAaHHE HaTpHs BO
Bpemsi IIJl mOBOAHT MeMOpAHHBIN NOTEHLUHAN [0 KPHTHYECKOTO
YPOBHS, IPH KOTOPOM HauYMHAeTCs pereHepaTHBHBIH NpoIlecc pemno-
Jaspusanuu (yeM ObicTpee paboTaeT HATpPHEBHII Hacoc, TeM
yxe I111). Psgom aBTopoB [6—10] mokasano, uto ckopocTs paGo-
Thl 3TOH (epMeHTHOH CHCTEMBl — (QYHKUHS BHYTPHKJETOUHOH KOH-
IeHTpalUHd HATpPHSl U KaJblUus. YBeJHYEHHE CONEpkKaHHs HATpHUsA
B nuromnasMe akrtuBupyer K — Na — AT®-a3y, kanabuus — 6J10-
KHpYeT ee. BuauMo, BXox HaTpHsl BO BpeMsi pereHepaTHBHOI [eno-
aspusanun meM6Gpanbl aktuBupyer K — Na — AT®-asy u onpene-
JsleT CKOPOCTb H [JIMTEJBHOCTb peNoJspH3alMH BO BpeMsi (asbl
NJ1aTo.

Ha ocHoBe npHBeneHHBIX NaHHBIX MOXKHO IlOJIaraTh, 4TO B pery-
JiAauun pauteapHoctd I1]1 yyactByloT uoHH Kanabuusi. OgHako mocie
COKpallleHHsl X KOHIEHTpalHUsl MaJja, H BJAHAHHE CBOGOMHBIX HOHOB
KaJjblus Ha nocaenyoumue ITJ[ noMXKHO cKa3blBaTbCs JHIIb NpPU
JOCTATOYHO MaJsblXx NEpHOAAaX CTUMyJasuuud. Takum o6GpasoM, mpH
€CTeCTBEHHOM 3JIEKTpOTeHe3e NpUMeMGpaHHbBIE KOHIIEHTPAIlHH HOHOB
HaTpus M KaJblHs MOTYT OBITb peryastopamu njuteapHoctu ITI1.
Henoasipusyionige TOJYKH TOKAa CMELIAOT MeMOpPaHHBI MOTEHIHAJ
TaK, 4YTO ypOBeHb, C KOTOPOI'0 HaYHHAETCS 3JEKTPOreHHOE BBHITAJKHU-
BaHHe HaTpHs, NOBBLIIIAETCSl, & YPOBeHb cpabaThiBaHHSI pereHepa-
THBHOH IeNoJIIpHU3alHH OCTAaeTCsl NMOCTOSHHBIM. DTO NOJKHO YBeJH-
4yuBaTh AauTenbHOCTb ITJI.

Kak 6blji0 HaMH IOKa3aHO, [a)Xe KPaTKOBPEMEHHbIE TOJYKH
IenoJIpU3YIOIero TOKa, NpPHKJIafbIBaeMble BO BpPeMsl HayaJbHOU
gactTH (asel miaaTto, cnocob6Hel yuauHATh [111. D10 MOXKHO 00BsC-
HHTb TeM, YTO CMelleHHe NIOTEeHIHaJI0B MeMOGpaHbl B CTOPOHY HATpH-
€BOr0 pPaBHOBECHOTO IOTEHIHaJia YMEHbIIAaeT KOJHYECTBO BXOIS-
IIMX HOHOB HATPHUS M CO3LAET B KJEeTKe OTHOCHTEJbHBIH (MO OTHO-
menuto K II[] 6e3 Toka) medunutr Hatpus. ITO 3aMelJsier
ckopoctb pa6otel K — Na — AT®-asn u ynaunsier I11. Koxeunas
pereHepaTHBHas (asa penoJspH3alUd HE 3aBUCUT OT TOro, MNpH-
KJaabiBajcd TOK WM HeT. IIpH nefiCTBHHM THIEPIOJNSPH3YIOMHX
TOJIYKOB TOKa, NMpHKJAaabiBaeMbix Bo BpeMmsi I1Jl, yMmeHblleHHe mO-
TeHIHaJjla YCKOPSIET HaCTyIlJIeHHe DereHepaTHBHOH penoJssipH3aluH
u cyxusaer I1Jl. [IpuBeneHHble pacCyXIeHHST OOGBICHSIOT DEryJH-
poBanue jpiuteabHoctu I1JI. Kak ke perynmpyercsi cOKpaTHMOCTb
MHOKapla Npu AeHCTBHH TOKa?

Kak u3BecTHO, NOBHIIIEHHE MEXaHHYECKOTO HaNpSKeHHSl IIpH
IeHCTBHH JeNoNsipH3yIOMHUX TOIYKOB TOKA CBS3aHO C yBeJHUYEHHLIM
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BXONOM HOHOB Ka/bLUfl M3 BHEKJETOYHOH Cpelnl M (HJIH) BBLICBO-
60XKIeHHeM HX M3 HEKOTOPBIX BHYTPHKJIETOUHBIX MECT CBSI3bIBAHHSA —
3TO MOXeT GBITh CapKOIJIa3MaTHYECKHH PETHKYJIIOM H CapKoJeM-
Ma [11]. [das Keqynouka JISTYLUIKY, [I€ UMEIOTCS JIHLIb PYIHMEHTHI
CapKONJ/Ia3MaTHUYECKOI'0 DPETHKY/IIOMa, OCHOBHON BHYTPHKJ/IETOUHBI
KaJIbIl|H, N0-BHAHMOMY, HaXOOUTCS B cy6CcapKOIeMMaJsbHOM JeM0 B
Buae HekoToporo KoMiekca CaR (R~ ——o6paTtuMo cBsisbiBaeT He
TOJbKO KaJbLHH, HO U Npyrue KaTHoHH [12, 13]). OcHoBHO# mnoCTYy-
JIaT, KOTOPbIH MBI IPHHHMAaeM, COCTOHT B ciaenyiwoineM. [Ipu ecrect-
BEHHOM 3JIEKTPOTeHe3e BXOJsILIHe HOHBl KaJbLUHs YaCTHYHO HAYT
HemocpeJCTBEHHO K MHOQUJaMeHTaM, a YaCTHYHO CBSI3BIBAIOTCS C
pellenTopoM R—— y BHyTpeHHeH#l NOBEpXHOCTH MeMOpaHLL. BricBo-
60X JIeHHe KaJblHsl MPH NENOJSIPH3ALHH ONpeNeNsieTcsl KOHIEHTpa-
IHell HOHOB HaTPHs y MeCT CBSI3bIBAHHS KasbLus. IIpH HemocraTke
HaTpusl KoMmekc CaR mucconuupyer XyxKe, IPH HaJIMUUH HaATPHUS
(1 OonHOBpPEeMEHHOIl HemoJIsIpH3alliH) BHICBOGOXKIEHHE KaJsblHs H3
KOMIlJIeKca o6Jieryaercsl.

Jenossipusyiomuii TOK, yBeJauuHBasi AautenbHoctb 1[0, cmoco6-
CTBYeT BXOJLY KaJsbliMsi H3 BHEKJETOUHOH MXKHIKOCTH 32 CYeT G60.b-
1Iero BpeMeHH OTKpPBITHSI KaJbllHeBOro KaHasa. OXHOBpEMEHHO I0-
BBHILIAeTCs] BBICBOOOXKIEHHE BHYTPHKJIETOYHOTO KaJbIUsi. DTOMY
CIoCOGCTBYIOT BXOXSIIIME HOHBl HAaTPHSl — MOCPENCTBOM KOHKYpeEH-
IHH WJIH yepe3 H3MeHEHHe KOHCTAHTHl CBS3bIBAHHSI KaJIbIHS H CMe-
LIeHHs peakldH B CTOPOHY pacnajza xoMmmiekca CaR. Ognako npu
IUINTEJbHOM IEeHCTBHH AenoJsipusylomero Toka cootHouenne Ca/Na
CMelllaeTcs B CTOPOHY KaJsbIUs M BXONAIIHE BHYTPpb Na cTaHOBHTCA
He3(ppeKTUBHBIM.

I'unepnonspu3yIoUMil TOK BBHI3BIBAET NPOTHBOIOJOXKHbIE CIBHIH
B CHCTeME 3JeKTPOMHOPUOPHIISIPHON cBSA3U. EcIM TOK NmpUKJIaIbI-
Baercst Bo BpeMs I1]l, To ero melicTBHe Ha COKpalleHUsS MOXKHO OGb-
SICHATh yKOpoueHHeM asuresnbHocTd 1], a cienoBartenbHO, U MeHb-
muM 3a6pOCOM B KJIETKY HOHOB HAaTpPHSI H KajbLUHUS (HJIH MEHBIIHUM
BBICBOOOXKIeHHeM KaJjbnus). C Ipyroil CTOPOHBI, OH MOXeT yBeJH-
YHBaTh KAaJ/bUHANOINIOMAIOMYIO €MKOCTb BHYTDHKJETOYHBIX MecCT
CBSI3BIBAHHSI; TPH 3TOM MeEHblIEe KaJsbIHsl BBICBOOGOJHTCS H3 MeCT
XpaHeHHsi U GOJibIlle BXOASIIEr0 KaJbLHS CBSKETCS C COOTBETCTBY-
IOL[MM DELENTOPOM Yy BHYTPeHHell MoBepXHOCTH MeMGpaHbl. JlaHHBI
BHIBOJ| BbITEKAeT H3 TOrO, YTO IIOC/e NpeKpalleHus IeHCcTBHs THIep-
NOJIsIpU3allii PUTMHYECKHE COKpallleHHs] MHOKapJa B TedeHHe HeKo-
TOPOTrO BpeMeHH GoJiblile HOPMaJbHBIX.

TToBHIIIIEHHYIO YYBCTBUTEIBHOCTb MHOKapHAa K AeHCTBHIO TOJUKOB
TOKa, MPHUKJIAaAbBAEMbIX B HauyaJabHyl0 yacTb I1/1, MOXKHO 06BACHHTD
H3MEHEHHeM CONPOTHBJIEHHS] MeMOpaHB BO BPEMEHH.

Jaua rumepnosisipH3yIolero Toka 6e3 NpedBapHTENbHOro 3aly-
ckamwlero crumysaa (T. e. korfa I[1]] He pa3BHBaeTcs) yBeJHUYHBAET
3JIEKTPOABHKYIILYIO CHJIY JJIsi HOHOB HaTpHs M Kaabuusa. Ilpu mocra-
TOYHO CHJIBHOM TOKE BO3HHKaeT Kak OBl «npoboii» MeMOGpaHH, H
HOHBI KaJbllMsl TOCTYNAlOT B KJETKY. DoJblas yacTh BXOAsLIEro
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KaJIbLUsi CBSI3BIBA@TCS Y BHYTPEHHeH NMOBEPXHOCTH MeMGpaHbl, Apy-
ras nocrynaer K MHOQHJIaMeHTaM, BEHI3bIBasi KOHTPakTypy. CHsTHe
BbICBOOOXKaeT M3OBITOK KaJblHs, CBS3aHHOTO C PEUENTOPOM, UYTO
00bsCHAET aHOLOPa3MbIKATENbHYI0 KOHTPAKTYPY C €€ OTHOCHTEJLHO
MelJIeHHOH MHaKTHBalHell.

OTcyTcTBHe HHAKTHBAIMHM M [aKe HEKOTOPOE HapacTaHHe KOH-
TPaKTyphl MNpPH CHJBbHOM THIEPNOJSAPU3YIOIMIEM TOKE OObsICHAETCS
T€M, YTO B KJIETKY BO BPeMsl «IpOGOSi» BXOAAT TOJbKO HOHBI KaJb-
nus. 31ech, NO-BUANMOMY, KakK H B CJyyae AeNoJsipH3YIOLIErO TOKa,
[0 Mepe HaKOIJIEHHsI KOMIJeKca BXOX KaJjblHsi B KJETKY HHaK-
tusupyercsd. Ilockonbky GakTop, BBITAJIKHBAWOUIHIA  KaJblUi
U3 KJEeTKH, B 3TOM CJydae OTCYTCTBYeT, HHAKTHBAaLlHH COKpaILleHHH
He HaGmopaercsa. O6 3TOM Ke CBHIETENbCTBYET YMEHbIUEHHE IJIH-
tesbHOCTH T1J] ¥ moOBbILIEHHe aMIUIMTYABI PHTMHYECKHX COKpalle-
HHUIl TPH CHSITHH THIIepHOJSpH3ylollero HanpsxeHus. Jlauuwle, no-
Jy4yeHHBIe IIPH PHTMHUYECKOH CTHMYJ/SILUH, IOKa3bIBAIOT, YTO B pEry-
JUPOBAaHHH COKPAaTHMOCTH MHOKapAa YdYacTBYIOT [Ba (akTopa.
C oIHOH CTOpPOHBI, CHJIa COKpallleHHIl pery/jupyercs yepes H3MeHe-
nHe agaurenbHoctd [1]], KoTopoe B CBOIO ouepelnb 3aBUCHUT OT COJIEP-
’KaHUs HOHOB HaTpus M koMmiekca CaR B npumemGpaHHOM cIoe€.
C npyroi#i CTOpOHBI, MMEIOT MeCTO NOTEHUHAlHs W HHAKTHBAIHs
COKpallleHHH NpH HeH3MeHHON AsuTeabHOCTH TT]1.

M3BecTHO, 4TO HaKoOIJIeHHWe HATPHUsS BHYTPH KJIETKH aKTHBUpPYeET
BXOJ KaJsbllksgs BO BpeMsi Bo30yxzaeHus [14—17]. Dtum MoxHO
OG'BSICHHTD NMOTEHIHALHIO COKPAIEHHH B PUTMHUYecKOoM psiry. Kpome
TOTO, KaK Mbl OTMeuaJ/id, HaTPUH MOxKeT obecrneduTb BHICBOGOXKIE-
HHe Kanabliusi u3 KoMmiuiekca CaR 3a cueT KOHKYpeHLUHH TIpH OdYe-
peIHOM BO30YXKIEeHHH. AKTHBAUHIO COKpPALleHHH MOXKHO OGBSICHHUTD,
€CJId NPHHATH BO BHHMAaHHE, YTO BXOJSAIIMH KaJbLUHH YaCTHYHO MO-
rJIOLaeTcsl pelentopoM R—— y moBepxHOCTH MeMOpaHHE U He HOCTH-
raer MmuodunamentoB. ITo Mepe 3anosHeHus: peuentopa R—— uoHa-
MH KaJbLHs ¥ HATPHs, BXOAAIHUMH NPH BO30YXKIEHHH, Bce GoJiblas
YacTb HOHOB KaJbliug 6yneT AOCTHraTh MHO(HIAaMEHTOB, BHI3bIBAs
MOTeHIHaNHUIO ' cOKpalueHuii. TakuM o6pa3oM, NOTeHHHAIHSI COKpa-
menuil (nectHuna Boynuua) mpu pUTMUYECKOH CTUMYJISIIHH MHO-
Kapla 1ocje HEeKOTOpPOro nepuoja Mokosi o6bsicHAeTCS AMHAMHKOMH
Hakonsenus Catt um HaTpusi B npuMeMGpaHHOM cioe. HakomnseHue
komniekca CaR [MoMKHO yMeHbIIaThb BXOA KaJbliMsi B KJIETKYy H
HHAKTHBAlUIO COKpalleHHil NpH MOBHILIEHHBIX YaCTOTaX cepilebue-
HHH.

Tak Kak moc/ie npeKpameHHss AeHCTBUS NeNoJspH3YIOMIUX TOJY-
KOB TOKa AauTeabHOCTb I1J] cTaHOBHTCA 3HAYHTENBbHO MeHbIle (o-
HOBHIX, MOXHO moJsarath, 4to KoMmjiekc CaR HemnocpencTBeHHO
yMmeHbIiaer anureabHoctb [1]]. Tako#i MexaHH3M peryJsiiHH COKpa-
THMOCTH PHTMHYECKH paboTaollero MHOKapAa XOpOILIO coriaacyercs
C IaHHBIMH Iesoro psga astopoB [17—19]. Tak, nosbilieHHas
KOHIIEHTpAlUsi MOHOB KaJblusi B pactBope [17] cuumaer sddekr
JecTHHUH DBoyanua B MHOKapZe, a B ONbITax ¢ (QuKcanued Hanps-
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xkenus [18, 19] nmokasaHo, 4TO MOPOrOBHIN NMOTEHUHAN IJsI TNOTEH-
LUHalUH COKpallleHHH COBNaJaeT C NOPOTOBLIM INOTEHIHAJIOM KaJib-
nueBoro Toka. IIpu mocienoBaTesibHBIX NEMNOJSPU3YIOUHX TOJTUKAX
C OmpefiesIeHHOH YacCTOTOH KaJbLHeBBIHl TOK OCTAaeTCs INOCTOSHHBIM,
a cuJa cokpallleHHH B CepuH HapacTaeT H JOCTHTaeT CTallHOHApHOro
3HauyeHHs Ha 5—8-M BO3GyXKHeHHH. DTHMH XXe aBTOpaMH OGHapy-
’KeHO, 4YTO, ecJH MeMOpaHHBIN IOTEHUHAJ MeXIy ABYMs COKpalie-
HHSMH TOAJAEpIKHBaeTCs Ha YpPOBHe IIOKOS (MJH C THIEPNOJsApH3a-
I[Hel1), TO [Ba INOCJeJOBaTeJbHBIX COKpallleHHs HaeHTHYHHB. Korna
MeMOpaHHBIH TOTEHIHAJ MeXIy ABYMSl COKpallleHHSIMH CMelleH B
CTOPOHY J[eNoJsipH3alli{, AaMILIHTYZa BTOPOro COKpallleHHs [a-
naer. Ilo-BumumoMy, MexaHuU3M oOO6JIerieHHMs] COKpallleHHH G6oJee
CJI0XKeH, UeM NPOCTO NOTePS KaNbIHA U3 KJIETKU B COCTOSTHUH MOKOS.

Takum o6pasoM, 3/1eKTpoMeXxaHHYecKoe CONpskKeHHe B MHOKap-
Jle OocyllecTBJAsIeTCs ciaenyromuM obpasoM. Kasbiui HapyxHOH cpe-
Ibl IPOXOJUT Yepe3 Mjia3sMaTHUeCKYylo MeMOpaHy U BXOIHT B KJETKY.
Hexkortopas ero uacts npuddysaupyer Kk MuopHiaMeHTaM, a Apyras
CBSI3bIBA€TCSl Y BHYTPEHHeH NOBEPXHOCTH MeMOpaHbl peLenTopOM,
KOTOpBIH 06/1a5aeT COCOGHOCTbIO CBA3HIBATH M NPYyrHe KaTHOHDLI, B
oco6eHHocTH HaTpuil. [Ipy Ha/JWYMM KaJbLIHH-HAaTPHEBOH KOHKYpeH-
VM B 3THX ydYacTKax BXOASIIIMH MOH HaTpus OyIeT BBICBOOOXKIAThL
KaJIbIIU{l U3 MeCT CBSI3bIBAHHS M JaBaTb CBOI BKJal B COKpalleHHe.
Kpome Toro, nenossipusanysi MOXeT NPSIMO BHICBOOOXKATh Ka/bL U
U3 BHYTDHKJETOUHBIX MeCT CBSI3blBaHHS, H3MeHss, HAlpHMep, KOH-
CTaHTHl CBA3BIBAHHS WM pacnaja KOMIJIeKca KaJjblHil — penentop
3a cyeT KOHQOPMALHOHHEIX CABUIOB B MOJIeKyJax penentopa. Heno-
JAApU3YIOIKE TOK, neficTByromuii Bo Bpemsa II[l, yBseauuuBaer
HOCTYIJIEHHe BHELIHEero KaJ/lbIHsl yepe3 yBeJHYeHHe [JIHTEJbHOCTH
noAfep:KHBaeMOH [eNoJsspU3alMH, a YBeJHYEHHBIH BXOJ HOHOB
HATpHs CIOCOOCTBYeT BLICBOGOXKIEHHIO KaJbIMsl H3 BHYTPHKJIETOU-
HBIX MeCT XpaHeHHs, KakK Obl 3a6uBas KaJbLHHMNOIOMIAIOUIHE
pelenTophH.

Ilpu pUTMHUECKOH CTUMYJSIUH NOCJIe 3aBeplIeHHUs] OIMHOYHOrO
HHUKJIa BO3GYXKIEHHS BHYTPHKJETOUHBle KOHLEHTpAalMH HOHOB, HX
cooTHolIeHHe, a Takke npomnopuus CaR — NaR He Bo3BpamaloTes K
CBOEMY HCXOZHOMY cocTosiHUI0. IMeHHO 3TH cABHTH 06YC/I0BJIUBAIOT
capurd B I1J] ¥ COKpaTHMOCTH IpH NOCAENYIOIIHX BO3OYXKIEHHAX.
3HayHTe bHble NMOCT3h(PEKTH AEeNnOoJIpPU3YIOLIEro U relneprnoysapHusy-
IOIIEr0 TOKOB, a TaK¥e TO, YTO TAKOBOe IOCJe/eCTBHE NPOSBIAETCA
yXKe MOCJe ONHOKPATHOrO INPHJIOXKEHHS TOJYKa TOKa, CBHIAETEJb-
CTBYeT O BBICOKOH JIaGHJIBHOCTH BHYTPHMKJIETOYHBIX HOHHBIX B3aHMO-
OTHOLIEHHH.

OcHOBHEIE TIOJIOXKEHHST 3JIeKTPOMEXaHHUYECKOrO COIPSXKEHHS DHT-
MHYeCKH paboTalolllero MMOKapjia, ONHCaHHbBle B JaHHOH CTaThbe,
6blJIM NPOBEpeHH Ha MaTeMaTHYecKOil Mojenu npH nomoumu IIBM
M-20 u aunajoroBoii Moaemupywomieir ycraHoBke MH-10M. Hccae-
IOBaHUS MOKa3aJjH, YTO MOJe/b JOCTATOYHO XOPOILIO BOCHPOU3BOAHT
60JBbLUIHHCTBO XPOHOHHOTPONHBIX sIBMI€HHH B MHOKapae. Takum 06-
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pa3oM, XpOHOHMHOTPOIIHbIE fIBJIEHHS MOTrYT ObITb OOYCJOBJIEHBI CKO-
pPOCTbIO HAKOIJIEHHS M paccachblBaHMA CBOOONHBIX HOHOB HATPHS H
KaJbllHsl B MHOIJIa3Me.

. P.
..
. P.

B.
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AKAJEMHUSd HAYKCCCP.YPAJIBCKHUMN HAYUHBIN LEHTP

KJIETOYHBIE MEXAHHW3MbI PETYJJSILUHH COKPATMMOCTM MHOKAPIOA 1974

B. M. LIEBEJIEB, P. B. THHTBKO

O POJIM HOHOB HATPHUSA B PEIYJIALUHHU
SJNEKTPHYECKOHN U MEXAHHYECKOW AKTHBHOCTH
KJIETOK PUTMHYECKH PABOTAIOHIErO MHOKAPJIA

Jns ocymiecTBJeHHsT HOPMAJbHOrO COKpAaLIeHHS HeOO6XOMHMO
HaJuyhe B OMBIBAIOLIEM pPacTBOpPe HOHOB KaJjusi, HAaTPUS H KaJb-
uus [1]. B manbHefiunx ucciefoBaHuSIX GbLIO MOKa3aHO, YTO IOBHI-
IIeHHe KOHLEHTPalMd HOHOB HaTpHsi B HApYXHOH cpele YMeHb-
maetT aMIJHTYRY cokpamieHuit [2]. ITpu BBICOKOM cOLepKaHHH HX
B OMBIBAWOLIEM pacTBope HaGJIOZaeTcss AUCCOLMAINA NPOHECCOB
3JIEKTPHYECKOH M COKPATHTEJbHOH aKTHBHOCTH —Ha (oOHe 10J-
HOCTBIO COXPAaHEHHO! 3JIEKTPHYECKOH AaKTHBHOCTH COKPATHTEJIbHBIN
OTBET MHOKapJa Ha CTHMYJSAIHIO IOJHOCTbIO OTCyTcTBYeT [3];
YMeHbIIEHHe COLEpIKAHUS HATPHUS YCHJIHMBAET COKPATHTENbHVIO akK-
THBHOCTb MuOKapnaa [4—6].

CorsnacHo HauGoJiee pacIpOCTPAHEHHOH TOYKEe 3peHHsi, BHEKJe-
TOYHBIH HaTPHH peasiu3yeT cBOe AeHCTBHE NMOCPEeLCTBOM HOHOB KaJb-
IMs BBHAY Ha/JH4yus KaJbLHA-HAaTPHEBOH KOHKYPEHIHH Ha HapyX-
HOM NOBEPXHOCTH MeMOpaHbl [7—9]. DTO mMOATBEpXKIEHO 3KCHEpH-
MEHTaMH, IPOBELEHHEIMHU C IpHMeHeHHeM paauoakTuBHoro Ca% [7].
OOGHapyKeHO, 4YTO YyMeHbIIEHHe BHEKJETOYHOH KOHLEHTPaluH
HOHOB HATpHS TPHBOAUT K yBeauueHuto Bxoga Ca*® u pasBuruio
KOHTpakTypol. IloBhIIeHHe WX KOHLIEHTpAallMd B pacTBope OJIOKH-
pyet Bxon Ca% m cHMXaeT KOHTPakTypy. AMIJIUTYAa COKpalleHHH
¥ KOHTPAKTypHl onpeneasiercss oTHomenuem [Cat+t+]/[Nat]2.

B T10 ke BpeMs uMeloTcs paboTH, B KOTOPbIX OCHOBHOE BHHMa-
HHe ofpalaeTcss Ha BHYTPHKJIETOYHOE B3aHMMOOTHOIIEHHE HOHOB
HATpUsl H KaJblius, a MECTOM KaJbIUHi-HATPHEBOH KOHKYPEHLHH
npeisaraercss CYATAThb CapKomjiasMaTHYeCKHHA pertukyaioM [10].
YMeHbIIeHHE COTepKaHHS BHYTPUKJIETOYHOrO HATPHS YBEJHUHBAET
aKTHBHOCTb HOHOB KaJ/IbLIUsl CAPKOTYGYJSPHOA CHCTEMBl, YBeJHYEeHHe
KOHLIEHTPAlUH BBI3LIBAET NPOTHBONOJIOXKHHIA 3¢ (PeKT.

Hapsny ¢ BiHSHHeM Ha COKpPaTHTeNbHYI0O AaKTHBHOCTb HOHBI
HaTpPHSl OKa3bIBAIOT BBIpaXKeHHBI 3¢ deKT Ha mapaMeTpsl MOTeHIHA-
aoB pmeiictBus (IT[) [11—13]. CorsacHo HamuM HaGJIIONEHHSM,
NpoBeleHHBIM Ha MHOKapje XeJlyIouKa JATYIIKH, HauGojee xapax-
TepHbIH 3((EKT THNOHATPHEBHIX PaCTBOPOB — yMEHbUIEHHE aMILIH-
tyasl I11] 1 yKOpOYeHHe ero IIHTeJbHOCTH, OJHOBDPEMEHHOE CHHXe-
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Puc. 1. BausiHHe HOHOB HAaTPHsi Ha 3JEKTPHUECKYIO aKTHBHOCTb
KJEeTOK MHOKapha (uacrora ctumyasiuuu 0,2 umn/cex, oTMeTKa Bpe-
MeHH 100 mcex, kanu6poBka amnautyast IT 100 ms).
KoHueHnTpauus HaTpus, #M: a — 110; 6 — 150; 6 — 90; 2 — 70; 0 — 50.

HHe CKOpocTH ObicTpoil pemoaspusauuu. CBsisp pauteapHoctH T1]1
C KOHLleHTpalueli HaTpus (Ha ORHOH YacTOTe) — SKCNOHEeHUHaJb-
Has. Ykopouenue ILJl umer 3a cyer ¢asel naaTo, a CKOPOCTb OBICT-
poil KOHEYHOH penoJisipU3allUH OCTaeTCss HEM3MEHHOH, MJUTEeNbHOCTb
I11 yBenuumBaercsi (puc. 1). OGHapyxuBalOTCsi IBe OCOOEHHOCTH
IelCTBUST MOHOB HaTpus: 1) ykopoueHHe ¢a3bl maaTo uaer 6e3s
YBeJIHUEHUST €r0 CKOPOCTH, 2) B THIOHATPHUEBBIX pPaCTBOpax pes3Ko
Bo3pacraet JsateHTHbI nepuon I1J. Anajoruynble uamenenuss I1[1
Habmaomanuch HaMH NpH HeHCTBUM crnenuduyeckoro 6JoKaTopa
HATPHEBOrO KaHaja TeTpomoTokcuHa [14—17]. CHuxaer sddekT
NOBLIIIEHHON KOHIEHTPAllHH HaTPHs BJHSIHHE THIIEPOCMOTHYHOCTH
cpenbl, B KOTOpoii otmeuaetcs cyxenue I1J]. Caemyer OTMeTHTb,
4TO NPH YMeHbIIEHUH KOHIEHTPAlLMH HOHOB HaTpus ammiutyaa IT[1
najaetr B MeHbLIEH CTeNeHH, 4eM 3TOTO MOXHO OXHAATb HCXOHS
n3 ypaBHeHus HepHcra. DTo HecooTBeTCTBHe MOXKeT OBITb OTHe-
ceHO 3a cyeT BkJaga B oBepuwryT I[1/] uoHOB kanbuusi (Hapsily c
HOHaMH HaTpHd).
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MoXHO npenoXuTh IBa BapHaHTa OGbsICHEHHs HaGJIOKaeMbIX
uaMeHenudt anurenbroctH I1]1:

1. CorsmacHo rumorte3e [18], umeercst cienyiomas mnocjeroBa-
TeJbHOCTb cOOLITHH BO Bpemsa I1I: 3a6poc HOHOB HaTpHs NpH Helo-
JISIpU3alliyl — aKTHBALlUsi HATPHUEBOTO Hacoca — 3JIeKTPOTeHHOe BHI-
TaJKNBaHHe HATPHs — 3aflepKKa KaJHeBOH IpOHMIaeMOCTH (Ha-
YyaJibHasi YacTb penoJjspusaluy) — JAOCTHXEHHEe KPHTHYECKOro
NOTeHIIHa/la — BKJIOUYEHHe MAaCCHBHOHM KasueBOH NpPOHHMIAeMOCTH —
OKOHYaHHe pemnosisipH3alluud. B runoHaTpueBOM pacTBOpe, rie BeJiH-
YHHa JeNoJspH3allM yMeHbIEHAa 3a CYeT MaJeHHsd HaTPHeBOro
rpasueHTa, NpH HEH3MEeHHO# CKOpocTH pabGoThl Hacoca KpHTHYe-
CKHIl YpOBeHb cpabaThiBaHHs KaJjineBoH Garapen OyAeT INOCTHTHYT
paHblLe.

2. AnbTepHaTHBHOE OObsICHEHHE COCTOHT B TOM, YTO B THIIOHA-
TPHEBOM pacTBOPe B KJETKe YBeJHUYHBAeTcs colep:aHHe HOHOB
Ka/blHs, KOTOpble CBsi3aHBl C THIOTETHYECKUM peLEeNTopoM Ha
BHYTpEHHeH IOBEPXHOCTH MeMOpaHbl. DTO NPHUBOAUT K CYXKEHHIO
anurenbHocty I [15].

Posb HOHOB HaTpusi B 3JE€KTPOMEXaHHYECKOM CONpPSIKEHUH HC-
cJefoBaHa HaMHU C IIOMOINBIO METOZA Caxapo3HOrO MOCTHKa, KOTO-
PBI MO3BOJSIET H3MeHATh AauTeNbHOCTh 1] MpHKIagbiBaHHEM Te-
U THIEPIOJSPHSYIONINX TOJYKOB TOKa B pasjuuHble ero ¢ashl.
MetooM KanuiHBIX KOHTPaKTyp mnokasaHo [9], 4TO yMeHblIeHHe
KOHIIEHTPallMH HATpPHsi B HapyXHOM pactBope Ha 509 caBuraer
KPHMBYIO  «MBbIlIeYHOe COKpallleHHe — MeMOpaHHBIH  IHOTeHLHaJ»
Ha 30 M8, TaKk YTO MOPOT HJS KOHTPAKTyPhHl CTAaHOBHTCS PaBHBIM
85 ms. YmaneHue Bcero HaTpPHS W3 pacTBOpa HPHBOLUT K BO3HHK-
HOBEHHIO KOHTPAKTYpHl, XOTS NOTEHIHaJ NOKOs NPaKTHYECKH He Hu3-
MeHsleTCs.

Jna kneTok MHOKaplAa XapakTepHa S-o6pa3Hasi 3aBHCHMOCTb
MeXAY IJHTEJbHOCTBIO IIOTEHIMaja MHeHCTBHS M aMIIHTYAOH
BBLI3BAHHOT'O COKpaIleHHd, a TaKke MexXIy MaKCHMyMOM coOKpalle-
HUSl W IJIUTEJbHOCTBIO Je- M THIEepPNOJSPHU3YIOIIHX TOJYKOB TOKa
[19]. B rumoHaTpHeBOM pacTBOpe 3Ta 3aBUCHMOCTb H3MEHSETCs
(puc. 2). BugHo, 4TO CHHXXeHHEe KOHLUEHTPAHHH HATPHS CMECTHJIO
3Ty 3aBHCUMOCTb B CTOPOHY YBEJHYEHHS aMIIUTYIAbl COKpallleHHH
U THIIeDNONSPU3YIOUINX TOMYKOB ToKa. ITponsBognasi dA/dt; ocraer-
cd npakTHueckd Ge3 wusMeHeHuil. IloCKOJBKY B TUIIOHaTpPHEBBIX
pacTBOpax BBICBOGOXKJEHHe KaJbliisi U3 BHYTPHKJETOUHBIX MeCT
CBA3bIBAHUSI 3aTPYAHEHO, TO aKTHBALMIO COKPAIEHHH MOXKHO OT-
HEeCTH Ha cYeT yBeJHYEeHHOTO NMOCTYIJIEHHS MOHOB KaJblius M3 BHe-
KneTouHoi cpedbl. Ilopor akTMBanuu KaJbLHEBOIO TOKAa NPH 3TOM
cmeniaetcs B o6JacTb rumepnoJspusaundid. B pacrsopax c¢ uaMme-
HEHHOH KOHLEHTpaluel HOHOB HATPHS peryJsAlUHs COKPaTHUMOCTH
3a cuer IIJ] coxpaHseTcs.

Bosee oTueTMIHBO pOJb HOHOB HaTpHs B 3JE€KTPOMEXaHHYECKOM
CONMPSIXKEHHH BBHISIBJISIETCS IPH PUTMHYECKON HesiTeIbHOCTH MHOKAap-
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Puc. 2. 3aBHCUMOCTb aMIIIMTY Bl COKpa-
IeHHs B HopMaJbHOM (/) M runoHatpae-
BOoM (2) pacTBopax OT IJHMTEJbHOCTH

Thmep- H  JenoJspHU3yOLIuX
TOKa.

TOJIYKOB

na. F3BecTHO, 4YTO B HOpMaJib-
Holl cpene napametph I1[] 3a-
BHCSIT OT YaCTOThl CTUMYJISLIUH
[18, 20—23]. D10 cBs3aHo ¢
T€M, UYTO IOCJe OJMHOUYHOH
BOJIHBI BO36GYXKAEHHS B KJeT-
Kax OCTaeTcsl cJel, KOTOPHIi
BauseT Ha nocgaelyomue I171.
ITo nanubiM [22], cienosoit
npounecc CBfI3aH C INPeXoAsi-
IIMM yBeJHYeHHeM HOHOB HaT-
pHsl B NPHCJOe Y BHYTpeHHeH
IIOBEPXHOCTH MeMOpaHhl, KO-
TOpOe OInpenessieTcss CKOpO-
CTbI0O paboThl KaJaui-HaTpue-
Boro Hacoca. CorsiacHo Ipy-
roi Touke 3spenus [19], om
00s13aH CBOUM HpPOHCXOXJe-
HHeM H306BITOYHOH KOHIEHTpa-
LMY KOMIIJIeKCa KaJbIHs C T'H-
NOTETHYECKHM PeIeNntopoM Yy

BHYTpeHHell NOBepXHOCTH MeMOpaHhl. [ls1s BbIsICHEHHSI BKJIa/la HOHOB
HaTpHus B CJeL0BOH mpolecc ObIM BBINOJHEHBI 9KCIIEPUMEHTH C H3Y-
dyeHneM Il B pacTBopax ¢ pa3HOH KOHIEHTpalUuedl MOHOB HATpHS U
Bapualuell yacToTel ctuMyasuuu. Peakuusa I1[] va yacrory cBOe06-
pasHa. OHa He MeHsieTCs IO TeX IOp, TOKa KOHUEHTpAIus HaTpUs He
nocturHer 50 #M, Hecmotpsl Ha yKopouenue I1J (ta6a. 1).
HccnenoBaTh 3aBHCHMOCTb 3JEKTPHYECKOH peaKLMH Ha BCex
IuanasoHax NPUMeHseMblX YacTOT CTHMYJSIHH B PacTBOpax C HH3-

KOH KOHIleHTpallued HATpHsS He-
BO3MOXKHO, TaK KaK KJETKH He
BOCIIPOU3BOJSAT BHICOKYIO HacTO-
Ty ¥ BO3HHKaeT TpaHchoOpMalus
put™a. [Ipu KOHIEHTpalUH HAaT-
pust 50 #M Ha yacroTe CTHMYJIS-
uun 0,5 umn/cex amnauryna I1J1
NOCTENEHHO Majajna M JOXOAHJIA
IO HyJIf, OCJe mepexoia Ha 4ya-
croty 0,2 umn/cex oHa mocreneH-
HO BO3Bpallajach K HCXOJHBIM
3HaYeHHsIM [Js TAHHOIO pacTBO-
pa. Hepenxo maurenbpHoe BHIAED-
JKUBaHMe NpenapaTta B IHnepHa-
TPHEBOM pacTBOpEe NPHBOIUIO K
MOSIBJIGHHIO CIIOHTAHHOH aKTHB-
HocTd. Hapsiny c¢ usMeHeHuem
mauteabHoctd I1JI, npu Bapua-
MU KOHIEHTpaluH HaTpus B
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Ta6aunal

HNamenenue apymtenpHoctH ITIJI* mpu
YBEJHYEHHH YacTOThl CTHMYJSILUH
B pacTBOpax C pa3HbIM COJepyKaHHeM
HOHOB HATpHS

KoHueHrpa- HautenbHocrs 11O, %,

uHs NpH YacToTe, uUMmn/cex
HaTpHd,

M 0,2 0,5 1,0
90 91,8 82,2 83,1
70 69,5 70,0 78,0
50** 32,1 34,0 —
150 114,0 100,0 | 102,0

* 3a 100% npuHsita AaureapHocTs IIJ] B
HOpPMaJIbHOM pacTCope.

¢* IIpu 9TOH KOHUEHTPAaLHH wactora 1,0
umn/cex BH3HIBaeT TPaHCHOPMALHIO PHTMA,



OKpY2KalollleM pacTBOpe H3MeHs- Ta6amma 2
ercst wamnauryna [T (ra6a. 2). S TR ——

Ilpn  onuHAKOBBIX KOHLEHTPA- g pacTBOpax C pasHOH KOHUEHTpauHeh
ougX HaTpus ammiautryga 110 HOHOB HaTpHsi
onpenenseTcss 4acTOTOH CTHMY-

JAOUU: 4YeM 6OJ'IbI.LIe qyacToTa KoHuentpa- Amnautyaa I, me, npu
pasIpakeHHs, TEM MeHbIIe aM-  yurpn. uacrore, umn/cex,
nautyzna I1J1. Ha oxHoit u Toi ke M 0.2 0.5 1.0
4acToTe C YMeHbIIeHHeM KOH-
HeHTpaLUU HATpUs aMIJIUTYAA 150 122,0 | 114,0 | 100,5
IT1[1 magana u HaoGoporT. 110 109,0 104,0 97,2
B onmiTax ¢ mapHo# cTUMyJs- 30 95,7 9,4 | 84,4
Iyell B THINOHATPHEBLIX pPacCTBO- 58 gg:é 8_8'8 2'5

pax (50 u 30 mM) wusmenenue
HHTEpBaJa MEXIY CTHMYJaMH He BJIMAJO Ha IapaMeTphl TeCTH-
pyomux I1J1. B HopMasbHOM pacTBOpe NPH YMeHbUIEHHH HHTepBaJja
Mexay (GOHOBBIM U TecTHpylomuM ctumynamu I1JI cHuxkaloTcsa no
AMIUIATYE ¥ IJIHTEJbHOCTH, B CPelle C HeNOCTaTKOM HOHOB HaTpus
Bausinue ¢onosoro I1J] Ha mocaenyromuil 6610 3HAYUTEJIBHO YMeHb-
IIEeHO.

Cuumxenne ammutynsl I[1]] ¢ yBeluyeHHeM 4acTOTBI CTHMYJISIIHU
B PacTBOpPE C OAHHAKOBON KOHLEHTpallueil HaTpPUs MOMKHO OBLIO ObI
OGBSICHUTb INOCTENEHHBIM BO3paCTaHHEM KOHIEHTPAalWH HaTpHSA B
TIDUCJIOE Yy BHYTPEHHeH MOBEPXHOCTH KJETOYHOH MeMOpaHHl (IpHu
9TOM YMEHbINAETCs HaTpHeBHlH rpaauedT). OZHaKO pacyeThl IOKa-
3bIBAIOT, YTO MJIS 3TOTO HEOGXOAUMO MPEANOJNOXUTb OTCYyTCTBHE
aupdysun HaTpus B O6beMe LHUTONJA3Mbl M €ro HaKOIJEHHe B

MajaoM o6beMe (ToJsiHHA mpucaos 50 A), a TakKe HOCTYJHPOBaTh
HeOOBIYHO BHICOKHE 3HAaUeHWs HaTpPHEeBOro Bxoxa. B pacrBope c
HOHMKEHHBIM CONEpKaHUEM HATPUS KOJIHYECTBO BXOMSIUHX B KJeT-
Ky HOHOB HaTpUs Y MO GBICTPHIM, ¥ 1O MeJJIeHHbIM KaHajiaM yMeHb-
LIeHO, TOTAAa Kak najgeHue ammiautynasl I1[] npu Bapuanuu 4yacToThl
or 0,2 no 1,0 umn/cex Takoe e, KakKk U B HOPMAaJbHOM pacTBOpE.
CuaenoBaTespHO, nafeHue aMiIHTyAb I1J1 ¢ yBeinnyeHHEM 4YacCTOTHI
CTHUMYJISIIUY CBSI3aHO C BXOJSIIAMH HOHAMU KaJbLHS.

OTcyTcTBHE CABHTOB CJENOBOI'O Mpouecca B pacTBopax, Tle
KOHIEHTpauus HaTpus Goubme 50 mM, cBUIeTeNbCTBYeT O cCyille-
CTBOBAHHHM B KJIETKE TOMEOCTATHUECKOTO MeXaHH3Ma, MOJJepKH-
BAIOIETO KOHLEHTPAIWI0O HOHOB HATPUA Ha TIOCTOSHHOM YpOBHe,
HECMOTpsI Ha ee CABUTH B HapyxkHo# cpefe. OcHOBa TakKOro Mexa-
HH3Ma — MOJIeJIb KaJUH-HaTPUeBOro Hacoca ¢ OGPaTHON CBSI3bIO IO
BHYTPHKJIETOUHOH KOHIEHTpalluM HaTpus (cKOpocTb pabOTH Hacoca
saBucut ot [Na;]) [24]. a5 oGbsicHEeHHs HAWIMX NAHHBIX CJAELyeT
HoJjaraTth, 4YTO NMOAJAEPIKaHHe HAa MOCTOSHHOM YPOBHE BHYTPHKJIETOU-
HOHM KOHIEHTpallMH HaTpHsi BO3MOXKHO IO TeX IIOp, MOKa colepka-
HHE €ro CHapyKH He cTaHeT MeHee 50 #M.

YacTtoTa CTHMYJSIIUM BJHSET W Ha HNapaMeTPHl COKpaUleHHH.
Jnsg aHaau3a XPOHOHMHOTPONHM HaMH HCIOJb30BaHa clepyloLias
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monenb. O6nerueHne (T. e. yBeJHYeHHEe CHJBI COKpalLIeHHH NpH BO3-
pacTaHHH YacTOThl CTUMYJISILMH) COKpallleHHH B KJeTKaX MHOKapha
XKeJyNouKa JATYUIKY B NepPBOM INpPHOJHXKEHHH onuchiBaetcs ¢op-
MYJIOH -

P({t)=A(1 —e—at)e—Bt,

rie {—BpeMs (3a HayaJo OTCYeTa NPHHAT MOMEHT HaHeCeHHus
(doHOBOrO pasipaxeHus); a, p— napamerpbl OO6JerdeHus;
A — KoHcTaHTa.

[lpennaras sty ¢opMyJy, HCXOAHIH H3 TOTO, YTO OOJeryeHue —
CJelCTBHE OCTATOYHBIX SIBJIEHHH IpelLIeCTBYIOLIEro BO30YKIAEHHH,
KOTOpHle MbI CBsI3bIBaeM C 3aJEPKKOH OCTAaTKOB HOHOB HaTpHusi B
kneTkax. Bo BpeMsi auactonibl H3GLITOK HATPHSI aKTHBHO BbIKAuH-
BaeTcsl M3 KJETKH IO 3KCIIOHEeHLHMa/JbHOH 3aBucuMoctd [25], ubo
TaKOH XapakTep OTTOKa HaTpHusl Haubosee BepOsATEH AJs JaHHOTO
npouecca. ITocrosiHHass BpeMeHH OTTOKAa BO BpeMsl NHACTOJBI TpH-
HuManach 3a 1/B. XoT HOHEI HATpPUS BHYTPH KJETKH IPSIMO He
BJHSIOT Ha COKpallleHHe, OHH YBEJUYUBAIOT KaJblIHEBYI0 NPOBOAU-
MocTb [26, 27]. C yMeHblueHHEM OCTaTKa BHYTPHKJETOYHOrO Ha-
Tpusi ANa; majaer U BXOJ, KaJblius, a 3HAYUT, U er0 BHYTPUKJIETOU-
Hasi KOHIeHTpauusi. Beenenue unena (1 — e—%t) BbI3BaHO yC/IOBHEM
TECTHPOBAHHA. DTO yc/a0BUe He cOOJIONAETCs, KOrAa NJUTEIbHOCTh
ITJ (oHH-TO W SABJASAIOTCA TECTHPYIOLUIMMH BO3AEHCTBHSIMH) yMEHb-
maeTcs INPH YKOPOUEeHHHM HHTepBaja MeXIy pasipaKeHUSIMH.
HubiMu cnoBamu, uieH (1-—e~*) gBisieTcs mompaBKoi Ha yMeHb-
wenne ajutenabHoctd ITJl, a 3HauuT, U 3a6poca HOHOB HATpHS B
KJIETKY.

JvHaMuka H3MeHeHHsI OOJierdeHHsi NPH NMapHOM CTHUMYJSLHH B
pacTBOpax Cc pa3HOH BHEKJETOYHOH KOHIEHTpaLHeHd HOHOB HaTpus
noxkasaHa Ha puc. 3. M3 cpaBHeHUS KPHUBBIX BHAHO, YTO CHUMKEHHe
BHEKJIETOUHOH KOHLIEHTPAaLMH HOHOB HAaTpHs BBHI3BIBA€T CMelleHHe
TOYEK MakCcHMyMa oO6JieryeHusi B 06sacTb GOJNBIIUX MEPHOLOB CJe-
HOBaHHS CTHMYJOB (HHU3KHX dacToT ctumynasnuu). CKOpocTb mpo-
uecca obJeryeHust B HUCXOAsLIeH yacTH KpuUBOH yMeHbliaercsi. Ilpu
MaTeMaTHUYeCKOM ONHCAaHHM XOJa KPUBHIX o6JierueHHsi 0OHaApYKeHbI
cjeAyionide 3HayeHUd Ko3p(ULUHEHTOB a M B B 3aBHCHMOCTH OT
Hapy:XKHOHM KOHUEHTPAaLUH HOHOB HaTpHs, ceK™}:

KoHueHTpa-

uus, uM a 8
150 1,49 0,22
110 1,16 0,17
90 1,12 0,11
50 0,94 0,07
30 0,81 0,05

Buano, 4TO CHHXKeHHE KOHIIEHTPAllUH HOHOB HATpHs B cCpele YMeHb-
maeT kKoapduuneHnto o u B. CregoBaTeNbHO, THIOHATPHEBBIA pac-
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TBOP yMEHbIIaeT KOHCTAHTY CKOPOCTH OTTOKAa HATPUSI U TEM CaMbIM
yBeJHYHBAET BPeMsl BOCCTAaHOBJIEHHS, a THIEpPHATPHEBBIH — HeHCT-
ByeT NPOTHBONOJIOXKHO. DTO cOrjacyetrcss ¢ LaHHBIMH, YTO CKOPOCTb
paGoThl HAaTPHEBOrO0 Hacoca — (PYHKUUS BHYTPHKJIETOUHOH KOHIIEH-
TpallMd HOHOB HaTpus [27, 28]: cHUXKeHHe COAEpKaHHUA HATPHSA
yMeHbLIaeT CKOPOCTb, NOBBIIIeHHe — yBenHuuBaeT. Cnag MmoCTyIIe-
HHS HaTpPHUSl B KJTKY NOATBepXIaeTcsl TeM, YTO B THIOHATPHEBOM
pacTBope aMIVIUTYyZAA u AjauteapbHocTh [1]] ymeHpmaiorcs.

JliuTtespHass pUTMHYECKasi CTUMYJsILUsS (BO3LeHCTBHE YaCTOTOH
0,9—1,0 umn/cex Ha mpoTsKEHMH 3 MUH) B THINOHATPHEBBIX pac-
TBOpax BbI3bIBaeT MOCTeNeHHOe MafeHHe ammautyabl I1J] Ha 15—
20 m8 u yKopoueHue uX mjautenbHocTH Ha 300—500 mcex. Benuunna
nafgeHus aMmauTyas I1[] u yMeHbIIeHHS NJHTENbHOCTH (Hasbl miaTo
onpejensieTCss YaCTOTOH CTHMYJSALUHH U KOJIUYECTBOM IPEIUIeCTBYIO-
HIHX BOJIH BO36GYyKAeHUH: ueM OOJIbllie 4acToTa, TeM O6OJblie yMeHb-
mwatores: ammratyna I u ux gautenbHocts. [1pu yactore 1,0 umn/cex
YKa3aHHble H3MeHeHHs1 OblcTpo mnporpeccupytor: Il npuHumarwor
a6opTUBHBIA BUA M BcKope HncyesaloT. Ilepexon Ha HU3KYIO 4acToTy
NPUBOLHUT uYepe3 HeGOJBLIOH NPOMEXYTOK BPeMeHH K BOCCTaHOBJIe-
HHIO aKTHBHOCTH JO HCXOJHOTO yDOBHS.

JnvurenbHasi puTMHYecKasl CTHUMYJSUHS NPUBOAUT T4KXKE€ K Bbl-
paxKeHHOMY BTODHYHOMY CHHKEHHIO COKPaTHUTEJbHOH aKTHBHOCTH
MHOKapla B THIIOHATpHeBHIX pacTBopax (puc. 4). [Ipu kKonueHtpa-
uuy HoHoB Hatpus 110 M u B 3-MuHYTHOH cTUMyJasnuu Ha 20—
30-M COKpalleHHH JOCTHUTAEeTC CTallMOHapHoe 3HaueHue ob.erye-
HHSl, KOTOpPOe COXpaHdeTcsi N0 OKOHYaHHS CTHUMYyJsuMH. B rumo-
HaTpHEBOM pacTBOpe Mocje MOCTHKEHHS MaKcHMyMa oObJieryeHus
HayHHaeTcsl ero yMeHblieHHe. BTopuuyHOe CHHXKEHHe BeJHUYHHBI
o6J/ierueHHs] HauHHaeTcsi ONHOBPeMEHHO ¢ najeHueM aMmmiautyns I1]1
H TOJHOCTHIO IOBTOPSIET NHHAMUKY H3MEHEHHs MOCJeJHHX. IDTO
NOATBEPXKAAeT NpeANosokKeHHe, YTO OHO CBSI3aHO C yMeHbIUEHHeM
aMILIHTYJABl H YKOpoueHHeM AauteabHoctu TLJL.

ITocnie TPeXMHUHYTHON CTUMYJISILHK Ha BBICOKOM 4acTOTe BOCCTa-
HOBJIEHHE BeJHYHMHBI OOJIeryeHHs] COKpallleHHil B HOPMaJbHOM 'pac-

Bomd. ed/

Puc. 3. 3aBucumocTb Be-
JIMYHHBI OGJIErYeHHs OT Tle-
puojlla pasfipaXeHHs B
cpelax C pasjMyHOM KOH-
LeHTpauues HaTpHS.

Konueu'rpauu;!m HaTpus, MM:

50; 5 — 30.

{ 5 0 5 20 tcen
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Pruc. 4. O6neruenne (a) B HopMajabHOM (I) M runmoHarpuHeBoMm (2) pac-
TBOpaX NpH TPEXMHHYTHOH CTHMyJsiuuMH Ha vactoTe 0,9 umn/cex u ero
BoccTaHoBaeHue (6) Ha yactoTe 0,11 umn/cek,

TBOPE ONEpeKaeT BOCCTAHOBJEHHE €ro B THIOHAaTPHEBOM (CM.
puc. 4, 6); B runepHaTpueBoM ofbJerdeHde Ha MaJoi dYacToTe
(0,1 umn/cex) HUKOrAa He BOCCTAaHaBJHBaeTCHd N0 HCXOAHBIX 3HaA-
YeHHH.

Kak yxe oTMeuajocb, AJS THIOHATPHEBHIX PAacTBOPOB Xapak-
TepHO najeHue aMIUTYAb I1JI, yMeHbIleHHe HX IJIHMTENbHOCTH H
B TO XK€ BpeMsl BO3pacTaHue CHJIBI COKpalleHHuii Muokapaa. Takoe co-
OTHOILIEHHE 3JIEKTPHYECKOH M MeXaHHYeCKOH aKTHBHOCTH IS KJETOK
cepreuyHofi MBIIIB HeoOblyHO. Hasnnune npsiMoit Koppe/sillHu ycTa-
HOBJIEHO MeXIYy aMIUIUTYHOH U ajurtenbHoctblo I1I1, ¢ omHoil cro-
POHBI, ¥ CHJIOH coKpaueHu#i —c apyroii [19]. Henonspusylomurue
TOJYKH TOKAa, NPUJIOXKeHHble Bo BpeMs (aswl maaro I1M, yanunsior
UX M ONHOBPEMEHHO YCHJIHBAIOT COKpallleHHs, THIIePNOJsAPH3YIOIIHe
IPUBOLSAT K NPOTHBONOJOXKHOMY 3(deKty. ITO MOHATHO, TAaK KakK
JenoJsipu3alus yBeJHYHBaeT KOJIHMYECTBO HOHOB KaJbllHs, NOCTY-
MapIUX NpH BO3GYyXKIAEHHH K MHOGHUOPHIISPHOMY ammapary. 9To
MOXeT OBITb KaJbLMH, IOCTYNAIOUIUH U3 BHEKJETOYHOH cpefbl, Nu60
BLICBOOOAMBILINICS M3 3alacoB B CApKOMJa3MaTHYECKOM DETHKY-
aoMe. CieroBaTesbHO, B I'MIIOHATPHEBOH Cpefie yBeJHYEHHe NPOHH-
LaeMOCTH JJIl MOHOB KaJIbIUs IePeKphiBaeT BJIHSHHE YMeHbIIEHHOH
U YKODOYEHHOH Jenossipu3aliid (yMeHbLIEHHe BpDEeMEHH H aMILIH-
Tyasl IT0).

[Tokasano [29], 4TO MecTO KOHKypEHIUH HOHOB HAaTpUS H KaJb-
Usl B MHOKapJe XOJOZHOKDOBHBIX — HEKOTODble yYacTKH HOBepX-
HOCTHOH MeM6paHH. Takum o06pasoM, MOBepPXHOCTHasi BO30yauMast
MeM6paHa B 3THX KJeTKax SBJSETCS OYHKTOM B3aHMOJAEHCTBHUS
HOHOB. IIpHHAB 3TO, MOXKHO NpPEANONOXKUTb, YTO BHEKJETOUHBIH Ha-
TPHH B MHOKapJe BHICTYIaeT B POJH PeryJsitopa KaJbLHEBOH Npo-
HHLlaeMocTH. [JleficTBHTeJbHO, YyBeJHYEeHHe KOHLEHTpPalHH HOHOB
HaTpHs CHapyXH MeMOpaHb YMeHbLIAaeT KaJblHEBYI0 NpOHHIae-
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MOCTb, ¥ BHYTPEHHell MOBEPXHOCTH — IIOBBILIAET BXOJ Kadbllus
BHYTPb KJETKH INPH BO30YXKIeHHH. DTO ellle pa3 NOATBEpPKIaer
«MOJIIPHOCTb» CBOHCTB MeMGpaH.

Ecnu coxpalleHue B OCHOBHOM BHI3LIBA€TCS HOHAMH KaJblius,
HaxXoNsLIHMMHCS B CapKOTyGy/sIpHOH cHCTeEME H BbICBOGOXKIAIOLLH-
Mucs Bo BpeMs I1Jl, To cieayer npeldnoJIOXKUTh HaluYHe KOHKYpEH-
IMH B HEKOTOPBIX y4YacTKaX CapKOTYOyJSIDHOH CHCTEMBI MEXIY
HOHaMH KaJbliusi U HaTpusi. B 3TOM c/lyyae yMeHblleHHe MOCTYyIJe-
HHsI HATPHSl B KJETKy npH BO3OYXKIEHHH [OJKHO YBeJIHYHBATH
COJIepKaHHE KaJbliHs.
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AKAOJEMUY HAYKCCCP.YPAJIBCKUM HAYUHBI U LEHTP

KJETOYHBIE MEXAHH3Mbl PEIVYJSILUHNH COKPATHMOCTH MHOKAPJA 1974

E. ¢. YETBEPHKOBA, B. 1. H3AKOB

K MEXAHU3MY OEUCTBHS AOAPEHAJIMHA
HA 3JEKTPOMEXAHHUYECKOE CONPSI)KEHHUE
B KIIETKAX MHOKAPJIA

AnpeHanun o6GJsamaeT MHOrOrpaHHbIM MeTaGosuyeckKuMm sddek-
ToM [1—6] ¥ omHOBpeMeHHO BausieT Ha OOMeH HOHOB HaTpHs H
kanpuuss [7—11]. HoHHble cABUrH M «GHOXHMHYECKOe JeHCTBHE»
XOpOIIO KOpPpeJHupyIoT, HO BPEMEHHOH XOJ HX 4YacTO He COBIaAaerT,
H [0 CHUX TOp He SICHO, TO JIM IIeDPBHYHO H3MeHeHHe MeTabosu3Ma,
a CABUTH B 3JIEKTPHYECKOH aKTUBHOCTH Y HOHHOM OO6MeHe BTODHYHHI,
TO JU HaoGopoT. B Hacrosiliee BpeMsl yCTaHOBJEHO, YTO OCHOBHOE
cBA3ylolllee 3BEHO MEXIY 3JEKTPUUECKHMH COOBITHSAMH Ha KJeTOd-
HOH MeMOpaHe H KOHTDPAKTHJIbHBIM OTBETOM — HOHBI KaJIbIUS
[12—17]. BeposiTHO, HMOH KaJbLHUs peasnu3yer M 3JeKTpoMmeTabo-
JINYECKOE CONpSIKEeHHe, YCHJIUBass MeTaGoJH3M I@pH YBeJHYEHUH
(GYHKUHOHAIbHON aKTHBHOCTH MHOKapiaa [18]. Ecam corsacutbest
C 3THM, TO HHOTPONHBIA 3(p¢eKT aapeHanuHa, ero BJHSIHHE Ha
NOTeHLINAJ ITIOKOS W MOTeHUHaJa [NedCcTBHS, HOHHBIH OoOMeH u OuO-
XUMHUYecKoe HeficTBUe cJelyeT paccMaTpHBaTh KaK INapaJJebHble
npouecchl. Jlaxe ecauw B pery/silMd HOHHOH TPOHUIAEMOCTH H
BHYTPHKJIETOUHOM o6GMeHe HOHOB yuactByer 3/, 5'-AM®, o6pasoBa-
HHe KOTOPOH CTHUMYJHDPYeTcsl aJpeHaJHHOM, TO HauboJiee BepOsiTHAS
NpHYHHA HMHOTPONHBIX CABHTOB — H3MeHEHHe HOHHOTO COCTaBa
KJIETKH.

B cepaue, rae ANUTENBHOCTb AeNoJspH3auuu GoJsbluas, NOTEH-
nuanbl AEeHCTBUS pPeryJupylOT NapaMeTp COKPATHUTEJNLHOI'O aKTa
[17]. Uem Goublie AJHTENBHOCTh NMOTEHLHANa AEHCTBHS, TeM GOJb-
Ule KaJblIUS INMOCTYNHT U3 BHEKJEeTOYHOH cpelbl U OAHOBPEMEHHO
OCBOGOIHTCSI M3 BHYTPHKJIETOYHBIX MECT XpPaHeHHs. DTO 3KCIepH-
MEHTaJbHO MOKAa3aHO NyTeM MOoJayd Je- H THIEePHOJNSPU3YIOUWIUX
TOJIYKOB TOKAa BO BpeMs aspl IJIaTO INOTeHUHaJa [AeHCTBUS
[19—21]. Perynupyioimasi posib IJHTeNbHOCTH MOTeHIHaka deHcT-
BHSI 0COOEHHO BaxKHa, eC/IH YYeCTb, YTO PUTM CepAleOHeHUH BBI3bI-
BaeT 3HAUYHTeJbHBIE CIBHTH B COKPaTHMOCTH MHOKapAa [22—24].

DNeKTpOMeXaHHYeCKOe CONpsiXKeHHe B cepAlle BapbHpPyeT OT
COKpallleHHsl K COKPAILeHHIO M CYIIeCTBEHHO 3aBHUCHT OT IPEJbICTO-
PUH 3JIEKTPHYECKOH M MeXaHHYecKoH JesTeNbHOCTH cepana. Llesan
Haiel paGoThl U COCTOSJIa B TOM, YTOGHI BBISICHHTb JeficTBHe alpe-
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Puc. 1. Cyneprnosuuus noTeHUHAJ0B HelcTBUS (8epxHue
Kpusble) M COKDalleHHl (HUXCHUe Kpusble) KeaylouKa
asrymwku g0 (A, A’) u nocne (b, b’) annaukauuu anpe-
HamuHa (1-10-5 M). Otmerka BpeMenu 100 mcex, Kanu6-
poOBKa aMILIMTYIbl NOTeHUHasnoB AeiictBua 100 ms.

HaJMHa Ha 3JIeKTPOMEeXaHHYeCKoe COIpPSIKeHHe B YCJAOBUSIX DPHTMH-
4yecKol paboThl cepala.

HauGosee BbIpaxeH HavaJdbHBIH 3>(¢eKT anpeHasnHa — yBe-
JIMUeHHE IJIMTEJbHOCTH NOTeHLHasa IefCTBHs, TIJaBHbIM 00pa3om
3a cuer ¢aspl mJaaTo, W ero aMmJAUTYABL. IloTeHLHan IOKOSL H CKO-
pocTb (pa3pl KOHEYHOH OLICTPOH penoJspH3alMH NOTeHIHaJda AeHCT-
BHUS HE H3MEHSIOTCS. DTOMY CONYTCTBYET YBeJHYEHHe aMILJIUTYIbI
COKpallleHHH, MaKCHMaJbHOH CKOPDOCTH COKpallleHHsi H pacchaabJe-
Husi (pHuc. 1). AHaJNOTHYHBIE pe3yJbTaThl MOJYYEHBl HA KEJTYLOUKE
asrymkyu [25]. OnHAKO yKasaHHble sIBJI€HHS Ha6JI0OLaJHCh TOJbKO
B TOM cJy4ae, €CJH YacTOTa COKpalleHHH Kenynouka Oblia He-
6oabwoit (0,1—0,3 cex~'). Tlpn Goabwux YacTOTaX CTUMYJALUH
(0,5—1,0 cex—!) mnoreHmMaNbl NEHCTBHS CTAHOBHJIHCH yXKe (OHO-
BBIX, BMECTO IIOJIOXXHMTEJBHOrO HMHOTPONMHOro 3¢ deKTa aapeHa uH
NOJaBJsJ COKPATUMOCTb (pHuc. 2). OTpHLATeNbHBIH HHOTPONHBII
apdexT Obln TeM GoJblile H BO3HHKAJ TeM paHblie, yeM O6OJblle
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Puc. 2. Bansune agpenannsa mpu yactoTe cTuMyasiuud 0,9 cex—!,

107 ° M.

a — HOpMaJIbHBI# pacTBOp; 6 — anpenanun (1 -

6bl1a 4acToTa CTUMYJISITHH.
Haze B Tex cayuasix, Koraa
aJpeHaJMH OKasblBaj uYeT-
KHH [OJIOXKUTEJbHBbIA HHO-
TPONHBIA 3 ¢eKT, uepes He-
KoTOpoe BpeMs (KOTOpoe
TeM 6oJbllle, YeM HHXKe ua-
CTOTa CTHMYJSLUH) COKpa-
THMOCTb NOXABJSANACH U CO-
KpallleHHs CTaHOBUJIHCH
MeHbIlle KOHTPOJIbHBIX 3Ha-
YeHHH B HOPMAaJbHOM pa-
crBope. IlomaBieHue coOk-
paTHMOCTH MOJ BJIHSHUEM
aJpeHaJliHa BCeria CBsi3a-
HO C YMEHbUIEHHeM [IJIH-
TeJIbHOCTH NOTEHIIHAJIOB.
nedcteus. Takum o6pasom,
U TIOJIOXKHUTEJbHEIE, U OTPH-
LaTeJbHEIE HHOTPOMHBIE
BJIUSIHUS aJpeHasnHa BCT-
pevalTcss B eCTEeCTBEHHBIX
YCIOBHSIX M 3aBHUCAT OT
HUCXOJNHOH YacCTOTHl cepile-
6ueHul.

Ilo suTepaTypHBIM HaH-
HeiM [8—10, 26], ampena-
JUH OIHOBDPEMEHHO YBEJIH-
YHBaeT HaKomJIeHUue U copb-
LU0 KaJbLUUS BHYTPHKJE-
TOYHBIMH CTPYKTypaMH H,
OYEBUIHO, CHJY CBSi3bIBa-
HUSI € THUIOTeTHYECKHMH
BHYTPUKJIETOUHBIMU peLel-
topamu. Poct pauresnbHO-
CTH TOTEHIHAJIOB JelCTBUS
IO BJAUSIHHEM ajipeHa/IHHa
caMm mo cebe IOJKeH YBe--
JIHYMBATH KOJIHYECTBO KaJlb-
1y, NOCTYMAaloIero X MHO-
¢unamentam. Takum o6pa-
30M, HayajbHBIH MOJOXKH-
TeJbHBIH HHOTPONHBIH 3(-
tdexkT anpeHasnHa CBsi3aH
C yBeJIMYEHHEM IJIHTeJbHO-
CTH IIOTEHIIHaJa NeHCTBUS U
Pca. B mocnenymwouieM yse--
JHYHUBaeTcss copbuus KaJb--



UHS BO BHYTPHUKJIETOYHBIX CTPYKTYDPAax, U Ta e CTeleHb [eNoJsipusa-
MY MeHbIEe €ro BricBoGoxkxaeT. COBUrH BHYTPHKJ/IETOUHOH KOHIEH-
Tpaluy KaJbLUHS ¥ HATPUSL YMEHbIIAET NJIHTEIbHOCTh NOTEHIIHAJIOB
neiicTBusl (2 BO3MOXKHO, U YyMeHbIueHHe Pcy), uTO B MOCJeNyIOlIeM
IOJIXKHO TPHBECTH K YMEHBbLIEHHIO CTENEHH 3JIeKTPOMEXaHHYeCKOro
COTIPSIKEHHSI.

HauanbHoe ynsnHeHHe NpONONIKUTENbHOCTH (Pasbl MIaToO NMOTEH-
uMasa HEeHCTBUS 1O BJHSHHEM aJpeHaJHHA HEKOTOpPhle aBTOPHI
[27—29] cBasbiBalOT ¢ nmajgeHHeM U 3aMelJIEHHEM XOJa KaJHeBOW
TIPOBOAMMOCTH. DTO MOXKeT OBbITb BBI3BAHO NpeJLIecTBYIOIeH THIep-
mnoJsipusauueii mem6panel. Eciu npuHaTh, 4YTO IJasMaTHuecKas
MeMOpaHa B cepilie XOJOJHOKPOBHBIX SIBJSIETCS M YYaCTKOM TeHe-
pauuy MOTEHIHAJOB HeHCTBHS, H MECTOM COpPOIMHM HOHOB KaJjibLus,
TO BIIOJIHE BO3MOXKHO, UTO HOHBI KaJbIHsi U3MEHSIOT NPOQHUIbL 3JEK-
TPHUYECKOTO MOJist B 06JAaCTH HOHHBIX KaHAJOB, C 4YeM MOXHO CBS-
3aTb HabgaoLaeMble CIBUTM B IlapaMeTpax NOTeHLUHAJNOB HeHCTBHUS.
Tlono6Hast KapTHHa HabJaOAaeTcsl NPH AeACTBHH THIEPKaJbLHEBBIX
PacTBOpPOB B T'HFaHTCKOM aKCOHe KaJibMapa, I'ie NPOUCXOAUT CABHT
XapaKTepUCTHKH «MeMOpaHHBIH MOTEHIHMaJ — MHK HaTpHeBOH Npo-
BoxumocTu» [30].

Cyuraetcs, yto B 3ToM ciayyae Cat+, B3aumonefcTBys c ompe-
JeJeHHBIMU IpynnaMu MeMOpaHBl, H3MeHseT NoJie caMoi MeMO6paHHl
(t-noTeHnuana) u, TakuM o6GpasoM, HMeeTcsl KaK OBl <«THHOep-
nosapusanus 6e3 TUnepnossspu3auruy (K60 U3MEHEHHs E-TIOTeHIHa-
Jla He PETHCTPHUPYIOTCS IPH OOBIYHOM CIOCOOe OTBENEeHHS TPaHC-
MeMOPAHHOrO MOTEHIHANA).

Ponb yactoTel cephuebuenuilt B onpenesneHun sddekra anpeHa-
JUHA MCCIeZOBaHA HAaMH METOIOM MNapHOH CTHMYJSHUH. OOBIYHO
30Ha mocaenefictus [31], onpenensieMast STHM METONOM IpPH TOCJe-
NOBaTeJbHOM COJIHXKEHHH (POHOBOrO M TECTHPYIOLIEr0 HMIYJbCOB,
onuceiBaetcsi ypaBHenueM tuna Kapmeabe [32]: y=Aoo (e — 1-9¢),
B KOTOPDOM IIpEAIIONaraercsl, YTO MOCJHeNeHCTBHE KOHTPOJHpPYeTCsS
HEKOTOPOH MOHOMOJIeKyJsipHOH peakuuell. Hammu nccnenoanus
TIOKa3aJy, YTO AaNNpPOKCHMAalus SKCHepHMeHTaJbHBIX JTaHHBIX
He yIOBJETBOPHUTeNbHA. JIyullle NI OMHCAHUSA HCIOJNb30BaTh ABE 3KC-
noHeHTHl. Ecoii B pacuet 6paTh TOJIBKO T€ HHTEPBAJBI MEXKAY CTHMY-
JIaMH, TP KOTOPHIX aMIUIMTYAa TECTHPYIOIUMX NOTEHIHAJOB HEHCT-
BHUsI TaKas e, Kak y (OHOBHIX, JIMIIb YMeHbIIaeTcs HX NJIHMTEJ]b-
HOCTb, TO 30Ha NOCJelefiCTBUS cJelyeT KHHETHKe peaKIHH TepBOro
nopsanka. CienoBaTeNbHO, KOHTPOJIHUDPYIOT 30HY NOCAeNEeHCTBHS ABa
mporecca: GBICTPHI — OZHOBPEMEHHO BJHUfIET Ha AaMIVIUTYAY W
IJTUTENbHOCTh TECTHPYIOUIHNX NMOTEHIUAJOB AEHCTBHS, HeHCTBHE ero
TOJIHOCThI0 3akaHuuBaercs cnycts 0,4—0,8 cex mocine okoHuaHHA
NOTeHIMaMa NeHCTBHS, H 60/iée MelIeHHBIH — BJIMsIeT TOJNBKO Ha IJIH-
TEJbHOCTb TECTHPYIOLLETO MOTEHIIHaaa AeHCTBUSI B TeueHHe 3—5 cek.

-Pacuerst mokasanu, 4TO NMOCTOSIHHAsi BPEeMEHH IIepBOTrO Mpo-
uecca 1,=1,25 cex, Broporo 12=0,17 cex. [lox BiAMsAHHeM ajApeHa-
JIHHA CTaTHCTHYECKH 3HAUHMO YBeJHYUBAIOTCS 00e NOCTOSHHbBIE:
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11=2,0 cex, a 19=0,46 cex. BcienactBue 3TOro 30Ha nocjaeneiCcTBUS
ONMHOYHOTO MOTeHLMaksa HEeHCTBUS B pacTBOpe ¢ aJpeHaJHuHOM
pesko BospacTaeT. B HopmasabHOM pacTBope yxKe uepe3s 4—5 cex
TECTHPYIOIIUA NOTEeHHHaJ HeHCTBHS He OTJIHUYHM OT ()OHOBOrO, MpH
IEHCTBHY aJpeHaNuHa BJHsHHe (OHOBOrO NOTEHUHAJa [eHCTBHS
pacnpoctpansietcst Ha 10 cex, uHorna u GoJee.

Corsiacho npenJjoxeHHON paHee Monenu [33], oGseryeHHne nocae
OJHMHOYHOIO COKpallleHHsI OMHCHIBAETCS YpaBHEHHEM

P=A(1 — e—0t).e—Bt, 1)

ITo mHeHuio aBTOpOB, 1/B OTpa)kaer MOCTOSHHYIO BpeMeHH OT-
TOKAa HOHOB HATPHs, KOTOpPasi KOHTPOJHPYETCsT HATPUEBLIM HACOCOM,
a wieH (1—e—*) cBA3aH ¢ U3MEHEHHEM [JIUTEJbHOCTH TEeCTHPYIO-
IIHX NOTEHIHA/NOB AEHCTBHUS, a 3HAUUT, U KOJHYECTBOM aKTHBATOpa,
HoCTynamuero B kjeTkd. HaxomsieHHe B KJeTKe HOHOB HaTpusi
aKTHBHPYET KaJbIHeBYI0 NPOHULAEMOCTb, YTO H IPOSABJISAETCA B
XPOHOHHOTPOIIHOM YCHJIEHHH COKPaTHUMOCTHU. TaKoll MeXxaHHU3M YBe-
JIMUEHHS KaJbLIUEeBOH MPOHUIAEMOCTH BIEpPBble OOHapyXKeH Ha
THTaHTCKOM aKCOHe KasibMapa [34], a BnocseacTBHH IOLTBEPAMIICS
u aas Muokapma [35]. Tak, ecaiu B HOpPMaJbHOM pacTBOpe
a=1,274-0,06 cex~!, p=0,1840,04 cex~!, To B pacTBOpe c aApeHa-
auHoM a=0,9340,09 cex!, p=0,07+0,01 cex—!. T0 03HaUaET, YTO
CKOPOCTb BBITAJIKHBAHWUS HATpUs H3 KJETKH B PacTBOpe ¢ aJpeHa-
JIUHOM yMeHbIIaeTCs.

B HoOpMaJbHBIX YCJHOBHSIX MaKCUMyM oOOJIeryeHHsi NPUXOAUTCS
Ha nepuon ctumyJasuuu 2,34-0,12 cex, B pacTBope ¢ aJpeHaJHHOM
OH CABHTaeTcsi B HHU3KOYACTOTHYI0 006J1aCTb, H MAaKCHUMYM NOTeH-
1uanyuy HabJIogaeTcss B HHTEPBasie MeXAy ctumynamu 4,6+0,35 cex
(puc. 3). DTO YOHUBHTEJNBHO, €CIH Y4eCTb, YTO B YCJOBHSAX LEJOrO
cepAla ajpeHajUH OKa3blBaeT OJHOBPEMEHHO H MOJIOXKHTE/bHBbL
HHOTPONHBIN, U INOJOXKHTEJbHbIHI XDOHOTPONHBLIH 3(PdeKT.

BhisiBiIeHHBIE HAMH CABUTH B XPOHOHHOTPONHH CBHIETENbCTBYIOT,
YTO YAaCTOTHas NOTEHUHaLHsl B PacTBOpe ¢ aJpeHaJHHOM MaKCH-
MaJbHa HMEHHO NPH HU3KHUX 4YacTOTax cepAlieOHeHHH U yBeJHUeHHe
pHTMa B JaHHBIX YCJOBHAX MOJXKHO BECTH K PE3KOMY OTPHIATeJNb-
HOMY HHOTpomHOMY caBury. Ilocne uMuTauuu «afgpeHaJHHOBOrO
yaapas, T. €. KOraa aJpeHajuH NeHCTByeT Ha ()OHe BBICOKOI 4acTo-
THl COKpalleHHH, Pe3KO NajgaeT COKPaTHMOCTb, aKTHBHOCTb BOCCTa-
HaBJHBAaeTCs IIOC/TIe «BCHOBIIIKH» OYeHb MEIJIEHHO M HENOJIHOCTHIO.
B opranusMe, BepOSITHO, NPOUCXOAHUT «Pas3ObLIEHHE» XPOHOTPOI-
HOro W MNPSIMOTO -HHOTPONHOrO BJIMSHUA aJpeHanuHa. MHBIMU cj10-
BaMH, €CJAH aJpeHaJHH yBeJHYHBaeT 4YacTOTy cepaueCHeHHH, TO
NpsSIMOe BJHSIHHE HA COKPaTHUTENbHBI - MHOKAph, BEPOSITHO, HOMKHO
OTCYTCTBOBATb, 4 YBeJHYEHHE COKPAaTHMOCTH B 3TOM cJyyae BTOPHY-
HO M 00yCcJOBJIEHO BO3pAaCTaHHEM YacTOThl cephuebuenuii. Boaee
TOrO, OPTaHH3M HOJIXKEH MMeTb MEeXaHH3M, IPEeHsiTCTBYIOIIHH OIHO-
BPEMEHHOMY BJIMSIHHIO KATE€XOJAMHHOB U HAa PHTM, H Ha CHJIy COKpa-
LIeHHH.

122



g5 r
g4}
Puc. 3. O6ieruenne B HOpMaJbHOM pa
93 TBope (I) M mMOL HeficTBHEM alpeHan
Ha (2)
0,2 ~ KpuBble pacciuTaHBl 1O ypaBHeHHIO (1):
AJIsT HOpDMaJIbHOr'0 pacrtBopa:
o1+ P=0,79(1—e—1:27t).,— 0,18¢,
AN pacTBOpa C aApeHaJHHOM:
/] SNE TN S ETAIE S BN P=0,34(1—e—0.931).,—0,07¢.
s v 5 20
g1t z, cerx

Cnenyer o6paTHTh BHHMaHHe ellle Ha OAHY OCOGEHHOCTb AeHCT-
BUA ajgpeHannHa. Ecau ero mo0aBHTb Ha «MoJyalllee» cepllle, a
3aTeM BKJIOYHTb CTUMYJSLHUIO, TO BMECTO OXKHaeMOro NoJIOXHTeNb-
HOTO MHOTpOMHOro 3¢¢dexra COKPaTHMOCTb MNOAaBJseTcd. DTO NpPO-
SABJseTCd B TeX CJAydYasAX, KOrla 4acToTa CTHMYJSALHH, claeayloulei
3a OCTaHOBKOH cepala, HeBenuka. OTpullaTeJbHBIH WHOTPONHBIH
apdekT BrIpaxkeH TeM OoJblie, yeM GOJblEe IJIUTENbHOCTb IpeX-
mecTBylouel naysbl. MexaHusM yka3aHHOro s¢¢exkra CTaHOBHTCSH
MOHSITHBIM, €CJIH YYecTb HallH ONMbITHI ¢ TeTPOROTOKCHHOM [36, 37].
[TokaszaHo, 4TO JeficTBHE TETPOLOTOKCHHA 3aBHCHUT OT 4YacCTOTHI
CTUMYJISIHY (MOAAaBJE€HHE 3JEKTPHUECKOH M MeXaHHUYeCKOH aKTHB-
HOCTH TeM GoJbllle, YeM BBIIE YacTOTa CTHMYJALHH). ALpeHaauH
Ha (OHe TEeTPOLOTOKCHHA BOCCTAHABJIHMBAJ JIEKTPHUECKYIO U Mexa-
HHYECKYI0 aKTHBHOCTb, HO MAENMOJISIpHU3YIOLi{e TONYKH TOKa HecIHo-
COOHBI B 3THX YCJIOBHAX AKTHBHPOBATh COKpallleHHs. Mul mpeamno-
JIOXKHJH, YTO B YCJIOBHSX HaTpHeBOro AeduluuTa B KJIETKE IpO-
HCXOAHT Jydwiasi cop6uusi KaJabliusg H €ro BBICBOGOXKAeHHe IpH
Jenonsipusauud yxynpuiaercs. JleficTBUTeNbHO, B TUIEpHAaTPHEBBIX
pacTBopax nojabJsiiolllee NeHCTBHe TETPOLOTOKCHHA HpPOSABJIAETCS B
MeHblleH CTeNeHH MHJAH BOOOLE OTCYTCTBYeT, CHCTEMAa CTaHOBHUTCSH
6oJiee yCTOMYMBOM K BBICOKOYACTOTHOH ctumynasuud. HaoGopot, B
THIepKaJbliieBbIX PacTBOpaxX NOJaBJeHHE 3JEKTPUYECKOH H Mexa-
HHYECKOH AaKTHBHOCTH IIOJ BJHSHHEM TETPOXOTOKCHHA HAacTymaeT
paHblle U BbIPaXKeHO cUJbHee. B CBSI3H ¢ 3THM MOXKHO CYHMTATh,
49TO MHOKapA <«HYXAaeTcs» B NMEPHOAHYECKOM NOCTYMJeHHH HOHOB
HaTpus. B ero orcyTcTBHH 3JeKTPOMEXaHUYECKOe COIpSIKEeHHe
Hapywmaetcsi. BepossTHO, B MoJsuameM cepAie NpH OTHOCHTENbHOM
neduuuTe HATPHUS afpeHaJuH OoJiblle, YeM NPH PHUTMHYECKOH nes-
TeJbHOCTH, YBEJTHYHBAET NOIJIOIIEHHe U cTeneHb cBsa3biBaHusa Catt B
CapKOIJIa3MaTHYECKOM DETHKYJIOMEe HJIM ero 3KBHBAJeHTax.

ATOT BHIBOJ MOATBEPXKAAETCS HAIIMMH 3KCEPHMEHTaMH ¢ HOBO-
KauHOM. Bo MHorom BJHsIHHE HOBOKaWHa HamnoMHHaeT 3(deKT
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Puc. 4. BnusHue ajpeHasHHa Ha 3MEKTPHYECKYIO H Me-
XaHHYECKYI0O aKTHBHOCTb B PacTBOPe C HOBOKaHHOM.

a — noTeHUHaJ bl AEHCTBHS H COKpallleHHS B HOPMaJIbHOM pac-
TBOpe; 6 — HOBOKaMH 1+ 10 3 M, 21 muH; 8 — anniuKauus agpe-
HaauHa (1-1075 M) Ha ¢doHe HOBOKaHHa.

TEeTPOJAOTOKCHHA: 3aMeJJisieTcsi CKOPOCTb OBICTPOH Aeno/spU3allvHy,
YMeHbIIAaeTCsd COKpaTHMOCTb. Ha (¢oHe BBIpaXKeHHOTO HAeHCTBHS
yIKe I0cje HecATH CTUMYJoB Ha yactote 0,5 cex—! u Bblme HabJi0-
JlaeTcs TOXAaBJeHHe MNOTEHIHasNoB HelicTBUSA. BoccTaHoBJeHHE BO
BpeMsi naysbl HJIeT KpalHe MeIJIEHHO — CcnycTss 3—5 mur nocie
CTHMYJISIIIMM MHOKapJ OTBeYaeT JIMIIb OXHUM <«IIOJTHOIEHHBIM» IIO-
TeHLHAJIOM NeHCTBHS, 3aTeM CJeAyI0T abOpTHBHBIE MOTEHIHAJb qeH-
cTBUA (puc. 4). YKasaHHble CABUTH MOTYT GHITb CBA3aHH ¢ JedH-
IIUTOM HATpHsl, NOCKOJbKY alCOJMIOTHAsI BeJUWYHHA OOGJIerdeHHs], KO-
TOPYIO MBI CBSI3BIBAJIH C «HAKOIVIEHHEM» HOHOB HAaTpH{, B pacTBOpe
C HOBOKAaWHOM [ajfaeT, XOTSl BPeMeHHOH Xox OO6JIerYeHHsT u He
MeHsieTcsl (OTTOK HaTpHsi He H3MeHseTcsi). AApeHaJuH B pacTBOpe
C HOBOKaMHOM BPeMEHHO YBeJHYHBAeT COKPaTHMOCTb, NJHTEIbHOCTDH
MOTEHIHa/N0B AeHcTBUA, HO (hasa OBICTPOl AenoJisipu3allu He BOC-
CTaHaBJIUBAETCH.

DTo emle pa3 MOATBEPXKAAET, UTO BJIHUSHHE aJpeHaNWHAa peasiu-
3yeTcs uyepe3 MeJJieHHbIH KaHan. OQHaKO HeLOCTaTOYHOCTb (YHK-
LHOHHPOBAHHUS TOJBKO MeIJIEHHOrO KaHajla CKashbiBaeTcsl JOBOJIbHO
OBICTPO, OCOGEHHO NPH BBLICOKHX YaCTOTaX CTUMYJSILHH; HECMOTPs
Ha HaJuYHe aJpeHa/uHa, COKPaTHMOCTb OBICTPO Ianxaer.

OnbITHl ¢ HUCNOJIb30BAaHHEM HOHOB MapraHlla, KOTOpble IIOAaBJSs-
10T KaJbLHeBYI0O INpoHHIaeMocTh [38—40], moaTBEpXAalOT pOJb
HOHOB KaJblUsl B MeXaHH3Me AeHCTBUS ajapeHanuHa. IIpm yMmeHb-
UIEHHOM IOJA BJHSIHHEM MapraHila NOCTYIUIEHHH B KJETKYy HOHOB
KaJIblusl €r0 BHYTPHUKJETOUHblE 3amachl CHHXKAWOTCA. B cBA3H ¢
5THM YMEHbHIaeTCs BeJHYMHA pa3BHBAEMOr0 MEXaHHUECKOro Ha-
npsixeHus. Kak yKasplBajoch paHee, BHYTPUKJIETOYHblE HOHHI KaJlb-
Oust MOT'YT MOAM(HLHPOBATb COOCTBEHHBIH INOTEHIMAJ] MeMOpaHbI.
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Puc. 5. JleficTBHe aIpeHaNHHA Ha 3JEKTPHYECKYIO H COKPATHTE/bHYIO aKTHB-
HOCTb KJIETOK MHOKapia B Cpele, ColepKalleil HOHbl MapraHua.

a — HopMaJsbHBI pacTBop; 6 — 10 M MapraHua; 6 — 0 — nefiCTBHe aApeHaJHHa Ha
¢one mapranua, muH: 6 —3, 2—9, 0 — 15.

ITosroMy neiicTBHE HOHOB MapraHlla, KakK M THUIOKAaJbLUHEBHIX pac-
TBOPOB, MOXHO OLIEHUTb KaK «AeNoJspu3aunuio 6e3 Henoaspu3ainnmn.
C 3THM, BEpOSITHO, CBs3aHbl HabJlofaeMble H3MEHEHHs KOHQUry-
pauMH TOTEeHIHaJoB JAeHcTBHA  (yKopoueHMe (pa3wl  IJarTo,
YMEeHbIIEHHEe aMIUIUTYAB U AJHUTENbHOCTH I[OTEHIHAJOB NeHCTBUS)
u GBICTpOe MOAaBJieHHe COKpalleHHH (puc. b, a, 6). AnpeHajuH Ha
(oHe MapraHna XoTs U yAJHHSET a3y NIaTo MOTEHLHAJNOB HeHCT-
BHS, HO COKPaTHMOCTb NOCJe KPaTKOBPEMEHHOTO YCHJIEHUS MOAaB-
Jsercs elle 6oJsbllie, 4YeM IOJA BJAUSHHEM OJHOIO0 MapraHua (pHc. 5,
6—0). DTO CBUIETEJbCTBYET O TOM, UTO aJpPEeHaJHH B KaKOU-TO
Mepe pas3obIiaeT 3JeKTPOMeXaHHUYEeCKOe COIpSIKeHHe, 3aTpyAHsd
BLICBOGOXKJeHHEe KaJblUs U3 BHYTPUKJIETOUHBIX MECT XPaHEHHS.
KpaTtkoBpeMeHHOe yanuHeHHe (asbl MIATO MOTEHIHAJNOB HeHCT-
BHS M HeOOJblIOe yBeJHYEHHe COKpAaUleHH# MOXKHO HHTEpPIpPeTHpO-
BaTb B PaMKaX <«THIEPHOJSPHU3YIOLIEro INeHCTBUS» aJpeHannHa MU
BO3MOXHOI KOHKYpPeHLUMH afpeHaJHHa C MapraHleM B MeHAJeHHBIX
KaHajaX, a CJaeJoBaTeNbHO, U TNPEXOASLINM YyBenudeHHeM Pca.
B pactBopax ¢ MapraHueM 30HAa MOCJAeNEHCTBUSI YKOPOYEHa TaK e,
kKak o6maerueHue. IIpeAbICTOPHS 3JIEKTPHUECKOR M MeXaHHYECKOH
aKTHBHOCTH MaJIO CKasblBaeTcs Ha MOCJeAylollell AesiTeJbHOCTU
MHOKapAHaabHbIX KJeToK. CienoBele 3¢ddekThl paHee MBI 00BsiC-
HSIJIM OCTAaTOYHBIMH KOHIEHTpPaUUSIMM HAaTPHUs M KaJbLHuf, KOTOpble
He YCNeBAIOT BOCCTAHOBUTHCS K NOCAeNYIOIeMY IHKIY. B ycnoBusax
6J0kafbl MEJLJIEHHOTO KaHaja B KJETKYy MOCTynaeT MeHbllle HOHOB
Catt u Nat, a BciencTBHE 3TOro BHIPAXKEHHOCTb CJIELOBHIX MpO-
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Puc. 6. [lefictBue anpeHa-
JIMHA Ha MOTEHUHaJbl Jeli-
CTBHsI JKeJyNOYKa JsAryll-
KH B 3aBHCHMOCTH OT KOH-
LEHTpallUH HOHOB HaTpHA.

a — HOpMaJIbHbIR pacTBoOp;

6 —rHNOHATDHEBEIt  PacTBOP

(70 M mHatpus); 6 — remno-

HaTpPHEBLIA PacTBOp H ajApeHa-
auH (110735 M).

TleccoB yMeHbinaetcs. ONHAKO IO CUX NOp He $CHO, KaK B YCJIO-
BHAX JelicTBHA Mn++ Mensercsa oTHomenHe Pca/PNa.

VYSCHHUTL pOJb HOHOB KaJ/IbLMsS W HaTpPUsl B MeXaHH3Me JIeHCTBHS
aJpeHaNiHa NOMOIVIM ONBITHI ¢ BapHalldedl UX KOHLIEHTPallMH BO
BHEKJIETOUHOH XKUAKOCTH. WOHBI Kajblus [BOSKO HeHCTBYIOT Ha
COKPaTHMOCTb: BHayajle yBEJHYHBAIOT e€e, a 3aTeM IOAaBJSIOT.
AbddexT agpeHannHa 3aBUCEN OT KOHIEHTpaLMW Kanabnuga. B Gec-
KaJblIHeBBIX pAcTBOpaX aJpeHaJuH He BJIHSJ Ha NmapaMeTphl IOTEH-
LMaJoB JeHCTBUS M COKPATHMOCTb He BOCCTAaHABJMBaJachb; B THIEp-
KaJjbuueBolX (3 MM kanbuus) sddekTol ampeHaSNMHa HalOMHHAJIH
€ro JefcTBue B OOBIYHOM pacTBOPe, XOTS IIPH BBICOKOH 4YacToTe
CTHMYJISIUN Habsomanoch GoJjiee Bblpa)KeHHOE IO aBJCHHE aKTHB-
HOCTH U MeJJIeHHOEe BOCCTaHOBJIeHHe. XapaKTepHO, YTO B THIEPKaJb-
LHUEeBOH cpelle 30HA TMOCJTENEHCTBUS MaJo MEHAJach MPH HU3MeHEHHH
HHTEPBaJa MEXJAY CTHMYJaMu.

B ycnoBusix, Korma 3JieKTpUYECKass aKTHBHOCTb MONABJAIACh
THIepKaJHeBbIM PACTBOPOM MJIM NOHHKEHHEM KOHIEHTpalliy HOHOB
HAaTpHUS B PacTBOpe, afpeHaJHH YaCTHYHO BOCCTAHABJIHMBAJ 3JEKTPH-
YeCcKyl0 aKTHBHOCTb U JeHCTBOBAJ NOJIOXKHUTENbHO (pHC. 6). DTO X0pO-
10 corjacyeTcss ¢ TeM, YTO aJpeHaJHH OKa3blBaeT YCHJIHMBAollee
IeficTBMe B THNONMHAMHYECKHX CepIAlaXx ¥ OTHOCHTENbHO caabo
BJIMsIeT Ha CBEXHe Mpenaparhl.

Takum o6Gpasom, cnocoGHOCTh aipeHajHHa yJayymaTb (QyHKIHO-
HaJlbHYI0 aKTHBHOCTh MHOKapJa CBsi3aHa C H3MeHEHHeM HOHHOH
NpoHUIaeMOCTH MeMOGpaHbl. MBI cYHMTaeM, YTO ONHOBpEMEHHO YBe-
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anunBaeTcsi U Pca U Pna (o6GJeryaercss IpoxoxXJeHHe TOKa 4depes
mennennblii Ca— Na kanana). Eciu HaTpuii B OKpyXKalwollleil cpefe
OTCYTCTBYEeT, TO Ha (oHe ajpeHajHHA OBICTPO CHHXKAETCS COKpa-
THMOCTb. XapaKTepHO, UTO B THIIepPHATPHUEBHIX PAaCcTBOPax alpeHaJsuH
o6najaer 6oJiee «MSITKUM» JIeHCTBUEM — CUJIa COKpalleHHi Bo3pac-
TaeT, HO 3(P¢eKT 4acTOThl BhIpaXeH cjabee; NOJOXKHUTEIbHOE HHO-
TPONHOEe HeHCTBHE NMPOSIBJISETCS U Ha BBICOKHX dacToTax. B Tex cay-
qyagx, KOrja IpU BBICOKOH HacTOTe CTHMYJSIHH aMIVIUTYZAa COKpa-
HIeHU# 1oJ BJHMSHHEM aJpeHaJuHa BCe e yMeHbIIaercs, Iepexof
Ha HH3KYI0 4acTOTy OBICTPO BOCCTaHaBJHBaeT cOKpaTuMocTb. Cie-
JOBaTeJbHO, MOXHO yTBEpXKAaTh, YTO IJ5i ONTHMAaJbHOrO AEHCTBHUS
ajpeHannHa HeOGXOAUMO ONpefiesieHHOe COOTHOIIEeHHe HOHOB KaJlb-
LUl ¥ HAaTpHS.

CyMMupYys CKa3aHHOe Bblllle, MOXHO CIeJaTh BBIBOX, 4TO 3P deKT
ajipeHaJMHa 3aBHCUT OT PHUTMa cepiauebHeHHMH, HOHHOrO COCTaBa
cpefibl W TPEeABICTOPUH MEeXaHHYeCKOH MAesTeJbHOCTH cepAua. DTH
(GakTOophl MOMKHBI YYHTHIBaTbCA B CJAydasdX, KOTJAa NpPHMeHEHHe
ajpeHaJHHa HeOGXOAMMO B JieyeOHBIX LeJsX, NPH HCCIeNOBaHHH
IeHCTBHS €ro B sKcnepuMeHTaXx. KpoMe Toro, nmpuBelleHHEIE NAaHHbIE
CBHJIETENIbCTBYIOT O BaXXHOCTH KOHLEHTDAllHM HOHOB Yy BHYTpPEH-
Hell MOBepXHOCTH MeMOpaHBl B peryJsluH 3JeKTPHYECKOH H MeXa-
HHYEeCKOH aKTHBHOCTH PUTMHYECKH paboTalollero cepiua.
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AKAJEMHUA HAYKCCCP-YPAJIBCKHUN HAYYHBIAILEHTP

KJIETOYHBIE MEXAHU3MBbl PETVYJISIUHUHM COKPATMMOCTH MHOKAPIA 1974

B.I. TKAYEHKO

BJIUAHHUE AJPEHAJIMHA HA XPOHOUHOTPONHIO
NPEACEPAHHA U )XEJNYAOUYKA YEPEINAXH
(Testudo horsfieldi)

MHOrouYnc/IeHHBIMH HCCIEIOBAHUAMH BBISIBJIEHb TIJy6OKHe pas-
JHYHS B 3JEKTPOMEXaHHYECKOM CONPSXKEHHH B MHOKapAe IKHBOT-
HbIX, CTOSIIIHX HAa pa3HBIX CTYNEHAX 3BOJIOIHOHHOIO DPa3BHTHSA
[1—4]. 3t0 mposiBasiercss B XapaKTepe 3JMeKTPOreHe3a, BPEMEHHBIX
COOTHOIUEHHSAX 3JIEKTPHYECKOH M MeXaHH4eCKOH AaKTHBHOCTH, CTe-
feHH Pa3BHTOCTH M OPraHH3allMH BHYTPHKJIETOUHBIX KOHTPAKTHJb-
HBIX CTPYKTYpP 4 T. A. [4—8]. HeomHoponHbl H (QyHKUMOHAJbHbIE
CBOHCTBA HpEACEPAMi M KEJYHOYKOB ONHOro XKHBOTHOro [9—11].
OnHaKo CcONOCTaBHTb  3JEeKTPOMEeXaHHYecKoe CONpsikKeHHe B
pPasIHYHBIX OTHeNaX MHOKapAa TPYHAHO, TaK KakK CBS3b BO30Oyxie-
HHe — COKpallleHHe HJIH ApPYrue acnekThl (YHKIHOHHPOBaHHUS H3Y-
4aJH Ha KaKOM-TO OLHOM M3 OT[eJOB cepAlla M B PasHbIX 3KCIepH-
MeHTaJbHBIX YCJIOBHSAX (HMOHHBI cOCTaB Ccpelbl, TeMIleparypa,
yacrtoTa pasjpaxeHus u T. O.). CnenuajbHble HCCIEZOBAaHHS IO
CONOCTaBJIeHNI0 (PH3UOJOTHYECKUX CBOHCTB IpeHCcepAHd U KeayAod-
KOB, 0COGEHHO 3JIEKTPOMEXaHHYeCKOro CONpSXKeHHS, OTCYTCTBYIOT.

B pesyibTaTe mpefBapHTeNbHBIX NMOMCKOB HaMM Oblla NPHHSATA
pabouass rumotesa, 4To HaOGJIOJalOIiMecs] OTJIHYHMS B peaKUHX
npefcepAuii U XKeJyAouKa (IIOMHMO NPOYHX (AKTOPOB) MOTYT GHITh
06YCJ/IOBJ/IeHbl COAEepPIKAHHEM IHIOTEHHBIX KaTeX0JaMHHOB. Mul mpen-
IOJMIOXKMUJIH, YTO KaTeXOJaMHHBI, BJHSIS Ha NPOHHIAEMOCTb NOBEpX-
HOocTell MeMOpaHBI, CTeNeHb CB3bIBAHHA KaJblUA B 3JeMeHTax
CapKoIMIa3MaTHYeCKOTO PEeTHKYJNIOMa, a TaKXe Ha OOMeHHble Ipo-
Heccol, fABJASIOTCA MOAHM(DHKATOPOM 3JIeKTPOMEXaHHYECKOH CBS3H
B MHOKapJe.

Cepaue mo cnocoGHOCTH CBSI3BIBAHHS KATEXOJNaMHHOB CTOMT Ha
OIHOM H3 mepBBIX MecT B opranusme [12, 13]. KonueHnrtpauus xare-
X0JaMHHOB B CeDAEYHOH TKaHH 3aBHCUT OT 3aXBaTa HX H3 IHUPKY-
JHDYIOIlefl KPOBH, CHHTe3a M BbINEJEHHS H3 CHMIAaTHYECKHX HepB-
HBIX OKOHYaHHA M OT 3KCTpaHeHpOHaJbHOro oTioXeHusi [13—15].
B nocniennee BpeMsl NOSIBUIHCH CBEJEHHSI O CBSI3H MEXAY CHMIIATH-
YecKOH HHHepBalluell OTHEJNOB cepAlla M COAEPKAHHEM B HHUX
KatexonaMuuoB [16, 17]. Tak, B cepaue KypuHOro sM6pHOHa MOSIB-
JIeHHe HOpaJpeHaJHHa IPOHCXONUT Ha INECTON HeHb, UTO MO BpeMe-
HH COBNaJaeT C YCTAaHOBJEHHEM €ro CHMIAaTHYECKOH HHHepBalHH
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Puc. 1. IMoTenuuan meiicTBus

M COKpallleHHe XeJyJaouka (a)

u npencepaus (6). Kamu6pon-

Ka 110 #6, oTMeTKa BpeMeHH
100 mcex.

[18]. Cumnatuyeckas rumepHHHepBallusi OpraHa, BbI3blBaeMas
BBeleHHeM ¢akropa pocra HepBHO# Tkanu (®PHT), pesko nosbi-
IIaeT KOHLEHTPALHMIO KaTeXOoJaMHHOB B OpraHax [19]p, NpH 3TOM
CHHXKAeTCsd YYBCTBUTENBHOCTb NOCTEIHHX K [eHCTBHIO HOpajpeHa-
JauHa. CHHXeHHe cOIepKaHHs HOpaJpeHalHHa B OpPraHax 3aKOHO-
MEDHO CONPOBOXKIAETCS MOBLIIIEHHEM HX YYBCTBHUTENBHOCTH K KaTe-
xonaMuHam [20]. OxHako, HeCMOTpPsI Ha MHOTFOYHCJIEHHBIE HCCIENO-
BaHMS, 3HAUEHNe KaTeXOJIaMHHOB B JAeATeJbHOCTH MHOKapia oOcTa-
ercsi HesicHbIM. He SiCHBI TOuKa NpPUJIOXKEHHUS] HX AEHCTBHsI B KJeT-
Ke, HOHHBbIE [IPOIIECCHl, Yepe3 KOTOPble OHH ONOCPEAYIOT CBOe BJIHSAHHE
Ha COKpaTHTeJbHBEIE 3JIEMEHTHI KJETKY, BO3MOXHOe 3HayeHHe B
371eKTPOMeXaHHYECKOM CONPSIKEHHH.

B Hacrosiieli paGoTe mnpennpHHATA IONBITKA BBHISICHUTH DOJb
aJpeHa/IMHA B PeryJslUH 3JeKTPOMEXaHHYECKOro COIPSKEeHHs PHT-
MHyeckn paGoramouiero MHOKapia npeicepAuil M Keaydoyka
yepenaxd. OcHOBHOe BHHMaHHe o0pallajy Ha H3y4eHHe 3aBHCHMO-
CTH CHJIBl COKpallleHHH OT pHTMa cepAlue6GHeHHUH, TaK KaK YCTaHOB-
JeHo [20—22], uto yacToTa cepAaueGHEHHH — BaXKHBIH PeryJsTop
COKPaTHMOCTH H MOAYJATODP 3JeKTPOMEeXaHHYeCKOro CONpPSIKEeHHs.

Cepaue uepenaxu, B OTJIHYHe OT GOJBUIMHCTBA Ceplell APYTHX
)KUBOTHBIX, HMEIOIIHX B OCHOBHOM CHMIATHYECKYI0 HHHEePBaIHIO
npefcepAuil ¥ BEHO3HOTO CHHYca, obaafaer 60raTofl cuMmaTHYecKOH
HHHepBallWell Xeslylouka. DTo mpeAnoJaraer G0JbIIyI0 KOHLEHTpa-
IIMI0 KaTeXOJaMHHOB B HeM.

Pasnuuusi mexnay npeicepAHsIMH M KeJyJOYKOM BBISBJASIOTCS
llaxke TIPH COINOCTaBJEHHH BPEMEHHOI'0 XOJa OXMHOUHBIX COKpalle-
HUH M INIOTEHIMAaJOB. JeHCTBUS, B3SITHIX HAa PeNKOH 4acToTe CTHMY-
asnun (puc. 1). B Keaynouykax NJIHTENbHOCTb NMOTEHLHAana AeHCT-
Busi cocrasasier 1,0—1,2 cex, B mpemcepIusax — npHOGIH3UTENBHO
B 2—3 pa3a kopoue. [Torenunansl pefictBust no ¢popMe B 3THX OTHE-
Jax MoJOGHH ¥ HAaNOMHHAIOT TAKOBYIO B XKeJayAouke jaarywku [23]:
uMeeTcsl YeTKO BHIpaXeHHas ¢asza miarto, mnepexoxsiuias B ¢asy
KOHeYHOH penossipu3anuu. B 1o XKe BpeMs mo ¢opMe moTeHLHAJbI
HNeHCTBHSI B NpeACepPAHSX U XKeJyJOuke dYepenaxu OTIHYAIOTCA OT
ceplell HEKOTOPHIX MJEKONHTAKWIHX, Y KOTOPHIX B IpelcepAHsX
(hasa maaTo BHIpaXKeHa HEYETKO, a penossipudalys Nagaer IOUYTH
10 3KCNOHEHIHaNbHOH 3aBHCUMOcTH [24, 25].

JlnuTenbHOCT COKpallleHHst B NMpeAcepAHsiX N0 BPeMeHH COCTaB-
aser 1,1—1,2 cex, B xeaymouke — 1,8—2,0 cex. MakcuManbHas
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CKOPOCTb YKOPOUEHHs BHIILE B NpeacepAuax,
yeM B XKeJNyIOuKe, TOTAA KaK CKOPOCTb pac-
cnabiaenus Builie B nocaenHeM. OTHOlIeHHe
¢asn pasBHUTHS HanpsiKeHus kK (ase pac-
cnabneHuss B nNpeicepausix  COCTaBJseT
0,4—0,45, B xenynouke 1,1—1,2, Buaumo,
CKOpOCTb CBSI3bIBaHHSI (MJH BHITaJKHBaHUS
N3 KJETKH) KaJblUus BHIUe B XKeJyNOouKe,
yeM B npejicepausix. B sroft cBssu caenyet
YIOMSIHYTb, YTO ajpeHaJMH YCKOpsieT pac-
cnabieHye B KJeTKax MHoKapna aMbubui
Puc. 2. 335“0"“0“‘; aM- [96] u maekonutaomux [27].
?fﬁ?{i:‘ &‘i"ﬁaﬁ%ﬁ'ﬂepﬁ‘ﬁ CyluecTBEHHBIX pasJUyYUil MeXJy mpa-
(2) or nepuoxa ctumyas- BbIM H JIEBHIM NpeNCEpPAHSIMH B OTHOIIEHHH
uun. 3a 1 NpHHATA aMIM- BPEMEHHBIX XapaKTEpPHCTHK IOTEHIHAJIOB

Tyna npH t=10 cex.  peficTBHI M COKpALEHHUI He BBISIBJIEHO, XOTS

yTBepKIEeHHEe O TOJHOM OTCYTCTBHH TaKMX
pasauuyuMil npexkineBpeMeHHo. B nanbuefimeM Mbl OyleM TOBOPHTb
«Ipejcepiue», MOHUMAas IPH 3TOM YCJIOBHOCTb Halllefi 3KCTPamoJs-
uuH. BoNBITHHCTBO ONBITOB MpOJENTAHO HA JIEBOM NpeACepAUH BBHAY
TOrO, YTO B NIPaBOM TPyIAHee H30GaBUTbCH OT CIOHTAHHOH AaKTHB-
HOCTH.

XapakTepHoe CBOMCTBO cepAlla B LeJOM H pa3HbIX €ro OTAe-
JIOB — 3aBHCHMOCTb CHJIBl COKpallleHHH OT 4YacTOThl cepAlle6HeHui
[27, 28]. B npencepaun u KesdyLouKe YEpenaxdH C yMEHbLIEHUEM
nepuofa pasuapaxenus (or 10 mo 1,5—0,8 cex) cuna coxpamieHuit
nagaer (puc. 2). OxHako Ha 3TOM aHaJsorusi KoHyaercs. B npeacep-
AUSIX 3aBHCUMOCTb CHJIBI COKpAIlleHHH OT 4acToThl 6oJiee KpyTas.
Pa3nuuns Ha Bcex mepHoAax CTaTHCTHYECKH AOCTOBepHHL. YacTOTHO-
33aBUCHMYIO HHOTPOIHIO MOXHO OOBSCHHTb HIBOSKO. Bo-mepBbiX,
najieHHe CHJbl COKpallleHH# oO6YCI0BJEHO, BHIHMO, YKOPOUEHHEM
IJUTENbHOCTH NOTEHIHAJIOB AEHCTBHS C yBeJHYEHHEM YacTOThl CTH-
myasuuu [29—30]. AunasnoruyHoe siBleHHe OGHapyXeHO HaMH B
XeJynouke cepAua yepenaxu (puc. 3). YKOpOUeHHBIM NOTEHLHAJNaM
JefiCTBHS COOTBETCTBYET MEHbIIMH 3a-
6poc (unH BHICBOOOXKIEHHE) HOHOB
KaJabUis. Bo-BTOPHIX, MOXKHO Npenano-
JIOXHTb, YTO TNPH BO36OYXKIEHHH uYa-
CTHYHO pacXOAYIOTCS 3amachl aKkTHBa-
TOpa, KOTOphle MOMOJIHAIOTCS BO BpeMs
nuactoabl. Kunernueckue oco6eHHOCTH
XPOHOMHOTPONIHH  CBHIETEJbCTBYIOT,
4TO B XKeJAyNOyKe uyepemaxu <«pabo-
TaeT» NepBHl MeXaHH3M, TOTAA KAK B pu. 3 ameHenHe moTeHLHA-
Hpeﬂcepﬂﬁﬂx—BTOpOﬁ (H TOJIBKO IPH Ja HeHCTBHS M COKpaUIeHHs
OYeHb MaJabiX MNepuoAax pa3ipaxe- :Keaylouka HpH mepexole C
HHSL — JOTIOJIHUTEJNbHO TIepBhI). DTo  MaJjoH '*aCT%TH Pa3ipaxeHus
N0JI0KeHHe OCHOBAHO Ha CJEAYIOLLeM. Ha 0OBUIYIO.

L, cex

131



B npencepausx IJIHTENbHOCTb MOTEHIUA-
Jla NeHCTBHUS 3HAUUTEJNbHO KOpOUE, YeM B
)KeJynouKe. YKOPOUEHHBIM NMOTEHLIHANaM
IefCTBUA COOTBETCTBYET MeHbIIasi 30Ha
nocieneiictsus [31], T. e. MeHbluee BaHUS-
HHe [peAllecTBYIOLIel 3JeKTpUUeCKOH
aKTHBHOCTH Ha nocjenymooinyio. CienoBa-
s TeJbHO, CyXXeHHeM NOTeHIHaJja AeHCTBHSA
5 W 0w MOXHO OOGBSCHHTb YMEHbIIEHHE COKpa-
lgé,cex THMOCTH TOJBKO HPH JIOCTATOUHO GOJIb-
Puc. 4. 3aBHCHMOCTb aMILIH- LHX 4ACTOTax CTHMYJIALH.
TN mEpBOTO  CoXpameHHS ATo NOATBEPXKIaeTcsl JaHHBIMH, KOTO-
npencepanst (/) u ®eaymouka Pbl€ TIOJNYYEHBI TIPH H3YYEHHH 3aBHCHUMO-
(2) or mpenmectsylomei nay- CTH CHJBl IIE€EPBOTO COKpalleHHsA TIIOCJIe
bl NpH TNEpHOLEe pasipaXe- [pe[IIeCTBYIOIUHX  [JHTEJbHBIX Iay3
Hnﬂnﬁug;{f:p ; Fi’;gﬂzgxﬂ' (puc. 4.) B npexncepausix ¢ yBeJHueHHEM
JUINTEJbHOCTH Nay3bl COKPATHMOCTb BO3-
pacTaeT (noTeHUHaLHs MOKOeM), B XKeaynouke — nanaer. O6 ymeHb-
IIEeHHH 3aMacoB aKTHBATOpa B NpeNCepAMAX mocle BO3OYXKIEeHUS H
TONOJIHEHHH €Tr0 KOJIHUeCTBa B [HACTOJIE€ CBHUAETEIbCTBYET U NepeXo/-
HBIH NIpOIlecc, BO3HUKAIOWIMK B poliecce CTUMYJISIIUY TI0CJIE OCTaHOB-
KM cepAla. 31ech CHJia COKpallleHHs ¢ YBeJHYEHHEM HOMepa pasfpa-
Kalolllero CTUMYJa yMeHbmiaercss (oTpulartenbHas JectHuua). Ilpu
TOM 2Ke IepHoJie CTHMYJSLHH, HO C YBeJHUeHHeM NJIHUTEeJbHOCTH Nay-
3Bl TMIPOHUCXOJUT KaK Obl mapaJsiesbHbId cABHr KpuBbIX. CTaunuoHap-
HbIA YPOBEHb YCTaHABJIHBAeTCs TeM MO3Ke, ueM OoJblie Gbliia naysa
MeXHy cepusiMd. B kenynouke Habuaromaercss o6paTHas KapTHHA.
XoTs u 3mecb NpH nepuonax, MeHbliux 10 cek, oTMeuaeTcsi «HHCXO-
AAuasi» JIECTHHLA, HO XOX e€e HHOH, YeM B IpencepausX,— TOJbKO
BTOpOe COKpallleHHe B IIepexXOJHOM Ipoliecce MeHblle IepBOro, a 3a-
TeM, KaK IPaBHJIO, CHJIa COKPalleHHH oueHb MeJJIEHHO (4acTo B KoJe-
6aTeNbHOM peXHMe) BO3pacTaeT BIJIOTh A0 YCTAHOBJIEHHS CTaIHO-
HapHOTr'O YPOBHSI.

Jo6aBnenne anpexasnuna (10-5—10-5 2/ms) He MEHSJIO HU CUJTY,
HH BpeMeHHble XapaKTepHCTHKH COKpalleHMH (yBeJHdYeHHe CHJIBI
cokpamleHuii He npeBbimano 5—10%). He uameHsuch 4 XpOHOHHO-
TpOnHble (GeHOMEeHBl (XKeJydouyeK YyepemaxH He YYBCTBHTENEH K
angpenanuny). C apyro#t cropoubl, anpeHanun (10-% e/ma) pesko
aKTHBHUDYET COKpaTHMOCTb NpelcepAuii (cuja COKpalleHHH YacTo
Bo3pacrana B 2—3 pasa). JIHTeNbHOCTb COKpAllleHHl HE3HAUHTEb-
HO yMeHblaJach, OJHAKO B COOTHOLIeHHWH (a3 COKpallleHHss OTMe-
YalOTCS CYLIeCTBEHHBIE CIBHTH.

B HOpManbHOM pacTBOpe JJIUTENbHOCTh HANPSIXKEHUs U paccaab-
JeHus: cootBercTBeHHo 0,3—0,32 u 0,8 cex, npu no6aBaeHHH axpe-
HaJHHA COOTHOIIEHHE BpeMsl HanpsiKeHUs — BpeMsl pacciabieHus
npubnuxkaercs k 0,9—1,0 3a cuer yKopoueHHsi BpeMeHH pacciaabie-
HHUSl ¥ He3HAYUTEJNbHOIO YIJHHeHUs pa3BUTHsA HanpsiKeHus. Hanpas-
JIEeHHOCTb H3MeHeHuH TaKoBa, Kak OyATo Obl mpencepaue «npuOJIH-
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XKaeTca» K KeJyHZO4yKaM, I'le COOTHOLIeHHe HalpsiXKeHue — paccaab-
Jenue cocrasaser 1,1—1,2.

Ecnu B Xenynouke ajnpeHajuH He BJHSIET Ha YaCTOTHO-3aBHCH-
MYI0O HHOTPONHMIO, TO B MNpelcepAHsX OH H3MeHSIeT CBSI3b CHJA —
YacTOTa H XOX NEePeXOAHBIX npoleccoB. JIecTHHIa CTAHOBUTCSI MeHee
KPYTO#, 4TO OCOGEHHO BHIpaXKeHO NpH GOJbIIHX NepHOXaX CTUMYJIS-
nau. Kak u B XKedymouke, 6ojibliasi pasHHIIA HMeeTcs MeXIy mep-
BBIM M BTOPHIM COKpalleHHEM, BIOCJIEACTBUH KDUBasl CrIaXKHBaeTcs.
Jo6aBnenne afpeHatvHa K TPeACEPAHsIM YMEHbIIAaeT NOTEHIHALHUIO
nokoeM. [lepexonHblli mpollecc HaUYHHAeT HANOMHHATHL XKeJNYIOYKO-
BRI U B TOM OTHOLIEHHH, YTO IOSABJSETCH IepeXOf HUCXOAAUILEN
JIECTHHLIBI B BOCXOASLLYIO (0COGeHHO NPH GOJbIIUX MEPHOLAX CTHMY-
Jasuuu). MoXHO yTBepxKAaTh, 4TO 06pa6oTka afipeHaJHHOM TIpej-
CepAHs YMeHbIIaeT PasHUIY MEXAY NpeICepHHSIMHU H XKeJTYIOYKOM.

PesepnuHusanus xeaymouka (2 mM), Bemymast K ObICTPOMY
pPacxXolOBaHHIO 3amacoB 3HIOTEHHBIX KaTexoJaMHHOB [32—34],
NoKasasna, YTO aMIUIMTyda COKpallleHHH YMeHbIIaeTcst M Hapsgy
C 3THM H3MeHSIeTCs COOTHOIIeHHe (a3 MBIIIEYHOTO COKpalleHHs:
COOTHOLIIEHHEe BpeMs HaNpsiKeHUsS — BpeMs paccjabieHuss nmpUOJIH-
x)aercs K 0,5 (kenynouek HanoMuHaeT npelcepiue). Takum oGpa-
30M, NpUBeeHHble JaHHbIe YKa3bIBAIOT, UTO Pa3JHUHSI MEXIY Hpel-
CEepAUAMH H XKeJNYLOYKOM Yepemaxu MOTYT ObITb OOYCJOBJIEHEI
colepKaHHeM 3HIOreHHBIX KaTeXOJaMHHOB, KOTOpble MOLYJIHDPYIOT
3JeKTPOMeXaHHYecKoe CONpsXeHHe pUTMHYEeCKH paboTalollero
MHOKapja.
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AKAJEMUAHAYKCCCP.YPAJIBCKHHN HAYUHBIMLUEHTP

KJIETOYHBIE MEXAHM3MBl PErVJgUUHN COKPATMMOCTH MHOKAPIA 1974

B. B. TOPEAYEB

CPABHUTEJBHOE U3YYEHHE XPOHOHWHOTPONMHH
B PA3JIMYHDBIX OTAEJIAX MHOKAPJIA

Psjgom HccineroBaHH# NMOKa3aHO, 4YTO PUTM CepIEYHBIX COKpallle-
HUH — BaXKHbI (akTOp peryJslMHd COKPaTHMOCTH MHOKapiaa, KOTo-
pHlil ompefnensier XapakTep HefcTBUS MHOTHX (apMaKOJOTHYeCKHX
BemlecTB [1—4]. 3aBucuMOCTb CHJIBI COKpalleHHH OT YacTOTHI
cepAleGHeHHH ToONyYnaa HasBaHue XpoHomHoTpomuu [5]. OmHako
IO CHX IIOpP He H3y4YeHbl XPOHOHMHOTPONHBIE XapaKTEePHCTHKH B pas-
JIHYHBIX OTAeNax cepAlla OZHOTO XKUBOTHOTO, XOTSl MMeeTcs JOCTa-
TOYHO OOJIBIIOE KOJIHYECTBO HCCIENOBAaHUH CBOHCTB pPasJIHUHbIX
KaMep mopo3Hb. COMOCTaBUTh JLaHHbIE SKCIePHMEHTOB Pa3HBIX aBTO-
POB, NpOBeJEeHHBIX B Pa3JHYHBIX YCIOBHAX (COCTaB cpefbl, TeMIe-
paTypa, OKCHreHallHsl, COCTOSIHHEe XKHBOTHOTO H JAp.), TPYAHO —
napaMeTpbl XPOHOHMHOTPOINHM OYeHb YYBCTBHUTEJIbHBl K HEKOTODBIM
U3 HUX.

Bonpoc 0 BO3MOXKHBIX PasjJHYHUAX B 3aBUCHMOCTH CHJBI COKpa-
UIeHUH OT 4acToThl cepAlle6HeHMH OBIN NOCTaBJEeH HaMH B CBSI3H
C TeM, YTO B HacCTOfIllee BpeMs HaKaI/IMBalOTCS JaHHble 00 HOHHBIX,
«MeTaboUYecKuXx», Mop(dosoruyeckux ocoOeHHOCTAX MpelcepaHOH
W JKeJYLOYKOBOH TKaHU. TaK, KOHLEHTpalHs BHYTPHUKJIETOYHOTO
HaTpus B IlepecueTe Ha BOJY BOJIOKHA BHIIe B NpeACepoHsiX, YeM
B XKeJNylodYKax, TOrJa KaK KOHLEeHTpalUus Kajusi Ha | 4 BHyTpHKIe-
TOYHOH BOIBI BhIIE B XKeJNYINOYKaX, ueM B mnpencepausix [6, 7]. o
HeKoTOpHIM naHHbIM [8], mpaBoe mpexcepaue GyiiBosa COXEPIKHUT
MeHbllle KaJusi U 6oJbllle HATPHUs, YeM JIeBOe; aHaJOrMyHas KapTHHA
OTMeyaeTCs] W B KeJYNOYKaX, HO pa3JIHUYHsI MeEXIY NOCIeIHUMH
HeBeJUKH. B cepane Kpblc, KOueEK, co6aK H KPOJHKOB KO3(p(hUIHEHT
OTHOLIEHUS] KaJjHus K HaTpHIO JAJs NPaBOro W JIEBOTO Npeacepiauit
0,66 u 1,2 coorBerctBenno [9]. KpoMe Toro, cepaua uMeroT pasiany-
Hble CKOpOCTH OOMeHa KaTHOHOB ¢ BHeluHe#l cpemoit [10, 11].
BepositHo, pa3nuuusi B CKOpOCTSIX o6MeHa KaTHOHHOro ¢oHma 3Ha-
YUTEJNbHO 3aBUCAT OT BHYTPHKJIETOYHONH OpPraHH3allHH.

DIeKTPOHHOMHKPOCKONHYECKHMH U THCTOXHMHYECKHMH HCCIENO0-
BaHUSIMU NOCJAeZHUX JeT I0Ka3aHO CYLIECTBEHHOe pasjiuiue B TOH-
KON CTPYKTYPHOH OpraHH3allHM KJIETOK COKPAaTHUTEJIbHOr0 MHOKapna
npencepauii u xenynoukos [12]. Psix nanubix [13—14] cBumerens-
CTBYeT, YTO MeTa00/MH3M B NpeACEpAHSX H XKeAyHOouKaX pasjuyeH.
Tak, mokasaHo, YTO HMeeTCs CYIeCTBEHHasi Pas3HHIA B NOIJIOLIEHHH
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FJIIOKO3bl NPEeACEepAUSMH M KeJYyHLOYKaMH KpPOJHKa — Ha aTpHalib-
HbIX Cpe3ax OHO BbIlle, YeM B KeJyldouykax. B mpemcepausax GoJee
BBICOKAsl CKOPOCTb OKHCJIEHHSI IVIIOKO3Bl, HO IPOLYKLHS JaKTaTta
Bblllle B KeJayHoukax. PacmienseHne riMkoreHa u IVIIOKO3bl Hau6o-
Jiee BbIpaXKeHO B JieBoM mpepacepaud. Camasi HH3Kasi CKOPOCTb pac-
LIeNIeHHsT TJIIOKO3bl OTMeuaercss B npaBoM mnpexacepAud. ITokasana
TakKe pa3HHIA B NOIVIOUIEHHH KHCJIOPOLA MeXJAy pasHbIMH KaMe-
pamu cepaua [15]. Ha ocHoBaHHM NpHUBEZEHHBIX NAHHBIX MOXKHO
OBIJIO alNpHOPHO NOJaraTh, YTO YKa3aHHble OTJHYHUA MOTYT OBITh
NPUYUHON HEOJHHAKOBOH peaKIHH IpefcepAud H XKeJyHAOYKOB B
OTBeT Ha M3MeHeHHe YacCTOThl cepAlebueHu.

OG6GBEKTOM HCCAENOBaHUs SBJAsJCA paGoudii MHOKaph IpaBoro
H JIEBOI'O KeJYILOo4KoB (mosiockd BecoM 15—20 me), mpaBoro u Jae-
BOro mpexacepAuii (mosocku BecoM 10—I15 me) HeGepeMeHHBIX KphIC
BecoM 170—240 e. Ilpenapar noMemaJcsi B paGouylo KaMepy ¢ mpo-
TOUHBIM pacTBOPOM cJaeayiomero cocraBa, B mM/a: NaCl 137,
KCl 2,7, NaHCO; 12,0; NaH,PO, 1,8; CaCl, 2,7; MgCl, 0,5;
raoko3a — 5,5, pH 7,4, temneparypa 25°C. Aspauuio pacrtBopa
npousBoauian cMecbio Op+CO,; MexaHHUECKYI0 AKTHBHOCTb perH-
CTPHPOBAJK MEeXaHOTPOHOM B H30METPHUECKOM DeXKHMe, JeKTpHuue-
CKYIO OTBOJH/IH BHYTPUKJIETOYHBIMH MUKpO3JekTpogamu. [Tocie 35—
40-MUHYTHOTO Nepuoda «CTaOWIW3aluM» Ipenapata INPH peLKoH
yactote crumysasunn (0,2 cex—') HauuHaau 3KcnepumeHT. Kpute-
pueM «crtabuan3alliu» Ipernapara SBJISJIOCH IOCTOSHCTBO aMILIHTY-
ol cokpauleHuil. JIns u3yyeHuss XPOHOHHOTPOIIHBIX XapaKTepPHCTHK
Pa3JHYHBIX OTHEJOB CepJla Mbl HMCIOJb30BAJH NJIUTENbHYIO CTHMY-
JSIMI0 Ha Pa3JIMUHBIX YaCTOTaX PasgpaKeHHsi, MEeTOJ] 3KCTPacHCTO-
JINYECKOro BO3OYXKIEeHHS W H3yyYaju BJHSHHe IpeAlIecTBYIOLIEH
naysbl Ha COKPAaTHTENbHYIO aKTHBHOCTD.

Paznnunsi Mexny OTHeNaMH BBISBJISIOTCS YXKe IPH CONOCTaBJle-
HHY BpeMeHHBIX XapaKTEPHUCTHK COKpalleHHs — IJUTEeNbHOCTb CO-
KpallleHus B XeJyldouykax B 2—3 pasa Bblllle, 4eM B NpeicepAHsX.
O6pamiaer Ha ce6s BHHMAaHHe, YTO BpPeMSI YKODOUEHHS MeHbllle
BpeMeHu pacciabiaenus. [Ipu mepecuere cuibl, pa3BuBaeMoOH Ipemna-
paToM Ha eIHHHIY Beca, 0Ka3aJioch, YTO HauboJiblias CHJIa IPHXO-
IUTCS Ha MpaBoe NpeficepAne, HAUMeHbLIAS — Ha JIeBbIH XKelyAouekK.
Pasnnune MeXIy NpaBBIM KeJAYNOYKOM M NpPaBbIM IIpefcepAueM
CTATHCTHYECKH JOCTOBEPHO — B NpENCEpPAMH 3Ta BeJHYHHA OGoJblle.

AHanu3 YCTaHOBUBINMXCS 3HAYeHHH aMIUIMTYABl COKpalleHHH
IPH pasjJHYHBIX PUTMax cepAlleGHeHUH TNOKasaJj, 4TO BO BCeX OTHe-
JlaXx cepAla KpbIChl OHA YMEHbIIAETCS C POCTOM HacTOTH pasipaxe-
Hus (puc. 1). Xoras ¢opma cBSI3M ONHHAKOBA B IpPEACepAHAX H
KeJyNoYKax NPaBOrO H JIeBOrO cepAlla, cJeAyeT OTMETHTb, UTO
HauboJsee KpyTasi 3aBHCHMOCTb CHJIbI COKpAallleHHs OT YacCTOThl OTMe-
YyaeTcs B NPaBOM JKeJyJO4YKe, a HaHMeHbllas — B JIeBOM IIpeficep-
nuu. C pocroM yactorhl (Hauuuas ¢ 30 yd/mun) ONHOBpPEMEHHO
¢ MajleHHeM aMIIHTYAbl OAHHOYHBIX COKpAIlleHHH pacTeT OCTaTOYHOE
AHacTOJHYeCKoe HalpsixKeHHe, KOTOpoe HauGoJiee BHIPAXKEHO B XKe-
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Puc. 1. 3aBucumocrb cTauuoHap-
HHIX 3HaYeHHH aMIJIUTY bl COKpa-
INeHHA OT PHTMa cepAueCHEeHHl.
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1— neBoe npeacepmmEe; 2 — npasoe
npeacepane; 3 — JieBHRt Kenynodex;
gt 4 — npaBHR KeJNYAOUEK; 5 — QHACTO-
T JIHYeCKOe HampsiKeHHE IKeJYMOUYKOB;
| 6 — nuacTonHYecKoe HanpsiKeHHe

7 30 560 120 160 240 mecxoe
Yacmoma pumud, Y3/meH

JyloYKax (pasJHYMi MeXAYy NpaBbIM H JeEeBBHIM XeJyJ0ouKaMu B
3TOM OTHOLIEHHH He BHISIBJEHO). JlmacTonnueckoe HampsiKeHHe Ha
TOM yPOBHe COXpaHseTcs JO TeX IOp, NOKa NPOAOJKAaeTcs CTHMY-
JISIIHS Ha NaHHOH yacToTe (HapacTaHHE ero Imocje Iayssl IPOHCXO-
IHT JOCTAaTOYHO OBLICTPO, TOCJE BBHIKJIIOUEHHS CTHMYJSLHH TOHYC»
MelJIEeHHO BO3BpalllaeTc K HCXOLHOMY YPOBHIO). XapaKTepHO, YTO
H B JXeJyIOuKax, H B IpelcepAusX HanGojee KPyTO JHACTOJHYECKOE
HanpsiKeHHe yBeJHYHBaeTcs npH putMe Boime 120 yd/mun (vacrtora
cepaueOueHHll Yy KPBHIC NEPEN ONMBITOM JIEXHT B 3TOM JHala3oHe).
Cnenyer OTMETHTb, YTO B INpelNCcepAMAX MaKCHMaJbHOE 3HayeHHe
TOHyca HaOJofaercd INpH 4YacToTe cephuebGuenuit 180 yd/mun.
B Xenymoukax ¢ pocTOM 4acTOThl (B HCCIE€LOBAHHOM JIHamnasoHeE)
TOHYC HEYKJIOHHO pacrerT.

ITpu oueHb BHICOKHX yacTOTax pasfpaxkeHus (Buime 300 yo/mun)
NOSABJSAETCH ABYXTAaKTHasl aJbTePHAIWS COKpalleHHH. DTO KOppeaH-
PYeT C ajbTepHalluel O aMIINTyle NOTeHIHana AeficTBusi (pHuc. 2).
Menee Bcero ajbTepHanusi BhipaXceHa B IpemapaTax NpaBOro xe-
JyIOYKa, HauboJjiee YeTKO — B JIEBOM IIpelCEPAMH H JIEBOM XKeJy-
IouyKke (B TOC/TeNHEM OHa HauuHaercd mpH purMax 180 yd/mun).
Ilpn putMme pasmpaxkeHuss Bbime 240 yO/mun MeXaHUYECKHH OTBET
MHOKapJla BO BCeX Ipenaparax HamOMHHaeT KapTHHY MeJako3yGua-
TOrO TeTaHyCa CKeJeTHOH MBILIIEL.

OnHOBpEMEHHO C YMEHbIIEHHEM aMIIUTYAbl COKpalleHH# mnpu
YBeJIHYEHHUH YacTOThl CTHMYJSALUH NPOUCXOAUT YKOPOUEHHe BpPeMeHH
pPasBHUTHS HaNpsXKeHHs (TOrZa KaK JIJIHTENbHOCTb paccaalbieHHs
NPAaKTHYECKH MaJO 3aBHCHT OT 4acToThl). OQHAKO IJIHUTENBbHOCTD
YKODOUEHHSI H3MEHSIeTCS MEHblle, YeM aMIJIMTYHa COKpalleHHs, TaK
4TO CKOPOCTb Pa3BHTHS HaNpPsIXKEHHS C POCTOM YacTOThl YMeHbIIaer-
cs. YKasaHHble H3MeHEHHS] HaGJIIORAIOTCI BO BCEX OTHENax Cepl-
11a, HO H3MEHEHHe IJHTEJbHOCTH Hambojiee BLIDAXEHO B JIEBOM
KeJqynouke. YKOPOUEHHe IJIHTENbHOCTH COKPAalleHHH ¢ pPOCTOM
YaCTOTH cepaueGueHuil — obmee CBOACTBO MHOKapa MHOTHX XX HBOT-
Hbix [16]. OGBIYHO OHO CBSI3aHO C YMEHbUIEHHEM IJIHTEJbHOCTH
NOTEHLIHANOB AeficTBUA. DTO Ke HAGJIIONAETCS U B CepAlLle KPEICH, HO
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Puc. 2. Cusia COKpalleHHi 1 aMIJIHTYAa NOTEHIHAJIOB NeACTBAS NPH BbICOKHX PUTMaX cepnueGuennit (mpaBBlit IXesyaoyex).

H3MEHeHHS IJIUTeJbHOCTH IOTEHIIHAJIOB JEHCT-
Busi HeBesiukH. C yBeJMYEHHEM YacCTOTHI Cepi-
ne6HeHHH BO BCeX OTHeJaX CepAla KPhICH
yMeHbIlIaeTcsl aMIJIMTYAa MOTEHIHAJIOB JHeHCT-
BUSl (mazeHHe OBepLIyTa MPH H3MEHEHHH YacTo-
THl 10 240 yd/mun cocraBasier 10—15 x8); B
npejcepaHsaX 3TO NPOUCXOAUT ciabee MO CpaB-
HEHHIO C JXeJyIouYKaMu (B TOM XKe JHanasoHe
9aCTOT H3MEHeHHe OBepUIYTa PeJIKO IIPEBHIIIAJIO0
HECKOJIbKO MUIuBONbT). Co3naercs Bnedarie-
HHe, YTO aMIIMTYJa NMOTEHUHana NeHCTBUS He
HrpaeT B CepAlle KPBICH TAaKOH peryaupyomes
pOJiY B OTHOLIEHHH COKpalleHHWH NpH H3MeHe-
HHH 4acTOTHl cepAue6HeHHl, KaK B CepAllax
Apyrux KuBoTHHIX [17].

MeTtox 3KCTpacHCTONHYECKOH CTHMYJISLUH
naet 6oJiee MOJHOE NPECTaBAEHHE O CJIEL0BOM
npoliecce nocje OXWHOYHOTO COKpalleHus. B
HallHX SKCIIePHMEHTaX 3KCTPaCHCTOJHYECKOe
pasnpakeHHe HAHOCHJIH Ha (OHe NMOCTOSIHHOMN
yactoThl 0,2 cex—!. Bo ns6exanue BO3MOXKHBIX
KYMYJSTHBHBIX 3(p(eKTOB moc/e Kaxaoro BHe-
OYEPEeLHOTO pa3/ipaKeHusl BBIAEPKHBAJICA Iie-
pHOJ, 32 KOTOpPBII aMIJITyJa COKpalleHU# Ha
¢oHOBOH yacTOTe BO3Bpalllajach K HCXOAHOMY
ypoBH10. CokpallleHHe, NpeAllecTBYIOllee 3K-
CTPacCHCTOJIe, HAa3blBaJOCh «()OHOBBIM»; BHI3-
BaHHOe BHeOYepeIHbBIM CTHMYJIOM — «TeCTH-
DPYIOLLUM>.

Kak BumHO us puc. 3, npH MaJblx pac-
CTOSIHMSIX MEXIY TECTHPYIOIUM H (OHOBHIM
HUMIIyJIbCAMH BTOPOH MOTeHLHAaJ HEeHCTBHA He
BEJET K reHepaldH JONOJHHUTENIbHOTO MeXaHH-
yeckoro HanpsixkeHusi. Ilo xapakTepy MexaHH-
yecKoro otrBera 06a Inpencepius BeLyT cels
onuHaKoBO (KpuBble I u 2) —mo Mepe npub-
JINKEHUSI TECTHPYIOILIET0 CTHMYa K (HOHOBOMY
CHJIa M30METPUUECKOro HamNpsiXKeHHs, pPasBH-
BAeMOTO MpernapaTtaMi, najaeT IOYTH IO 3KC-
[OHEHI[HAJbHOM  3aBHcHMOCTH. l3MeHeHHe
3JIEKTPUYECKOI'0 OTBeTa BhbIpaXkaeTcs B maje-
HHM aMIUIUTYIBl TECTHPYIOLLero MOTeHIHala
NeHCTBUS NPHU IepHOle MeXAYy CTHMYJaMH Me-
Hee 150 mcex. B aToM ciyyae Ha TeCTHPYIOLIHH
NOTEHLIHAaN HeHCTBUS COKpallleHHe He TOJbKO
He BO3HHMKAaeT, HO U He H3MeHseTCs Xapakrep
(oHOBOrO MexaHHueCcKOro oreera. B xkemynou-
kKax (kpuBble 3 u 4) XxapakTep MeXaHHYeCKOro
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Puc. 3. CirenoBoit nponecc nocje 0LHHOYHOTO BO3GYKIEHHSI, BHISBICHHbI METO-
IOM 3KCTPAaCHCTOJIMH B Pa3jHYHBIX OTHAeJax cepiua. AMIIHTyZa (OHOBOro mMo-
TeHnMasa gedcteus 100 m8. Otrmetka Bpemenu 100 mcex.

a — H3MeHeHHe aMILIHTYAB TeCTHPYIOILero COKpallleHHsi MO OTHOUIeHHI0O K (hOHOBOMY:
I — neBoe mpencepiHe, 2 — npaBoe NpencepaMe, 3 — NpaBhlil JKeJynodeK, 4 — JeBbI KeJy-
nodek; 6 — M3MeHeHHe aMIUIMTYAB TECTHDPYIOLLero MNoTeHuuaja AefAcTBHA: [—4 — Xeayno-

geK (pa3BepTKa 10 mm/cex), 5—7 — npencepaue (pasBepTKa 25 ma/ceK).

OTBeTa OMUCHIBAETCS KPHBOM ¢ 3KCTPEMYMOM, NMpPHYEM INpPH TepHone
MeXxn1y cTuMysnamMu MeHee 600 mcexk npousBogHasi MeHsieT 3Hak. [lpu
200—250 mcex aMmauTyna TeCTHPYIOLIEro NOTeHIMana JAefCTBHS
yMeHbllIaeTcsl npuMepHO Ha 109 mo OTHOLIEHHIO K aMILIUTyAe (POHO-
Boro. XoTsl IONOJHHUTEJIbHOE COKpallleHHe B 3TOM CJydae He BO3HH-
KaeT, HO (oHoBoe yanuHsiercsi. Ilpm nepuoje MexnAy CTHMYJaMH
200 mcex aMIIHTyLa TECTHPYIOILEro MOTEHIMAaJsa AEHCTBHS yMeHb-
uraeTcsl, OOHAKO Ha ()OHe BO3HHKLIEr0O MeXaHHYeCKOro OTBeTa MOsIB-
JIseTCsl NONMOJIHUTeNbHAsS BoJMHA HampsikeHus. [lpu 150 mcex amnau-
TyZa TECTHPYIOLIETO NOTeHIHaaa AeHCTBUSL 3HAUHUTENbHO YMEeHbIIaeT-
¢ (uHoraa go 50% mo OTHOIIEHHIO K aMIIUTYyAe (HOHOBOTO IOTEH-
nuasna AeHCTBHSI), a MeXaHHYeCKOro OTBETAa He BO3HHKaeT.
Pasnuuus MeXAy npencepAusiIMH U KeJNyJOYKaMH BHISIBJIEHbHl B
pe3ysbTaTe H3YYeHHS IlepeXOJHBIX NpPOIECCOB, BOSHHKAIOUIUX HOCTe
OCTaHOBKHU cepAua (puc. 4). Bo Bcex ormenax cepAna mocie naysbl
cHJla COKpallleHHH NOCTeNeHHO MajaeT M YCTAHABJIHBaeTcss Ha CTa-
HuOHapHOM ypoBHe Ha 8—20-M cokpalleHHH (B 3aBHCHMOCTH OT
4acTOThl CTUMYJSILUH). XapakTep NepeXOAHBIX INIPOILECCOB B Npel-
cepAusix U 2KeJyJOoYKaX 3HAYHUTEJbHO OT/IHYaeTcs — JIECTHHIA
Kpyde B KeJyHoukKaXx. BuluucieHnme B Jorapu®dMHYeCKOH IIKase
Koaddunuenta perpeccuu Ajas putma 0,2 cex™! mano sHaueHus 1is
npasoro mupexcepaus 0,009140,0031, mnst mpaBoro Xeaypouka
0,026+0,004 (pa3n1uyue CTAaTHCTHYECKH IOCTOBEPHO); HAJSI JIEBOTO
npeacepaus U xejynouka coorBerctBeHHO 0,01864-0,0027 u 0,417+
=+0,006. IToreHunanuss moKoeM B cepAlle KPHICH BbIpaxeHa cna6o.
AMninTyna NoTeHIMAasN OB HEHCTBHS BO BCeX OTHENax CepAla He
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Puc. 4. BpemeHHo# x01 «0GpaTHO! JIECTHHIE» B JIEBOM
H NpaBOM Ipeacepiausix (a, 6), B JEBOM H IPaBOM XKs-
aynoukax (6, 2).
Put™ cepaueGuenui, cex —'. 1—0,2; 2—0,8; 3 —2,0.

3aBHCHT OT NpeduecTBylomeil nayssl. O6pa6oTka 3KcIepUMEHTaJb-
HOro MaTepHasna MoKasaja, 4TO XapakTep oOpaTHOH JIeCTHHIBI Ha
JaHHOH 4acTOTe He 3aBHCHUT OT AJIHTENbHOCTH IOKOSl, HO 3aBHCHUT OT
YaCTOTH CTHMYJsIUH. B mpeiacepausix pasjuuuss B XOfe O6paTHOM
JIECTHHIBl IPH pa3HbIX pHTMax cepAle6GHeHHH He IOCTOBEpHHI.
Cnexyer oTMeTHTb, YTO OPH BCEX DUTMax cepAueCueHHH IS NOCTH-
JKeHHS CHJIBI COKpallleHHH, Koropas Oblia HO 1naysbl, Tpe6Gyercs
3HaYHTEeJIbHOE BpEMS.

TaxuM o6pa3oMm, NpHBeIeHHbBlE pe3YJbTAaThl CBHIETENbCTBYIOT
0 CyIleCTBEHHBIX Da3JIHUYUAX B XPOHOWHOTPONHH B HpPeACEpPAHSAX H
JKeNyooyKax Kpbichl. B panbHefIInX SKCIepUMEHTaX MPEICTOUT
BBISICHUTb HOHHblE MeXaHH3MBbl, Jiealllue B OCHOBE 3TOr0 SIBJEHHS.
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AKAOJEMUAHAYKCCCP-YPAJIbCKUM HAYUYHBI MM LUEHTP

KJIETOYHBIE MEXAHHW3Mbl PECYJ/IILIMH COKPATHMOCTH MHOKAPIOA 1974

O. A. XHTAJIbCKHHA

O BBAUMOOTHOINEHWH TOMEOMETPHYECKOH
U TETEPOMETPHYECKOHN CHCTEM PETYJISILHH
COKPATHMOCTH MHOKAPIA

CornacHo knaccupukaunun Mwurtuenna u Capuodpd [1], opras-
Hble CHCTeMBbl PeryJsiiH COKpPAaTHMOCTH MHOKapJa JeJsTcs Ha ABa
KJiacca: roMeoMeTpHYeCKHe M TeTepoMeTpuyeckue. B ocHoBe rere-
‘POMETPHYECKOr0 MexXaHH3Ma JIeKHT 3aBHCHMOCTb CHJIBI COKpalle-
HUHA OT MCXOAHOH MAJHHBI MBIIIEYHOTO BOJIOKHA — (peHOMeH PpaH-
ka — Crapaunra [2—6]. FomeoMeTpuyeckasi peryJsiiusi ynpasisieT
CHJIOH COKpAaIlleHHH IpH NOCTOSIHHOH JJHHEe MBIIIEYHOTO BOJOK-
Ha. BaxHoe 3HaueHHe HMeeT XPOHOMHOTPONHAsl CHCTeMa — yNpas-
JIeHHe CHJIOH COKpallleHHs uYepe3 H3MeHeHHe pHTMa cepjleOHeHHI
[7—9]. Kak cefiuac ycTaHOBJIEHO, 3aBHCHMOCTb CHJIbI COKpaIleHUH
OT 4YacTOTH cepAleOneHHil — (QyHIaMeHTaJbHOe CBOHCTBO BCeX
otnenoB muokapua [10—14]. Xponounorpornusie 3¢dekTs HpPOsB-
JIFI0TCS, B YAaCTHOCTH, B TOM, YTO NOCJe OCTAaHOBKH CepAlla CcHJa
COKpalleHHH IPH OYepefHOH CTUMYJSLHH H3MeHsIeTCsl NOCTelleHHO
(nosoxurenpHas JectTHulla DBoynuua wuaum Hucxonxsmas Bynsop-
ca). YkazaHHble (eHOMeHbl OTpa)KaloT IHHaMHYeckHe CBOHCTBA
XPOHOMHOTPONIHOH CHCTeMBbl, a MapaMeTPhl 3TOTO IEePeXOAHOro Tpo-
mecca — XOX CJeJOBBIX IPOIecCOB, BO3HHKAIOUIHX yXe [IOcje OJH-
HOYHOro Bo36yxaenus [14—16].

C TOYKM 3pEeHHS TEOPHH peryJHpOBaHHsl CTaTHYecKas XapakTe-
PUCTHKAa XPOHOUHOTPONHOH CHCTeMBI — 3aBHCHMOCTb CHJIBI CTalHO-
HapHBIX COKpallleHHH OT yacToThl (mepuona) crumyasuuu. Cieno-
Bble NpOLleCCHl B MHOKapje NPH ero pPHTMHYECKOH MAesiTeJbHOCTH,
CB3aHBI C SIBJEHUSIMH, NPOTEKAIOIIUMHU Y BHYTPEHHEH NOBEPXHOCTH
naasMaTHiyeckoil MeMOpaHbl WJIH B annapaTte 3JeKTPOMeXaHHYECKOTO
conpskeHusi. O6ycJOBJIeHb OHH JHHAMHUKOH H3MeHEeHHsl BHYTPHKJe-
TOYHBIX KOHIEHTpPaLHi HOHOB, YNPABJAWIIHX HOHHOH MPOHHIAe-
MOCTbIO H BBICBOOOXK/[EHHEM HOHOB KaJIbLIMSl M3 BHYTPHKJETOYHBIX
MECT CBsI3bIBaHHUsl NIPH OYepenHOM Bo3Gyxaenuu [17]. [erepomerpu-
YeCcKHH MeXaHH3M JeHCTBYeT, BepOSITHO, Ha ypOBHe MHO(HODPHILI,
IIOCKOJIbKY Ha IVIHLEPHHH3MPOBAaHHBIX BOJIOKHaX MOKa3aHO, YTO 3a-
BHCHUMOCTb CHJIBI COKPalleHUH OT CTeleHH PACTSIXKEHHs] COXPaHseTcs,
KaK H OCHOBHBIe COOTHoIeHus Xuuna [18].

Ilenr Hacrosimei#l paGoThl BHISICHHTb, SIBJASIIOTCS JIM [BE€ OCHOB-
HbBle KJETOYHble CHCTEMBl PeryJHpOBaHHS COKPAaTHMOCTH MHOKap-
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Jlla He3aBHCHMBIMHM KOHTYPaMH, HWJIM IPH HX COBMECTHOM BJ/IHSIHHH
npoaBasoTess 3¢@eKTs B3auMOAeHCTBUs. DBosiee KOHKPETHO — BBI-
SICHHTb BJIMSIHHE DaCTsXKEHHUS Ha CTaTHYeCKHe W AMHaMHUYeCKHe Xa-
PaKTepHCTHKH XPOHOHHOTPOIHON CHCTEMbI PEryJHPOBaHHS.

OnbITEl NpOBelieHH Ha H30JHPOBAHHBIX I10JIOCKAX MHOKapzna
JKesqynouka Jsaryiku Rana ridibunda, koTopble HaXOAUAUCh B HOP-
Ma/JbHOM pacTBope. MeXaHHYECKYI0 aKTHBHOCTb pPErHCTPHPOBAJH
B H30MeTpHueckoM pexuMe. [IpemapaT pasgpaxanu csepXxmopo-
TOBBIMH HMITyJIbCAaMH JUJIHTeJbHOCTbIO 2 MCeK, 4acToTa pasipaxe-
Hus or 0,1 mo 0,7 cex—!. PacrsxkeHHe 3adaBajoCh CleLHaJbHO
CKOHCTPYHPOBAHHBIM YCTPOHCTBOM, KOTOPOE€ IMO3BOJSIET M3MEHSATh
pacTtAruBamomylo cuiy B J0Oylo ¢a3y cepleyHoro LHKIa. B we-
CKOJIbKHX 3KCIEPUMEHTAaX C IMOMOIIbI0 MHKDO3JEKTPONHONH TEXHH-
KM M3yyaJii BJUSIHHE PACTSKEHHsS Ha mapaMeTpPbl BHYTPHKJIETOUHO-
perucTpupyemsix noreHuuanos peictsusi (ITM0).

BJHUSAHHUE PACTS)KEHHS HA NAPAMETPbI
OO HWHOYHBIX COKPAILEHHUNA

J7ist BBISICHEHHSI BOIPOCa O BJIHMSIHHM CTENI€HH PAaCTSXKEHHUs Ipe-
napata Ha ero MexaHHYeCKHH OTBeT Oblia u3bpaHa cCjaeLylollas Io-
CJIe0BaTeIbHOCTb IIPOBeIeHHs] IKclepHuMeHTa. BHawase mnox6upa-
Jach Takas 4acToTa CTHMYJSIMH, NIPH KOTOPOH TIpeXllecTBYIOIlee
COKpallleHHe He CKa3blBajJoCh 3HAYUMbIM 06pasoM Ha Nociaeny-
omeM. CTUMyaauus npogosxkanach B TeueHue 20—30 mun, 3a 3T10
BpeMsl COKpalleHHsi NOCTHraju CTallHOHapHOro ypoBHA. CreneHb
pacTsKeHHs 3amaBajack paBHOH 300 me (¢dhoHOBOe pacTsKeHuE).
3aTeM pacTsaKeHHe (@OCJAeOBaTeJbHO yBeJauuuBadH Ha 100—
200 me (B 3aBHCHMOCTH OT nuaMeTpa npenapara). Ilpm maue cry-
NEeHYaTOro pacTsKeHHs BO3HHKaJ IepeXOMHBbIH INpolecc, KOTOPHIH
NIOJTHOCTbIO 3aKaHuuBajca 3a 2—3 mun. Ilociie 3Toro perucTpupo-
Ba/IM COKpalleHHsl. 3aTeM INPOLUEAYypPY NOBTOPS/IM IIPH IPYrof cre-
NIeHH PacTIXKeHHS.

Hau6osee xapakrepHble 3(P¢eKTH pacTsKeHHS — BO3pacTaHUe
aMIVIUTYIBl HM30METPHUYECKHX COKpallleHHH, yBeJHYeHHe HX JJIH-
TEJbHOCTH, H3MeHeHHe CKODOCTH YKOpDOYeHHs1 H paccaabieHus.
Cyneprno3uuusi COKpameHU# AJs1 pas3HBIX CTeleHeHl pacTsaXKeHHs
npencrasjeHa Ha puc. 1. JiuTesbHOCT COKpalleHHH B OCHOBHOM
yBesnuuBaeTcsl 3a cueT ¢aspl paccaabiaeHus. O6Iass 3aBHCHMOCTD
CHJIBI ONMHOYHBIX COKpAaLleHHH OT pacTAruBamoolleii CHJIBI TI0Ka3a-
Ha Ha puc. 2. Bunmno, uro kpuBasi umeer S-06pasHBIl BHL H CO-
CTONT M3 TPeX YYacTKOB: YYaCTOK MaJIblX NpHpalleHHH, JHHeHHbIH
Yy4YacToK, 30Ha HacChINIeHH. DTa XapaKTepHCTHKA CHUMaJach ifIpH
nocJef0BaTe]bHOM yBeJHYeHHU pacTsaxeHus. JlanbHeiilee yBesH-
4YeHHe Harpy3ku ([JIsi HallNX YCJOBHH Bhille 1 2) CHHUXKaeT CHJIY
COKpallleHHH, IIpHYeM HCCJIeIOBaHHS, IpOBeIeHHble B 00OpaTHOM
nopsiiKe, T. €. OT GoJbLIeH CHJIBI K MeHbllel, NaloT KPUBYIO, He COB-
najamplylo ¢ HadajJbHOH, T. e. Habmiomaercs rucrepesuc. OH Bbl-
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SIBJSEeTCSl NpPU pacTsaxeHusax 1,0— 4
1,5 2 'H cBsi3aH, BEpOSATHO, C Iepe-
pacTsKeHHeM npenaparta (HaJju-
uyue ocratouHoil gedopmauun). Ilo-
3TOMY B TIOCJHEAYIOUIEM IPHMEHANH

TOJIbKO TOT JHala3oH pacrﬂx{eﬂnﬁ, 2
B KOTOPOM BHIHMBIX SIBJIEHHH THC-
Tepesuca He HabJIOKaMH. 7

B GosbpuinHcTBe OnbITOB (15 13

20) B nuama3oHe pacTAXKEHH# A0 . ,
1 2 perucTpHpOBaNKChL BCE YYACTKH ¢ 95 / 15 toen
KpuBoH. B ocranpHBIX cayuasx
noJyyanach HJIH TOJbKO JuHeiiHasi PHC. 1. Cynepnosuuus H3OMETpH-
YeCKHX COKpallleHHH NpH pasJHy-
3aBHCHMOCTb, JH0O TOCHENHs B HBIX PACTSIKEHHSX.
COYETAHHH C 30HOH HACHIIIEHHS, 1 _ 300, 2 —400, 8 — 700, 4 — 900 w2,
HJIH KpHBasl HauMHa/Jachb B 06J1aCTH
MaJblX NpHUpaIleHHH M 3aTeM MNepexofuja B JHHEHHYIO 006JacTb.
OTH pa3/nuusl MOXHO OGBSCHHTb HEBO3MOXHOCTbIO CTPOrOH CTaH-
JapTH3aluy INOJOCKH [0 [JJIHHe, BapHalUIMH TeOMeTpPHH Xoja
BOJIOKOH H T. I.

Onsi ob6bsicHeHHsT S-06pasHOil XapaKTEPHCTHKH 3aBHCHMOCTH
CHUJBl COKpAlleHHH OT CTeNeHU pacTsKeHHd, ¢ HaleHd TOYKH 3pe-
HUSl, HEOOXOAUMO YUHUTHIBATDb JIBA MOMEHTa:

1. ViaMeHeHHe NPOCTPAHCTBEHHOTO COOTHOIUEHHSI MEXAY TOHKH-
MH U TOJCTHIMH HHUTSIMH IIOL NeflCTBHEM pAacCTSIKEeHHs, BCJeICTBHE
4ero yBeJqHYHUBAeTCS HJH yMEHbIaeTCd YHCJIO MeECT, IOCTYIIHBIX
Ui aKTHBALlMH HOHAMH KaJbIus.

2. VaMeHeHHe KOHLEHTpal{H HOHU3HPOBAHHOTO KAaJbLUHS BHYT-
PH KJeTKH, IOCTYNAIOMero IpH BO30YXKIEHHH H3 BHEKJEeTOYHOIO
pacTBOpa MJH BBICBOGOXMAAIOIIErCCSl M3 BHYTPHKJIETOUHBIX MeCT
CBSI3bIBAHUA. DTO MOXKeT IPOUCXOILUTb 32 CYeT BJHSHHS pacTsxe-
HHSl Ha KaJbLHUeBYI0 NPOHHLAeMOCTb capKoJeMMbl Jub6o 3a cueT
H3MeHeHHMH CTelleHH CBSI3bIBaHMS KaJbliUs B 3JeMeHTaX capKomias-
martuueckoro perukynioma (CP) uau ero s3kBHBajeHTaX (BHYTpeH-
HSISl TIOBEPXHOCTb MeMOpaHbl B MHOKapjle XOJOAHOKPOBHbBIX).

Ecau nepBHII MOMEHT He HYXJaeT-

¢ B JONOJHHTEJNbHBIX A0KAa3aTeNbCTBaX,

Ael- TO BJHSIHHE PACTSXKEHHs Ha KOHIeHTpa-
- LHI0 CBOOGOAHOTO KaJsbliMsl B MHOILIa3Me
g3t npo6nemMaTtHdHo. Pam  ucciaemoBaHuH
- CBHJETENbCTBYET, UTO BHYTPHKJETOYHO-
92t perucTpHpyeMble NOTeHUHaJbl AeHCTBHSA
L He H3MEHSIOTCA B IIMPOKOM JHamna3oHe
- NpHKJIaAbIBaeMblX pacTsxkeHuH. OnHako

0,/ a1 PO

g% 46 48 0% yemamwo Gwimo mokasamo [20, 21], uro

Puc. 2. 3asucaMocts maxcy. H3MEHEHHE HAarpysku NPH PHTMHYECKOH

MajbHOR CHIB coKpamehns AEATENBHOCTH MHOKapia 3HAYHMbIM 06-
OT CTENeHH PacTAKEHHSI. pa3oM cKasbiBaeTcss Ha napaMerpax I1[.
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B mamux skcmepuMeHTax NOTeHIHaJbl NeHCTBHS PErHCTPHPOBa-
JIHCh, KOTJ1a pPacTskKeHHe [efiCTBOBAJO WIH BO BPeMs HHACTOJbI, HIH
Bo Bpema I1]l, 1160 3aKaBasoch NMOCTOSIHHOE JJIHTEJbHOE pacTsxKe-
Hue. Bo Bcex cayyasix yBesMyeHHe CHJIBI COKpallleHHi He COMpPOBOXK-
nanocb uameHeHusimu I1J1. PbiBKH pacTsikeHHs OGBIYHO NPEMSTCT-
BYIOT MHKDO3JIEKTPOLHOH perucTpaunuH (KOHYHK MHKPO3JEKTPOAa
JioMaercs, JHGO BBHIXOXHT W3 KJIeTKH). Bpanau toabko Te ciayuawy,
KOrIa ynaBajioch 3amucaTh BJHsAHHE pacTsxkenus Ha I1J] omnoi
KJIEeTKH.

HensMeHHOCTb NOTEHLIHAJIOB HEeHCTBHSI NPH BapHAlUMH CTENEeHH
PAaCTSIKEHHsI, BepOSITHO, CBHIETEJbCTBYeT O TOM, YTO pacTsKeHHEe
B HCCJelyeMOM [IHana3oHe He BJIHSIeT Ha NPOHHIAEMOCTb MOBEpX-
HOCTHOH MeMGpaHBI K HOHAM, yYacTBYIOIIMM B TeHepaluH NOTeH-
1UMaNO0B HeHCTBHUS. DTO JOJKHO OTHOCHTBCS M K HOHaM KaJsbLus,
KOTOpble O6YCJIOBJHBAIOT 3HAYHTEJIbHYIO YacTb (asel miaato. Orcio-
Ja cJeflyeT, YTO pacTsKeHHe, MO-BHAHMOMY, 3HAUYHMO HE H3MeEHs-
€T KaJ/blIHeBYI0 NPOHHLAEMOCTb CapKOJeMMBbI.

BJIMSAHUE PACTSDKEHHUS HA CTATUYECKHE
H IHHAMHYECKHE XAPAKTEPUCTHKH XPOHOHHOTPOITHH

Ha puc. 3, @ nmokasaHa 3aBHCHMOCTb YCTAHOBUBLIEHCS CHJIB
COKpallleHHH OT NepHoAa CTHMYJSALMU [AJs1 PasHBIX CTelneHel pa-
crskenusi. Kaxnmasi kpuBasi nmosyuyeHa no 8—10 ToukaM u mpen-
cTaBjiseT co60H CTaTHUECKYI0 XapaKTePHUCTHKY XPOHOHHOTpPOIHH.
KpuBble HMeIOT 35KCTpeMaJbHBIE XapakTep, IIpHYEM YBeJHUEHHE
CTENeHN pacTSXeHHA CABHraeT KpHBBIE BBepPX BJOJb OCH CHJIBL
Xox KpHBBIX IIDH 3TOM He MeHsiercsi. /s mcciieloBaHUSI pacTsxe-
HHSl Ha JMHaMHYeCKHe XapaKTePUCTHKH XPOHOHHOTPOIHU H3ydascs
NepexoHbIH MpollecC, BO3HHUKAWIUMH IIOCJAe OCTaHOBKH cephua
(sectuuna boynuua) (puc. 3, 6).

Bonpoc o B3auMopmeHCTBUH JIBYX YKa3aHHBIX CHCTeM — XPOHO-
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Puc. 3. Cratuyeckne (a) u nepexofHbie (6) xapakTepHCTHKH
XPOHOHHOTDOIIHH B 3aBHCHMOCTH OT DacCTs2KEeHHs.
Cuna pacTsaxeRHs,” e: I —¢oH; 2—0,1; 3—0,2; 4—0,3; §—04;



HHOTPONIHOM M TreTepOMeTPHYECKOH — CBOAMTCS K  BBHISICHEHHIO
cBoiictB pyukuuu f (p, n, T), Tie p — IUCTOJIHYECKOE PaCTAKEHHE,
n— HOMep COKpalleHHsl B NepeXoJHOM mpolecce, T — nepuon CTH-
MyJISILHY, [— MakCHMaJbHasi ‘CHjia COKpalleHHS ¥, B YaCTHOCTH,
ee aJlIuTUBHOCTH.
Ecan

f @, n, T)=01 () + @ (0), 1)
TO XPOHOMHOTPONHAsl U TeTepoMeTpHUecKas CHCTeMbl — ABa He3a-
BUCHMBIX KOHTYypa B IieNlH PeryJHPOBAHHS COKPaTHMOCTH MHOKap-
na. Ecnu onbiTHble 3HaueHust [ (n, p, T) CTaTHCTHYECKH 3HAYUMO
Jydiie alnpoOKCHUMHPYIOTCS BHAOM (PYHKUHH

f(, p)r =0, (1) + 9 (p) + 5 (n, p), )]

TO KOHTYpPHI yNpaBJieHHS B3aWMO3aBUCUMBEL. WHBIMH CJ10BaMH, eC/H
BJHSIHHE pacCTsSKeHHsi Ha JecTHHLY Doyauua cBsizaHo JHLIb
c u3MeHeHueM Macmrtaba ¢yHkuuu f (n)r, TO pacTaKeHue He BJH-
sieT Ha CJeLOBbIe .IIPolecch, 00YCJOBAUBAIOLINE NOTEHIHAIHIO CO-
KpallleHNi; eclu U3MeHEHHe CTelleHU PacCTSKeHHs NMPUBOIUT K Mpe-
00pa30oBaHUI0 (GYHKIHH, TO MOXKHO YTBEPXAaTb, YTO, IOMHUMO pas-
IeJbHOr0 BJIMSAHHS Ha CHWJIY COKpalleHHH TreTepoMeTpHUYECKOH H
XPOHOUHOTPONHOH CHCTEM, CYIIeCTBYeT ellle OfHA IleNb, yepe3 KO-
TOPYIO HPOHUCXOAUT HM3MeHeHHe XapaKTePHCTHK NOJ BJUSHHEM pa-
crsikeHusl. TlockKombKy BONPOC O COOTHOILIEHHH XPOHOMHOTPOIIHOM
H TeTePOMETPHYECKOH CHCTeM NPUHUHUNMAJEH [IJs NOHHMAaHHUS IpH-
pOIbl KIeTOUHBIX CaMOPEeryJasaTOPHBEIX MPOIEeCCOB, MBI HCIOJIb30BaNH
IBa DPas3JUYHBIX N0 CBOEMY NPUHIHUNY MeTOfa O06pabOTKH KPHUBLIX:

1. OnucaHue WCXOHBIX HAHHBIX YPaBHEHHAMH MHOXECTBEHHO
perpeccuH.

2. Boluncnenne aBTOKOPPENSIUOHHBIX (YHKUHA TepexOLHOro
npouecca.

AHallu3 COBOKYMHOCTH MePeXOJHbIX XapaKTEePHCTHK
C MOMOLIbI0 YPABHEHU!I MHOXKECTBEHHOH perpeccuu

I/ICXOI[HbIe JAaHHbl€ ONTHCBIBAJIUCh ABYMSI YPaABHECHHAMHU:
fr=p, n)=a+ayn+ayn®+asp+a,p?, @)
fa=(p, n)=ay+ ajn+ayn+a,p+a,p?+aspn. )

DyYHKUUH BBIYUCASAIM AJs KaXAOro Iepuoga CTUMYJSLHN U OIn-
pelensiii 3HAYUMOCTb 'KO3(pOHULHEHTA as. YBeJHYeHHe TOpsAAKa
ypaBHeHHuM, T. e. BBeleHHe agnd - a;p®, XO0Td M yJaydmajno amnpox-
CHMalluio, HO He BJHSIJIO Ha 3HAYMMOCTb B3auMoneHcTBHS. B ypas-
HeHuH (3) K03 (HUIHEHTH @; U ap OLUEHHBAIOT BKJaJ, XPOHOMHO-
TPOIHH B COKPATHMOCTb, @3 H (4-— IreTePOMETPHUYECKOH CHCTEMHL.
B ypaBHeHuHm (4) cyllecTByeT MHONOJHHUTENbHBIH KO3 (HUIHEHT,
KOTODHIH OLleHHBaeT B3aWMOAeHCTBHe MeXAy XPOHOHHOTPONHOH H
reTepoMeTpHUECKOH CHCTeMaMH.
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Kosdduuuentsl ypaBHeHu#t (3, 4) onpenenasns MeTOLOM Ha-
HMeHBINHX KBaapaToB [25]:

1
N—e =

N

D= ) (fi— 7 (p: n)P 5y

Heo6xonuMbIM  ycoioBHEM CYIIECTBOBaHHS MHHHMyMa (QYHKIUH

ABJII€TCSA PaBEHCTBO HYJIIO YaCTHHIX NIPOU3BOIHBIX!:

4D _o. 6)

da,

ITocne HaxoxmeHHss KO3Q(HUHUEHTOB BBIYUCISIM JIUCIEPCHH
perpeccuit mo ¢opmyae (5). 3HayuMocTb pasnnuus D, u D, oipe-
IeJsjach no kpurepuio @umepa. Ecau

b,
5, <Fp

rie Fp— Ta6GauuHoe 3HaueHHe Kputepus Pumepa, TO pasIHUUSA
B JHCIEPCHSX CTAaTUCTHYECKH HENOCTOBEPDHB MU 00pa30BaHBl CIy-
yalHBIMH OmMOGKaMU HJU ecTecTBeHHOH Bapuanued. CuenoBarelb-
HO, BBEIEHHE UJIeHA asNp He CIOCOGHO J[OCTOBEDHO YMEHBIUHTH
aucnepcuio. B Hamnx skcnepuMmeHTax pasHuna mexny D; u D, ne-
nocroBepHa (p<<0,05). Jlump B msATH cayuasx u3 42 BBeldeHHe
yjieHa Qghp YJAy4LIaJo aNIpOKCHManuio (Ha pas3IHYHBIX YacToTax
crumyasuun). O6iiee BausiHHe 3pdeKTa B3aUMOJNEHCTBHSI OLEHH-
BaJIOCh C IOMOIIbIO KPUTEPHS 3HAKOB IJIS1 NATHIPOLEHTHOrO YPOB-
HSl 3HAYMMOCTH. AHa/M3 NOKa3LIBAaeT, YTO TOJNbKO B JBYX CJIydasix
u3 42 BiusiHHe Ko3(pduLUeHTa a5 3HAaYUMO.

Takum o6GpasoM, NpUMeHeHHe anliapaTa MHOXECTBEHHOI pe-
rpeccuu ¥ CTaTHCTHYECKHH aHaJM3 IOKa3EIBAIOT, YTO pacTAXKeHHe
3HAYHMO He BJIHSIET HA NepeXONHbl MPOLEecC B XpPOHOUHOTPOIIHON CH-
creMe. ['oMeomeTpuyeckas u rerepoMeTpHyeckas CHCTEMbl HeHCT-
BYIOT KaK JBa HE3aBHCHMBIX KOHTYpa C OOGIIUM BHIXOLOM.

AHaau3 nepexoaHbIX XapaKTepUCTUK
C MOMOIbI0 ABTOKOPPESALHOHHON QYHKUMH

JuHaMHuecKass XapaKTEePHCTHKA XPOHOHHOTPOIIHON  CHCTEMBI
ABJSIETCS PANAOM, Tlle KaXIbH MOCJHeAYIOUHH YJeH ONpeleseHHbIM
06pa3oM KOppe/JupoOBaH C NpelbAyIUUM. Takue psanbl ymoOHO aHa-
JU3UPOBATh C NOMOIIBIO Ccay4alHBIX (GyHKUMH. CyHIHOCTH 3TOrO
MeTO/la — BHIsIBJIeHHe  BJIUSHHS NpebAYyHIero 4jeHa Ha IOCJeAYIo-
Ui, T. €. KaXXJOTO NpeNbIIYHIero cedeHus I, Ha MOCJAeNYIOLIHE
tr+tm. PyHKLHS, KOTOpas OTpa)KaeT 3Ty CBsi3b, Ha3bIBAaeTCsl aB-
TOKOPPEeJSAIHOHHOM:

N—m

Ky = 2 Dyt —per, o

rie th==FkAl; tm=mAL; y (fx) — MaTeMaTHUeCcKOe OXHIaHHe PYHK-
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uun y () npu f=ty; At — eIUHUUYHBI HHTEpBaJ, N — 4MCJIO OHH-
HOYHBIX HHTEPBAJIOB B HCCJAeIyeMOM BDeMEHHOM JAHana3oHe.

ITockosibKy B HCCllelyeMOM mpollecce HeT NepPHONHYECKOH co-
CTaBJAIOLEH, aBTOKOpPpeNsilHOHHasA (GYHKUHS allpOKCHMHPOBA-
Jlachb 3aBHCHMOCTBIO BHJA

K y (tm) = Ae—atm ’

TAe a—JorapudMuyeckuii HekpeMeHT 3aTyxaHus. Uem Gosblie a,
reM OBbICTpee 3aTyXaeT CBSi3b MEXIY ceueHHsMH Inpouecca. Eciu
yBeJM4YeHHe CTelleHH PAacTsKEeHWs I[PH IOCTOSHHOH wYacToTe pas-
Ipa)KeHusl NPUBOJUT K H3MEHEHMIO JdeKpeMeHTa 3aTyXaHHs, 3TO
O3HayaeT, YTO pacTsXKeHHe, KpPOMe CBOEro HemnoCcpeICTBEHHOrO
BJIMSIHHSl Ha CHJYy COKpAallleHHH, AeHCTByeT Ha HOTeHIHalHIO Ya-
CTOTOH cepAalebHeHHH cuabl cokpamleHuii. Ecau pacTsikeHHe He
VU3MeHseT NOKasaTeJb @, MOXKHO CYHTaTh, YTo 06a perysasrTopa pa-
60TaloT HE3aBHUCHMO APYT OT ApYyra.

Hns Kaxaol COBOKYNHOCTH MNEPEXOAHBIX NMPOLECCOB NPHU (PUK-
CHPOBAHHBIX 3HauUeHHMSIX MNMepPHOJa CTHMYJSALUU BBIYUCIASAIH Jora-
pudpmMuyeckuit kKospduuHeHT 3aTyXaHHS. 3aTeM aHaJOTHYHYIO
IpoUeLYyPYy NOBTOPSJH NPH APYTHX 3HAUEHUAX paCTAXKeHHd U HC-
ClIef0BaJH 3aBHCHMOCTb G OT p. AHaJH3 NOKa3aJ, 4TO O, CTATHUCTH-
4eCKH 3HAUYHMO He 3aBHMCHT OT pacTsikeHusi. Takum obGpasoMm, 06a
MeToda JaloT OAMHAKOBBIH pe3yJbTaT — pacTsKeHHe He BJHAET
Ha mapaMeTpbl, KOHTPOJHPYIOLIHe XPOHOHHOTPOIHIO.

IIpuMeHeHHe METONOB MHOMECTBEHHOH pETrpecCHH H TEOpHH
‘cnydyafiHOM (PYHKIHM NOKa3bIBaeT, YTO XPOHOHMHOTPONHAS U reTepo-
MeTpHYyecKass CHCTeMbl DeryJsiiid COKPaTHMOCTH MHOKapjia — ABa
HE3aBHCHMBIX KOHTypa yNpaBJ/leHHs [efTeJbHOCTbIO MHOKapaa. DTo
BO3MOXKHO, €CJIH alllapaThl, yepe3 KOTOPble peasH3yeTcsl BJIHAHHE
PHTMa M DacTAXKeHHsI Ha COKpPaTHTe/NbHble KJIeTKH, NPOCTPAHCTBEH-
HO pasfieseHbl. BaXXHbIi BEIBOL O TOM, YTO pacTsiKeHHe He BJIHsET
Ha 3JeKTPOMeXaHHYecKoe CONpsSIXKeHHe, COINIaCyeTcsl C OTCYTCTBHeM
3HAaYUMBIX pa3auuuii B uaMeHeHuu I1]l npu pas3iuyHBIX HArpysou-
HBEIX pexXuMax paboTel MHOKapra. TakuM o6pa3oM, reTepoMeTpH-
YeCKHH MeXaHH3M paboTaeT OTHEJbHO M HE3aBHCHMO OT <«KOHTpO-
Jupylomux cucrem» [22]. Haw BoiBog He oueBuuaeH. J[eficTBu-
TeqbHO, JHHaMHKa COJEpPXAaHMA HOHOB B  OKOJIOKJETOUHBIX
NPOCTPAHCTBAX U B HEKOTOPHIX OTCeKaX KJETKH MOXKeT OBITb CBsi3a-
Ha C reoOMeTpHell KJETOK H TeOMETPHYECKHMH COOTHOWEHHSAMH KJIeT-
Ka — OKOJIOKJIeTOYHasi cpefa. B psge HccleNOBaHHH [OKa3aHO,
YTO COKPAaTHUTEJbHBI peXXHM MHOKapla BJHSAET Ha HOHHHE IIOTO-
Ku [23, 24]. M3MeHeHHe reOMeTpHYECKHX COOTHOIUEHHH M GOJbIuast
COKPaTHTeJNbHAass aKTHBHOCTb IPH YBEJHYEHHH CTelNeHH pacTaxe-
HHsl, BEPOSITHO, NOJIXKHBI CIIOCOOCTBOBAaTb JydlleMy OOGMeHY HOHOB.
‘C npyroii CTOpOHBHI, CJlefOBble NPOLECCH TaKXe CBf3aHH C JMHA-
MHKOH BXOJa, HAaKONJIEHHS W BBIBOJA HOHOB B KJeTke. B Gynyuiem
NPeNCTOHT BBISICHHTb, COGJIIOfaeTCs Jii HaHIeHHAass 3aKOHOMEPHOCTh
B CepAlle APYrHX XKHBOTHBIX U NPH H3MeHEHHH YCJOBHH INpOBeie-
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HHA onmnTa (TeMmepaTtypa, HOHBl, (apMakoJOTHYeCKHe areH-
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AKADEMUAHAYK CCCP-YPAJIBbCKUMHAYUHBI M IIEHTP

KJETOUHBIE MEXAHH3MBbl PErVJSIHH COKPATUMOCTH MUOKAPOA 1974

B. C. KPYI'JIOB, C. M. PYTKEBHY, B. C. MAPXACHH

BJIUSAHUE TEMINEPATYPbI
HA CBONCTBA CEPAEYHOM MbILILbI

Hnst XHBOTHBIX TeMIepaTypa — BaXKHbIH 3KOJOTHYECKHH (ak-
TOp, ONpelesAIOMMH HX ypoBeHb akTuBHOCcTH [1—5]. Uccnenosa-
HHe TeMIEepPaTypHbIX XapaKTeDUCTHK CepIAeYHOH NesITeNIbHOCTH IIpH-
o6peTaeT BaXKHOe 3HAaYeHHe B CBS3H C TeM, YTO C H3MEHEHHEM
TeMIepaTypsl NPOUCXONAT CYILIEeCTBEHHBIE CIBUTHM B MeTaboJH3Me
BCeX TKaHeH M OpraHoB. DTO NOJKHO CKa3blBATbCs Ha HX TE€MOMIM-
HaMHu4yecKOM oGecneyeHHH. B yc/IOBHSIX M3MeHEHHOTO MeTaGosn3Ma
cepilLy, BepOSITHO, MNpPHHALJIEXHUT ocobas poJib 8 INOALEPKAHUH
romeocra3a. Kpome Toro, Muoxkapm— ymo6Hasi MOXedb IJs H3Y-
4YeHHsl BJIMSHUSL TeMIlepaTyphl Ha BO3GyIHMBIE CHCTEMBI B LEJOM,
1IN BBISICHEHHS ¥ MONENHPOBaHMSA clelM(PHUECKHX acCHeKTOB KJe-
TOYHOM nesTenbHocTH [6].

IToMHMO YHCTO TEOPETHYECKOTO 3HAYEHHs, HUCCIEeNOBAHHS BJIHS-
HUSI TeMIlepaTypel Ha CBOMACTBa cepAEYHOH MBINIIBI HMEIOT INpak-
THYeCKOe 3HaueHHWe TNPH H3YUEeHWH THIOTepMUH u rubGepHanuu. B ua-
CTHOCTH, BaXXHasi cOBpeMeHHasi npo6jeMa — KOHCepBalus cepila
NpM HU3KOf TeMmepaType M BbIsICHEHHe BOIIpOCA, KakHe H3MEHEHUS
BO3HUKAIOT B 3TOM CJyuae B MHOKaple, KaK U3MeHSeTCH ero peak-
THBHOCTb. TeMmepaTypHBHle XapaKTepDUCTHKH CepJeyloi HesiTeNIbHO-
CTH XOJIONHOKPOBHBIX JKHBOTHBIX OOYC/IOBJIEHBI YCJIOBHSIMH CYIle-
CTBOBaHHUS BHIA W, B CBOIO Oyepelb, MOTYT OIpeNesATh, NOMHMO
apyrux (akTopoB, ycJoBus paccenenus Bupa [7].

Ilenb HacTosiIIeH CTaTbW — PAacCMOTPETh BJHSHHE TeMIEpaTypH
Ha OCHOBHbIE CBOMCTBa cepAeyHOHM MHINIH. [J1aBHOE BHHMaHHE
YIeNeHO BJHSHHIO TEMIepaTypsl Ha aBTOMAaTHIO, COKDPaTHMOCTb,
MeMOpaHHBIE NOTEHIMAJbl M 3JEKTPOMEXaHHUeCKOe CONpsIKeHHe
MHOKapia XOJIONHOKPOBHHIX KHBOTHBIX. [loMuHMO ¢eHOMeHONOrHH,
cIesaHa IONBITKA TPEJNCTaBUTb KJIETOYHBIE MeXaHH3MHI, JexXallue
B OCHOBE BJIHSIHHMS TeMmepaTypbl. Mul y6exIeHbl B TOM, 4TO Haubo-
Jee YIOOGHBIMH Y TepCHEeKTUBHBIMH SIBJASIOTCS HCC/eNOBAaHMs, TpO-
BOIHMMBbIE Ha NIOJIOCKAX Pa3JHUYHBIX OTAEJNOB CepAla. DTO NO3BOJISET
H3y4YaTb TeMIepaTypHble XapaKTepPHCTHKH TOTO HJH HHOrO 3BeHa
MHOKapZa B YHCTOM BHIe, per se, 6e3 ONOCPeNOBaHHOIO BJHSHHUS
IPYTHX CBOACTB M MHOIOYHCJEHHBIX HEPBHHIX U TyMOPaJbHHIX
BIUSHUA, UMEIOIIMX MeCTO B lieJjoM oprane H TeM Oosee opra-
HH3Me.
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BJAWSAHHE TEMINEPATYPbI HA CKOPOCTb
BHOJIOTHYECKHX NMPOLLECCOB

CKOpOCTb XUMHHYECKOH DeaKIHH pacTeT ¢ yBeJHYEHHEM TeMIle-
paTyphbl B COOTBETCTBHH C ypaBHeHHeM AppeHuyca:

—E/RT

K=Koe ,

rie R —rasoBas mocrosHHasg, I — aGconloTHass TeMIepartypa,
E — 3Heprusi aktHBauuH, K — KOHCTaHTa CKOpOCTH, K, — KOHCTaH-
Ta. BblIO MOCTY/IHPOBAHO, YTO AJSI CJOKHOTO GHOXUMHYECKOrO HJIH
(H3HONOrHYECKOrO IpOliecca 3HEpPTHsl aKTHBAIMH ONpedelsiercs
TEM ero 3TaloM, KOTOPbIH JHMHTHPYET OGLIYI0 CKOPOCTb Hpoliecca.
HauGosnee pacnpocTpaHeHHOH XxapaKTepHCTHKOH TeMIepaTypHOM
3aBHCHMOCTH OHOJIOTHYECKHX peakuuil sBjsiercsi KodpduuueHt Qo,
KOTODHIH ONpee/sieTcsl OTHOLIEHHEM KOHCTAHT' CKOPOCTEH IIPH TeM-
nepaTtypax, oTauyamomuxcsa Ha 10°. Ciexyer OTMeTHTb, 4TO Qo —
HeJMHERHasT (QYHKLHsI TeMIEepaTyphl, H €€ BEJIHYHHA 3aBHCHT OT
TeMIepaTypHOro jauanasoHa. 3HaueHHe Qo<<l yKasbiBaeT, YTO
OKOpOCTb IIpOIlecca pacTeT ¢ [OHHUKEHHEM TeMIepaTyphl

B psime ciyuaeB HabGmionaeMasi TeMinepaTypHas 3aBHCHMOCTb
CKOPOCTH OHOJIOTHYECKHX IPOLECCOB OTKJIOHSIETCS OT YpaBHEHHS
Appennyca [8, 9]. OTK/IOHeHHS NPOSBJASIOTCS B H3J0Max MHPsMOH

B KoopauHaTtax Appenmuyca (7, I/n K), 4TO HHTepmpeTHpyeTcsi Kak
T

CMeHa CKODOCTHJIHMHUTHPYIOIIHX peaKUHil TpPH H3MEHEHHH TeMIle-
paTyphl, B JIMHeHHOH uJM Tunep60oJuYeCKOll CBSI3W IIOKasaress,
XapaKTepHU3YIOIero TOT WM HHOWU mpolecc ¢ TeMuepartypoil. MHor-
la, oco6eHHO B CJIOXKHBIX MHOTOKOHTYPHBIX cHcTeMax, Ha6Jioga-
eTcsl 3KCTpeMaJsbHasi 3aBUCHMOCTb GHOJIOTHYECKOTO IapaMerpa OT
TeMIepaTyphl. DTO 3acTaBJseT OOpaTUTb BHHMaHHE Ha METOZOJIO-
THIO aHa/M3a CJOXHBIX CHCTeM, TJe OIpelesleHHOE BJHSAHHE Ha
CHCTEMY MOXKET JaBaTb IPOTHBONOJOXHBIH BBIXOAHON OTBET IO
CPaBHEHMIO C BJHSHHEM TOTO ke (aKTopa Ha COCTaBHBIE 3JIEMEHTHI
CHCTEMHI.

Kak mokasaHO Ha pasHBIX KHBOTHHIX, Qo I MeTaGoaH3Ma,
OIpeNeNsIeMOro MO IOIVIOLIEHHIO KHCJIOPOAa, KaK NpPaBHJIO, JIEXKHT
B npefenax 2—3 [1,9—23] u cuipHO 3aBHCHT OT LpefajaNTalHH
opranusma. Tak, y canamasapul Dicamptodon ensatus oGMeH B
JHYMHOYHOM COCTOSIHHH XapaKTepH3yeTcCsl CJeNYOIUHMH BeJHYU-
Hamu: npu 10—15° Q;0=1,85; mpu 15—20° Q=1,34. ¥ B3pocbix
*KHBOTHBIX, OGHTAIOIHX NPH GoJiee BBHICOKO TeMIepaType, COOTBET-
CTByIolHe BeJu4uHBl Qo 2,27 u 4,1 [24]. Cxoxmneie pesymbTaThl
nosy4yeHbl M Ha Jpyrux Buaax améubuit [25, 26]. XapaxrepHo,
YTO TNIPH TOH TeMIepaType, K KOTOPOH XKHMBOTHOe aKKJIHMHPOBaHO,
Q10 MOXeT nocTHraTh MaJjbx BeimumH— 1,1—1,5 [19, 27, 28].
IMokasaHo Takxe Ha pniGax [28, 29, 30], canamaugpax [19, 21]
u Jgarymkax [22, 23], 4To npH HH3KOH TeMuepaType aKKJIMMaLHH
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ypoBeHb MeTaGosin3Ma 1o aGCOMIOTHOH BeJHYMHE BO BCEM TeMIle-
paTypHOM [OHana3oHe HHXKe, YeM Yy XKHBOTHBIX, afaNTHPOBaHHBIX K
BBICOKO¥ TeMIepaType. B HEKOTOpBIX clyyasix BO3MOMKHA HHBEPCHS
TeMIepaTypHOR 3aBHCHMOCTH O6MeHa — yBe/jHueHHe OOMeHa C TO-
HHUXKEHHEM TeMIlepaTypbl Ha yyacTKe OKOJO 30HBl aKKJIUMalHH
[31—33].

TxaHeBOoH MeTaGoJNM3M 3aBHCHT OT TeMIepaTyphl TaKHM Ke
o6pas3oM, Kak M OOLHi, HO HMeeT 3HAYHTEJbHO MEHbUIYIO HEJH-
HeWHOCTh (Qio NMPHMEPHO OJMHAKOBO IPH BCEX TeMIepaTtypax)
[1, 8, 34—39]. DTo MOXHO OGBSCHHTb TEM, UYTO HEpaBHOMEPHOCTb
TeMIepaTypHOH XapaKTePUCTHKH YBEJIHYHBAETCSI C POCTOM CJIOXK-
HOCTH CHCTeMBI BCJIEACTBHE MOSIBJEHHS NONOJNHHUTEJIbHBIX JHMHTH-
PYIOIIHX IPOIECCOB.

Ha6nionaemble B TKaHsX, OpraHax M LIeJIOM OpraHH3Me CIBHIH
MeTa6o/IH3Ma CBSI3aHBl YAaCTHYHO C H3MEHEHHSIMH CepIevHOH Ies-
Eem;Hocim, a Cl1efoBaTeqbHO, H C KHCJIOPOLHBIM TPAaHCIOPTOM
40—51].

BJHAHHUE TEMNEPATYPblI HA YACTOTY CEPJALEBUEHUNA

H3BecTHO, 4TO YacTOTa CNIOHTAHHBIX COKpAIleHHIT cepAla XOM0L-
HOKDOBHBIX M TEIVIOKPOBHBIX JXHBOTHBIX BO3PAacCTaeT C NOBLIILIEHHEM
TeMNepaTyphl U Najfaer ¢ ee NMoHHKeHUeM (Q;o KosnebyeTcss B MIH-
POKMX mpejesnax). ¥ MNOHKHJIOTEPMHBIX MXHBOTHHIX CBSI3b PHUTMA
cepiuebueHuil ¢ TeMnepaTypoi in vivo BhipaxeHa cuJibHee MO CpaB-
HEHHIO C H30/1MPOBAaHHBIM CEPALEM, BepOSITHO, BCJIEACTBHE KOMIIEH-
CaTOpPHOTO AeficTBHSI HepBHOH cHcTeMbl [52]. MckaicueHne cocras-
JI0T PBIOHI, Y KOTOpPHIX 3(pdeKT o6paTeH, UTO MOXKHO CBSI3aTh C OT-
CYTCTBHEM CHMIAaTHUeckoi peryasuuu [53]. ¥V TemnokpoBHBIX (C
BLIKJIIOYEHHOH TepMOperyJsuueldl) 3aBHCHMOCTb 4YaCTOTHI CepAle-
O6HeHUI OT TeMIlepaTyphl B JAOCTATOUHOH CTeNeHH OJHOPOAHA M Xa-
paKTepu3yeTcs CHeAYIOUIMMH BenuuuHamu: Bbime 20° Qo paBHO
2,5—3, Huxe 15° Bospacraer no 4—6 [54—60]. IIpu sToM y Bcex
BHIOB KpHBas He HMEET I'HCTepe3nca, T. €. 3aBHCHMOCTb YacTOTa —
TeMIepaTypa OJUHAKOBa NPH HAarpeBaHUH H OXJaXKIEeHHH.

Y XONOZHOKPOBHBIX TeMIlepaTypHasi 3aBHCHMOCTb pHTMa B
6oJbiuefi YacTH TeMIlepaTypHOrO [Halla3oHa XxapaKTepH3yeTcs
Q0=1,56—2,5. Tak, nna Phrynosoma Q0 B nguHamazoHe 5—35°
oxuHakoBa u cocrasiasier 1,8. Takue Ke HHM3KHe 3HayeHUs Qo OT-
meuenbl y Dipsosaurus [61] u Crotaphytus [62]. Oasi Gerrhonotus
Q10=2,3 [63]. AHasornuHble NaHHbIE MOJY4YEHBl IJIsSI MHOTHX BHIOB
sumepuy [64]. ¥ omHHX BHIOB 3aBHCHMOCTb PHTMa OT TeMIlepa-
TYpbl TOYTH 3KCIIOHEHIHAaJbHA, Y NPYrHX — JorapupmMuyeckass He-
JIHHEHHOCTb JOCTAaTOYHO BEeJHKA U B HH3KOTEMIIEpaTypHO# 06JacTH
Q10 MOoXeT GbiTh B 1,5 pasa Goubie. Takasgs 3aKOHOMEPHOCTb (pOCT
Q10 C TOHMXKEHHEM TeMIepaTypbl) THNHYHA MAJAs MHOI'MX BHIOB
[41, 65]. B psame cayyaeB y XOJIOLHOKDOBHBIX HAGIOaeTCs THCTe-
pesyuc TeMIepaTypHON 3aBHCHMOCTH putMa. Hanpumep, nas Tili-
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qua npu HarpeBaHMH Qo cocraBiser 1,8, a npu oxJaXKIeHHU yBe-
JUuHMBaeTcsl 10 2,2 B OXHOM M TOM JKe TeMIIepaTypHOM [HanasoHe
[43]. Oxnnako nns Pitnophys [66] Qo MeHblle NMpH HU3KHX TeM-
nepaTypax B OTJHYHe OT OOJBIUHHCTBA NOMKHUIOTEDMHBIX KHBOT-
HeIX: mpu 10—20° Qo=1,5; mpu 20—30° Q;0=2,3.

CienyeT OTMETHTb, YTO XapaKTePHCTHKa DHTM — TeMIepaTypa
BapuabenpHa. PasnuyHble aBTOPHl NAIOT 3HauYeHHS Qo AJIS OJHOrO
BHJla JXHBOTHOTO, OTJHYalomuecs Gosee yem Ha 50%. dto, BepoAT-
HO, CBSI3aHO C TeM, YTO He YYHTHIBAIOTCA JBA BaXHBIX (akTOpa,
BJHSIOIIHEe HAa 3aBHCHMOCTb PHTMa OT TeMIlepaTyphl: TeMIepaTyp-
Hasi NpelbICTOPHST W BpeMs rofa. JlaBHo u3BecTHO [67] BausiHue
Ce30Ha Ha KPHUBYIO PHUTM — TeMIlepaTypa IJs JATYLWIKH: JIETOM 3a-
BHCHMOCTb JIMHEHHa, 3HMOH — 3KCIOHeHIHaJbHA. Jlo6aBieHueM
THPOKCHHA YyIAeTcsi NepeBeCTH «3HMHIOIO» 3KCIOHEHUHAJbHYIO 3a-
BHCHMOCTb B «JIETHIOIO» JIIHEHHYIO; NPU BBEIEHHH THPOKCHHA JIETOM
H3MeHeHHll XapaKTepHCTHKH He Habuionaercs [68].

Hexoroprie nccienoBatean [69—71] cBA3bIBAIOT AefCTBHE TH-
POKCHHA C H3MeHEeHHeM UYBCTBHTEJNBHOCTH KJETOK K afpeHauHy,
u6o neficTBHE ajZpeHa/MHA YBEeJHYHBAETCS MPH IOBBILEHHH TEMIie-
patypel. ¥ pui6 (Ciprinus carpio) noGaBieHHe afpeHa/JHHa ype-
’)KaeT PUTM, NMpHYeM 3TOT 3PdeKT HaGJIONAETCA TOJbKO IIPH HH3-
kux temneparypax (Huxke 10°) [53]. ¥ asrywek Rana ridibunda
C NepexOJOM OT 3HMBI K BeCHe KPYTH3HA TePMOXPOHOTPOIHOM Xxa-
PaKTePHCTHKH YyBeJHYHBaeTcss B 00J1acTH HH3KHX Temmepatyp [71].
Y KMBOTHBIX, aKKJHMHDOBAHHBIX K TelJy, aGCOJIOTHbie 3HauYeHHs
CeplIeyHOro pHUTMa MeHbIle, YeM y JKHUBOTHBIX, aKKJIHMHPOBAaHHBIX
K XOJIONY, 8 KPYTH3HA TEPMOXDOHOTPOIHO! XapaKTEePHCTHUKH yBeJH-
ypBaeTcsi NpH HHU3KHUX TeMmeparypax [72]. l3Menenue cBs3H
PUTM — TeMIepaTypa IpH aKKJIMMALDHU JKHBOTHHIX MOXeT OBITb
Cle]CTBHEM H3MEHEeHHs HOHHOTO COCTaBa IJIa3Mbl KPOBH H COOT-
HOILEHHS] KOHIEHTpAal{H HOHOB BHYTPH KJeTKH [73, 74]. Bwunm
HONBITKH HCIOJb30BaTh 4acCTOTYy cepAueGHeHHil Kak Mepy MeTa6o-
JM3Ma y TEIJIOKPOBHBIX H XOJOJHOKDOBHBIX HBOTHBIX [75—85],
u60 pasjuyHble IPHYHHBI (He TOJBKO TeMlepaTypa) CHHXAIOT ya-
CTOTY CephueOHeHHH U OJHOBPEMEHHO YMEHbIIAIT MeTabo/H3M
[49, 51, 86, 87]. Bo MHorux cayyasix H3MeHeHHs MeTaboJH3Ma,
4acTOTHl cepAlueOHeHUHl M OblXaHHS CXOAHBl H HMeIOT ONHHAKOBHIE
tTeMnepatypHble Ko3d¢uuuentsl. IIpu KpaliHuX 3HauYeHHsIX TeMIepa-
TYPHOTO [HamnasoHa 3Ta Koppesasuus Hapymaercs [88]. Kak mpa-
BHJIO, TEPMOXPOHOTPOIHbIE XapaKTEPHCTHKH O6oJiee CTAOMJbHH, a
MeTa60/M3M 3HAYHTEJNbHO 3aBHCHT OT Beca MXHBOTHoro [89—99].

BJIHAHHUE TEMNEPATYPBI HA 3JIEKTPHYECKYIO
AKTHBHOCTDb KJIETOK MHOKAPIA

BHefipeHHe MHKDO3JIeKTPOJAHON TEXHHKH IO3BOJIHJIO ONpPENETHTDH
3¢ dexTs TeMnepaTypbsl Ha NOTEHUHAJbl NOKOSI U NeHCTBHS B KJeT-
Kax pas3iuyHbiXx oTaesoB cepaua. CorsacHo ypaBHeHuio HepHcra,
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OXJIaXKleHHe [OJKHO yMeHbllaTbh noTeHnuan nokos (III1). Sto
Habsofanloch B IeHcMeKepHbIX kjaeTkax [100—104]. Awuasorauno
mensiercs III1 B knerkax npexcepaus xkpoauka [103—104],
kowkH [105—106], ampubuir [107—108], pri6 [109, 110]. B cepx-
ue xowkwu, TtejseHka IIIl mapanm Gosee xpyro mpu Temmepartypax
Huxke 25° [105, 106, 111], 4TO NMPUBOAMIO K HCYE3HOBEHHIO CIIOH-
TaHHOM aKTHBHOCTH KJjeToK. OQHaKO B APYrux paboTax NOLYEpKH-
Baercsl, uro IIIl He MeHsieTcs ¢ TeMmepaTypoll M 3TO corJacyercs
c BoiBomoM XomxkuHa W Karma [112]. Tak, He oGHapyXeHO H3-
meHenusi III1 B usonupoBanHOM npencepauun OypyHAYKa B auana-
3oHe 6—31°. C mpyroil CTOpOHEI, B NpeNCEpPAHH KPOJHUKA H APYTHX
KHUBOTHBIX, He BNANAIOIUX B 3HUMHIOIO CHISYKY, Ha6J/104a/a0Ch
3ametHoe najeHnue [1I1 B nuanasone 25—17° [113].

MUuKpPO3/1eKTPOAHBIMH HCCJIEJOBAHUSAMH YCTAHOBJIEHO, YTO MpPH
NOHHXKEHUH TeMIlepaTypel CKOPOCTb ONOHTAaHHOH WJH JHACTOJHYE-
CKOH JenmoJisipH3allid yMeHblaeTcsi, Kak H ypOBeHb MeMGpaHHOro
NOTeHIHaNa, a YPOBeHb KPUTHYECKOH [eTOoJNspU3alUU NPaKTHYECKH
He usMeHssca [104]. B cepaue TemJOKPOBHBIX mNeHCMeKepHas
aKTHBHOCTb CPeqd IPYyrux (H3HOJOTHYECKHX NapaMeTpPoB HauboJiee
ycToiiuuBa K oxJaaxnaeHuto! Jlo6aBneHue anerunxonausa (1077 e/ma)
K CHHYCHOMY Yy3Jy KpOJHMKa BOCCTAaHaBJIHBAaJO IeHCMEKEPHYIO
aKTHBHOCTb, NPEJBAaPUTENbHO MOAABJEHHYIO OXJ1aXKIeHHEM.

Ha knerxkax »Xeqymouka yesioBeKa TaKXKe He yIaJoCh BHISIBUThb
ymenbinenue IIIT npu rumorepmun mo 28,5° [114]. Ananoruuusie
JaHHBIe IIOJyuYeHbl Ha MefCMeKepPHBbIX BOJIOKHAX Kabbl H KJeTkKax
npencepanss MOPCKOH CBUHKH. IlonpoOHble HcclefOBaHHSI BJIMSIHHUS
temnepatypsl  Ha III1 npoBenensl Ha BosokHax IlypkuHbe Temso-
KpoBHbIX [116—118]. Ilpn nonuxkenumu Temnepatypnl go 20° IIII
MeHsieTcs: MaJjio, oT 20 no 10° BONOKHA cierka [enoJsipHU3YIOTCs,
Hmke 10° IIIT cocraBasier Bcero 10—30 M8, U KJIETKH CTaHOBSTCSA
HeBO30yauMbiMH. CIBHIOM MeMOpaHHOTO IOTeHLHajJa MOXKHO BHI-
3BaTb aHOLODa3MbIKAaTeJbHOe BO30YyXKJIeHHe IpONyCKaHHeM TOKa
naxe npu 4° [119]. Ha nanunnaspHO#l MbllULle MOPCKOH CBHHKH
OLIIO [OKa3aHO, UYTO BLICOKAsl KOHLEHTpalus KajabLus B pac-
TBOpe NpelNOTBpal(aeT AeNOJspH3aLHI0, 00YCJIOBJIEHHYIO OXJaxKIe-
HueM [120].

Habnwonaemble cauru III1 mMoXHO Jlerko OGBSICHHUTb H3MeHe-
HHEM BHYTPHKJIETOYHOTO CONEp2KAHHUSA HOHOB HaTpHd H KaJjus.
H3BecTHO, YTO MOHMKEHHe TeMIEpPaTypbl 3aMelJsieT CKOPOCTb
pa6oThl KaJHH-HATPHEBOro Hacoca. JTO JOJIKHO NPHBOAHTbL K yBe-
JIMYEHHIO BHYTPH KJETKH KOHLEHTPAllii HOHOB HATPHA H yMeHb-
IIEHHIO — KaJiusl. [edcTBHTENbHO, TpH TeMIepatrype 2—6° B na-
NHJASPHOA MBbllule Kowku 3a 30 Mur KOHLEHTPALHsl BHYTPHKJe-
TOYHOTO HAaTpHs yBeJHuuBaeTcd ¢ 42 no 85 mm, 3a 3TO XKe BpeMs
KOHIEHTpalHs Kajus yMmeHbwaercss ¢ 160 mo 120 mm [121]. Ana-
JIOTHYHBIE JaHHble MOJy4YeHbl Ha YyIIKaXx INpefcepaHsi MOPCKOH
cBukd [122] u BosokHax Ilypkunbe oBub [119]. YMmeHbuIleHHe
[T B kaeTKax cepala TeNJOKPCBHBIX IpH TeMmiepatypax, GJau3-

154



Kux K 0°, BepOsITHO, CBSI3aHO He TOJBKO C W3MEHEHHEM BHYTpHKJIE-
TOYHBIX KOHIIEHTPALlH# HOHOB, HO M OOYCJHOBJIEHO H3MeHe-
HHIMH KaJHeBOH W HAaTpHeBOH IPOBOAUMOCTH KJETOYHOH MeM-
OpaHml.

To, 4TO y TeNnJIOKPOBHBEIX NPH CHHXKEHHH TeMIlepaTypel n0 25—
20° (a y suMHecnsmHUX *KHUBOTHHIX g0 10—5°) IIII He cHuXKaercs
WM YMEHBbUIAeTCS He3HaYHTEJbHO, CBHIAETENbCTBYET O CYIIECTBO-
BaHHH B KJETKe IOMeOCTaTHYeCKOTO MeXaHH3Ma, KOTOPHIH B ompe-
IeJeHHOM TeMIepaTypHOM IHala20He MOXKET NPOTHBOAEHCTBOBATb
nonuxenuto III1, cBsizaHHOMYy ¢ TeMmepaTypoii. 3aBHCHUMOCTb CKO-
pocT paboThl KaJHUHA-HATPHEBOrO HACOCa OT BHYTPHKJIETOUHOMH
KOHIeHTpallMH HAaTpHS MOKa3aHa Ha CepAeyHOl MblUille M APYTHX
TKaHAx [123—130] — B «(H3HOJOTHYUECKOM» AHANa3GHE KOHLEHTPa-
LUUA HaTpPHS CKOPOCTb BBIXOZA 3TOrO HOHA M3 KJETKH IPONOPIHO-
‘HaJpHa KyOy BHYTPHKJIETOUHON KOHIIEHTPAaLHH HOHOB HaTpus. Oue-
BHIHO, MPH HHU3KHX TeMIllepaTypax 5TOT MeXaHH3M Hapyiiaercs, H
KJeTKH OBICTPO HakamiuBaloT HaTpHil. OTciofla NOHATHO OTCYTCT-
BHe WM HebGoJjblioe BiausiHHe TeMnepatyphl Ha [II1 cokpaturenn-
HBIX KJIETOK MHOKapJa XoJoAHOKpoBHBIX [118, 131].

OrcyrcrBue uaMeHenuii I[1I1 npu noHMKeHHHM TeMIepaTyphl KocC-
BEHHO MOJATBEpKAAaeTcs TeM, YTO aMIVIUTYyAa NOTeHIHaja NeHdCTBUS
(I1O) ne ymenbmaercsi, a uHorga u pacrer [115, 131]. Heo6xo-
JUMO YKa3aTb Ha OIHY BaXKHYI0O MeTOAMYeCKylo aeranb. K3 Hammx
HCCJelOBAHUH CJefyeT, UYTO eCJH MHKPO3JeKTPOAb BBOLUTb B
KJIeTKYy IPH HH3KHX TeMIlepaTypax, TO HabJi0[aioTcs HU3KHE BeJH-
yunbl T1IT u TI[. B Tex cayuasix, Korja MHKpPO3JeKTpPoJ OBl BBe-
IeH B KJETKY Ipu Bbicokux Temnepatypax u [II1 u I1[ cHumanuch
M3 OJHOH KJEeTKH, MX yMeHbILEHHs C OXJaXJeHHeM He HabJmona-
JIOCb. DTO MOXHO OOBSICHUTb TeM, YTO IPH BBICOKHX TeMIepaTypax
«3aJurnaHue»> MeMOpaHbl BOKPYr MHKPO3JEKTPOZA INPOHUCXOTHT
Jyuyllle, YeM IPH HU3KHX.

" Ecnu nocie BBIZepXKHUBaHHUS CePIAEYHOH MBIIIIB TeNJIOKPOBHBIX
NpH HHU3KOH TeMIlepaType (B 3THX YCJOBHSX IPOHCXOJHT 3arpyska
KJIeTOK HaTpHeM) TipelapaT NOMECTUTb B PacCTBOP C HOPMaJbHOH
TeMIepaTypol, TO BO3HHKaeT 3HayHuTeJbHas THUIEPNOJsSPH3ALHL
mem6panbl (no 300 mse) [132]. Ona ycTpaHsieTcsi NpH HHTHGHPO-
BaHMHM HaTpPHEBOro Hacoca. BeposiTHo, mocJje 3arpyskH KJeTKH
WOHAMHM HaTpus M AaKTHBAallMM Hacoca TeMIepaTypol mocJaeqHHul
CTAQHOBUTCSI 3JIEKTPOTEHHBIM — BHITaJIKHBaHHe HATPHS He KOMIIeH-
CHpYyeTCs NOJHOCTbIO BXOLOM KaJHsl.

UameHeHne TeMIepaTyphl 3HAaYUTEJIbHO BJHSAET HAa aMILIHUTYLY
I1[1. B muokapauaabHO#l TKAHU HEKOTOPBIX XKHBOTHBIX (B Ipencep-
OUY W NManu/JISPHON MBIILIIE KOLIKH, BOJIOKHaX [lypkuHbE) ¢ MOHH-
KeHHeM Temnepatypel ot 38 mo 25° ammautyna I1J1 Bo3spacraer
©6e3 3aMeTHOro usMeHneHuss MemGpansoro ITIT [105, 106, 111]. Ox-
JlaXKJeHHe H30JHPOBAHHOrO Ipencepius GypyHayka ot 31 mo 6°
[103], xeaymourka xalbbl or 25 mo 11° u npexcepausi MOPCKOH
CBHHKH OT 35 ;10 25° cONpOBOXKIaeTcss 3HAUYHTEJbHBIM YBeJHue-
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HHeM ammautyabl u oBepumyta I1[1 [115]. C mpyroit cTopoHbl, B
H30JHMpOBaHHOM InpeiacepiuH kposauka IIIl ymeHbliaeTcs B yc.10-
BHSIX TIOHHXKEHHs TeMnepaTyphl oT 25 1o 17° [103].

Amnauryna T1JI KJIeTOK CHHYCHOro y3jia KpOJIHKAa OCTaBaJjach
TNOCTOSIHHOH B HHTepBase 34—42° u ymeHbIuanach Bbime 42° [133].
B BonoxkHax Ilypkunbe cobaku B uHTepBale 25—40° oHa GHICTPO
cHmxkaercsi [116]. B kierkax Kenyqouka JsSrywkd amniadryna [1]]
uMeeT MaKCHMaJbHOe 3HaueHHe npu 18—24°, napgaer c mnosbiiue-
HHeM TeMmnepartypsl A0 30° W NpaKTHYECKH He MeHsIeTCS C NOHHXKe-
udeM ot 18 mo 5° [6]. Bumumo, yMmeHbweHHe aMnauTyaer [T
cBsi3aHO ¢ nanenueMm BeauuuHbl I1I1, u6o ycraHoBaeHo, uTO nemo-
JSpH3alusl TNPHBOAHT K HHAKTHBALMK HaTpHHANEPEHOCHIIEH CHCTe-
Mbl [134—151].

TpynHee oObsicHUTb yBeqaudeHue ammautyasl [10 npu noHuxe-
HUH TeMnepaTyphl. MoXeT GBITb BBICKa3aHO HECKOJBKO THIOTE3.
CornacHo teopun XomKKkuHa — Xakciu, 3TO MOXHO OGBSCHHTb
yMeHbllleHHeM HaTPHEeBOH HHAKTHUBAIMM HJH H3MEHEeHHeM COOTHO-
IIEeHHs 'KaJHeBOH M HaTpueBoi nposopumoctd [139]. Omuako npy-
rHe NpPHAEPXHUBAIOTCS MHEHHs, YTO NapaMeTp A MaJo 3aBHCHT OT
tremnepatypbl [136]. Bosee BeposTHO mpenanosoxkeHue o6 yBesu-
YeHHUH KaJblieBON MNPOHHUNAaeMOCTH (Pca) NpU HHU3KOH TeMnepa-
Type, TaK KaK MHOTOYHCJIEHHBIMH HCCJIEIOBAHHSIMH TOKa3aHa BaX-
Hasi posab KaJjbuusi B reHepauuu I [152—166]. OTBeTcTBeHHa
3a yBeJHuYeHHe Pc, KOHIEHTpalMs BHYTPHKJIETOYHOrO HaTpHs, KO-
TOpasi BO3pacTaeT BCJEICTBHE ICHHXKEHHsS CKOPOCTH paboThl Ka-
Juii-HaTpHeBoro Hacoca [167—171]. IloMumMo BIHSIHHS Ha aMIUIH-
TyLy, TOHHXKEHHe TeMIepaTyphl 3aMelJjsieT CKOPOCTb HapacTaHMd
zenoasipusanuu. B cepaune co6aku Qo AN MaKCHMaJbHOR CKO-
poctu nenoasipuszanuu (Vmax) cocraBiaser 1,9, npuueM B auana-
30He 38—26° cBsisb Vmax — TeMnepatypa JuHeiiHa. l3meHenue
CKOPOCTH NpOBeNeHHs] NpPH IOHHKEHWH TeMIepaTyphl YacCTHUHO
MoXeT ObITb CBSI3aHO C MNajJeHHeM MaKCHMaJbHOH CKOPOCTH
JenoJsIpU3allii, YacTHYHO C YBeJHYEHHEM IHTOIIa3MaTHYeCKOro
conporuBienus (Qo=1,5). Tak kak TemnepaTtypa BJHSIET
ONHOBPEMEHHO H Ha CONpPOTHBJEHHE BHEKJETOUHOH XHIKOCTH,
COOTHOLIEeHUe r;/r, MeHseTca MaJjo. TOJAbKO B YCJAOBHAX IJIy-
60KOro OXJaXKJeHHs INpOBeleHHe HayHHAaeT pPE3KO YMeHbIUAThb-
csl  BCJENCTBHE pacxoxaeHuss MemMOpan B o6jgacTh Hekcyca
[172, 173].

HauGosnee BbipakeHO B/IMSHHE OXJaXAEeHHS Ha IJHUTEJbHOCTDb
IO. lpu u3yueHHUH TeMIiepaTypHBIX KO3(QPHUIUEHTOB Ppa3HYHBIX
¢as I11 [111] BonokoH IlypkHHbe NapHOKONBITHBIX MOJYUYeHbl
cnenymomie 3HaueHus: Qio: A (a3bl GHICTPOH AenossipH3alHu —
1,68; mas ¢asst nuato— 4,64; Aas ¢da3bpl KOHEYHOH penojsipH3a-
uuu — 2,58; nasi ¢as3el MeNJIeHHOH MAMaCTOJHUECKOH [enoJsipusa-
muH — 6,29. JlJsi CHHYCHOTO y3JAa KpOJHKa 3HaueHHsi Qo A/a Tex
*ke ¢as I10 cocrasasior 2,7; 4,7; 2,6; 3,2 COOTBETCTBEHHO [133].
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TakuM o6pa3oM, Haubojee YYBCTBUTENbHbl K [IeHCTBHIO TeMmepa-
Typel B NeHCMEKepHHIX KJjeTKax ¢asa nnato u dasza MemjeHHON
NHACTOJNHYECKOH HeNo/IsipH3auuH.

Ananusupysi meficTBHe TeMIlepaTypbl Ha pasHble ¢asbl penoJs-
pusamun I1[] XKejnymouxka JATYIIKH, OOHapyXKHJH, UYTO YMEPEHHOE
NOHUXKEHNe TeMIepaTypsl Haubojee BJaHfeT Ha (asy maato, a
peskoe TMOHHXKEHHE 3HAYUTEJbHO YIJHHSET (pasy KOHEYHOH O6hiCT-
poii penonsipu3auud. dta Gasza HEYYBCTBHTENbHA K CHHXKEHHIO TeM-
nepatypsl 1o 15° [174].

BiusHue TemnepaTypbl Ha JJaurteabHoctb [1[]  onpenensiercs
yacroroil cepaueGueHuii. Manasi yactoTa B YCJOBHSIX HCKYCCTBEH-
HOH CTUMYJSIMHM cepAlla WJM INpenapara in vitro He yKopauHBaeT
[T npu BeICOKO# TeMmmepatype [102]. YBennuenue uactoThl oT 16
10 39 munw~! npu 25° B mpeicepiHMH MOPCKOH CBHHKH BBI3BIBAJIO
yMeHblieHne puurteibHoctd IIJI. Takoro ykKopouyeHHS JAJIHTEJNb-
Hocty [1JI He HaGuomajoch B Keqyloyke »KaGbl, eCJIH YacToTa
yBesnnuuBasnace ot 20 xo 36 mun—! mpu 25° [115]. B uccaenposa-
Husix [106] Ha manmuaasipHON MbILILE CepAla KOWKH HaHMeHbLias
gautejapHocTb ¢asbl niaro I1J] 3aperucTpupoBaHa INpH CTHMYJd-
uuu yacroroi 120 mun—!, HaunbGonbwas — npu 30 mun—! B uHTEp-
Base 20—37°, XOTS BO BCeX cCJaydasix ajaurtenbHocts [I[1 B ycio-
BUSIX HU3KHX TeMIlepaTyp oKasaJjacb O6oJjblle, 4YeM B YCJIOBHAX
BBICOKHX.

Hamyn nompo6Ho nmpoaHa/nu3HpPOBaHO [eHCTBHE TeMIlepaTypHOTO
cdakTopa B XKeNyLOuKe JATYIIKH KakK Ha onuHouHble ILJI, Tak u Ha
[T npu pasnuunbix pexumax crumyasuuu [131, 175, 176]. Oxa-
3ajioch, yTo obmwas aautenbHocT» [1J] yBenuuuBamace ot 0,33 cex
npu 30° mo 2,6 cex mpu 5° 3amrucumocTh AgautenabHoctH 1] ot
TeMIepaTypbl 3KCNOHeHIHa/JbHa. 30Ha MHOCTeNeHCTBHS ONHHOYHOTO
ITI yBennuuBaercs ot 0,32 mo 8,2 cexk npu Tex Ke H3MEHEHHAX
Temnepatypbl. IIpy ee NoOHHKeHHH NOBBHIIAJaCh YYRCTBHTEJIbHOCTb
KJeTOK K YacTOTe CTHMYJsuuu: npu 24° wacrora Mmenbuie 0,5 cex™!
BJHsiIa Ha AJautenbHoctb [111, a ripu 7—5° maxe uyacrora 0,1 cex!
yMeHblaeT aauteapHocts 1.

BhiunciieHne 3Hepruu aKTHBAaLMM [ajo CJelyloliHe 3HauyeHHs
u (kaa/moae): nns 30ub mnociaenedcTBus — 27 300, 0Js1 HavaJbHOI
yacTd maato — 5700, 1Js KoHeyHOH yacTH miaato--— 14 900, nas
¢dasbl KOHeuHOH OblcTpoit penoaspuzauuu — 2900 nesaBUCHMO OT
ydyacTka.

OHeprus akTuBaluy B ¢ase IIaTO HapacTaeT C yBeJHUYeHHEM
mMem6panHoro mnortennuamna (MII), B ¢ase KoHeuHOH ObICTPOI
penoasipusanuy oHa He 3aBucuT orT MII. Bospacranne wuacTOoTH
CTHMYJISIIIMM yBeJHuYnBaeT p (asbl HJIATO, He BJMSIET HA TeMIlepa-
TYPHBIA KO3(pGHUIHEHT U | KOHEUHOHM YACTH penoJsipu3anuu. DHep-
r'Hs aKTHBAaLlMH peakluH, ynpasnisiiolledl ¢a3of naato M 30HOH
nocaeneficreust 11, coBnmagaer ¢ p s MHOrHX (pepMeHTaTHBHBIX
peakuuii, B TOM uHcJae C 3Heprued axTWBanuu peakuun ATP—
AT®-aza.
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Ilpy mocTpoeHWH KpPHUBOH B appeHUYCOBCKHX KOOpAHHATax
(InV; 1/T) okasajocpb, 4TO HayaJbHasi YacTh ILIATO YIPaBJSETCA
no KpaiHell Mepe ABYMSl peakUusMH (SHEpPruUsl aKTHBAUMH [JIsi
pazHBIX TeMIepaTyp HEONHWHAKOBa). Pe3ynbTaTel 3KCNEpHMEHTOB
H pacyeToB COIJIACYyIOTCS C THIOTe30d, TNpeanoJaralouieii uTo
B OCHOBe KOHTpoJs1 ammautyawl 1M, ¢asel penonsipusanuu u 30HBI
nocJjefeiCTBUSL JieXKaT XHMHYECKHe peaklud (pepMEeHTATHBHOTO
THIIA.

HMeromnecs B Hacrosllee BpeMsi HaHHblE MOXKHO OGOGILHTD
B (dopMe YTBepXKIEHHS, UTO OXJaXKIeHHe HaMHOIO yBeJHYHUBAET
AJIMTeJIbHOCTb TOTEHLHaja AeHCTBHS B BOJIOKHAX BCeX THIOB H Y
BCeX BHIOB XKHBOTHHIX H penoJisspusaunusi B ¢asy mrato HauGosee
YyBCTBHTEJbHA K H3MepeHHsM TeMnepatypnl. Peaknus I1]] Ha ua-
CTOTY CTHMYJISIIMY BO3PacTaeT C NMOHUXKEHHEM TeMIepaTyphl.

Bospacranue pautenbHoctd I1Jl ODpH HH3KHX TeMIepaTypax
MOXKHO OObsiCHHTb TeM [131], 4To B MHOKapie AJHTEIbHOCTb (Hasbl
naaro I1[] koHTposnupyeTcss BHYTPHKJETOYHOM KOHUEHTpallMed HarT-
pHs yepe3 H3MeHeHHe CKOPOCTH pabOThl KaJHH-HATPUEBOI'O HACO-
ca. DTO NPOHCXONHUT cJenylomiuM o6pasom [175]: 3abpoc HOHOB
HaTpHUsi BO BpeMs JeNOJpH3allHd — aKTHBAlLUsl Hacoca —3JeKTPo-
reHHOe BbITaJKHBaHHE HATpHUS — 3aJiepXKKa KaJHeBOl IpOHHIlae-
MocTH (HayaJo penoJspU3alii) — HOCTHXKEHHe HEKOTOPOro KpH-
THYECKOI'0 YPOBHS (BeJMYMHA IOTEHIHWaJa WM INajeHHe BHYTpH-
KJI€TOYHOH [KOHLEHTPAalMH HOHOB HATPHS OO ONpeleNeHHOH BeJu-
YMHBI) — BKJIIOYeHHe TIaCCHBHOH KaJ/iHeBOH IPOHHUIIAeMOCTH — OKOH-
YaHHe pemnoJsspH3alyy.

BJUAHHE TEMIOEPATYPbl HA COKPATUMOCTb MHOKAPJIA

H3BecTHO, 4TO cHJIa COKpalleHHH 3aBHCHT OT TeMIepaTyphl
H o6blyHO pacrer npH oxaaxiaenun [106, 177—188]. Onnako
GOJbLUIMHCTBO HCCAENOBAaHHIA BBINONHEHO Ha CIOHTAHHO COKpauia-
IOILMXCS Npenaparax, 4TO He I03BOJISIET OTAEJIUTb HdefiCTBHE Yacro-
TBl Ha COKPaTHMOCTb OT TeMIlepaTypHhIX 3()(}eKTOB, Tak KaK TeM-
nepatypa OJHOBPeMEHHO BJHseT M Ha DHTM, H Ha CHJYy COKpaTH-
TeJIbHOTO OTBeTa, a NapaMeTpbl COKpalleHHH 3aBHCAT HeNOCpelCT-
BEHHO OT pu™Ma cepaueGuenuit [189, 190]. Eme TpynHee ompexe-
JIUTb BJIHSIHHE TeMIlepaTyphl Ha COKPaTHMOCTb MHOKap[a, €C/lH OX-
JIaXKIeHHIO ToJBepraeTcs Bech opranusm [191, 192].

Jlaxe eciqu HM3BeCTHa 3aBHCHMOCTb CHJIBI COKpallleHHH OT da-
CTOTH IIpH OJHOH TeMIepaType, TO ee He/b3s HCIOJb30BaTh MJIs
KOPPEKIHH, TaK KaK caMma CBs3b CHJa — YacToTa cepAle6HeHHU
MeHsSieTCsl C U3MeHeHHeM TeMnepaTypbl. TakXe HeIOCTaTOYHO MH3Y-
4aTb WHOTPONHble 3h(deKTH TeMIepaTypbl Ha 'KaKOH-TO OIHOH da-
CTOTE B CBSI3H C TeM, YTO OTBEThl HEOIMHAKOBBI N0 HHTEHCHBHOCTH
# HaNpaBJeHHOCTH NpPH Pas3JHYHBIX yacTotax cepruebuenuit [106,
181, 184]. HawuGosiee uHpOpMaTHBHO CpaBHEHHE KPHBBIX TIEDHOX
CTUMYJISIIHH — CHJIa COKpAallleHH# NpPH PasjIMYHBIX TeMilepatypax
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WIH H3yueHHe TeMIepaTypHOH 3aBHCUMOCTH CHJIBl COKpAaLIeHHH HA
ONTHMAaJbHBIX JJIS JaHHBIX TeMnepaTtyp yacrorax [7, 179, 181, 193].
Heo6xoquMo y4uTHIBaTh, YTO NPH HHTAKTHOM KPOBOOOpAIIEHHH TO-
HHXeHHe TeMIepaTyphl yBeJIHYHBAET KOHEUHYIO NHACTOIHYECKYIO IJ1H-
HY BOJIOKOH, YTO caMo mo ceGe yBeJHYHMBAET CHJIY COKpaLleHHH MO
sakony ®panka — Crapaunra [194, 195]. 3aBucuMocTs mJiHHA Bo-
JIOKHa — NHKOBOe H30MEeTPHYECKOe HalNpsiXKeHHe TaKKe IOJABEpIKeHa
BJIHSIHHIO TEMHEPATYphl — C OXJIaXKIeHHEeM pPa3BHBaeMOe HanpsiXKeHHe
pacrer GoJblle TPH MaJblX ¥ CPelHHX IJIMHAX BONOKHA, 4eM IpH
Gosnbuminx [194, 196]. Pa3sHOpeyHBOCTb pesysbTaTOB H3y4YEHHS BJHUS-
HHSl TeMIIEpaTyphbl CBs3aHa YaCTHYHO U C TeM, YTO He BCerha HOXKH-
IaloTCsl YCTAHOBJIEHHSI CTAallHOHADHOTO COCTOsIHHA (azanTauusi K
X0JIONYy MOXKeT HATH HecKoJbKO yacoB) [179, 181, 197, 198]. He me-
Hee BaXKHa MOCJEJOBATENbHOCTb HCC/JAELOBAHHSA Pa3IMYHBIX TeMIlle-
paTyp, COCTaBa pacTBOpa M YCJOBHH, B KOTOPbIX XXHBOTHOE BHI-
IepXHBaJOCh mnepen 3KkcmepHMentoM [184, 199—202]. Kak mpa-
BHJIO, CHJIa COKpalleHHH W30JHPOBAHHOH cepAeYHOH MBIIIIK 6o-
Jee crTabuJbHA NP HHU3KHX TeMIlepaTypaX, 4YeM TNpH BHICOKHX
[203—209].

B ycnoBHAX cOXpaHEeHHOH TeMOIMHAMHKH H OTCYTCTBHSI KOHT-
poJii HaNOJIHEHHs CcepAlla OXJaXKAeHHe YBEJHUHBAET YIapHBIH
0o0beM, CepleyHbIi BHIXOJ OCTaeTcsi JHOO TOYTH HOCTOSIHHHIM B
60/IbLIIOM TEMIIEpATYpHOM HHTepBaJje, JHO60 HEMHOro Majmaer, HO
najeHHe BCeria 3HAYHTeJbHO MeHbIE, YeM YMeHbIIeHHe YacTOTHI
[210—213]. ’

Temnepatypa, TIpH KOTOpPOH HaObJ/I0faeTCsI MaKCHMYM CHJIbL
COKpallleHH#1 B cepilie JAryUleX; JeXHT B AuanaszodHe [10—25°
[177, 179, 180, 184, 201, 214, 2i5]. [Ipyrue aBTOpPH YKas3bIBaIoOT,
YTO CHJIA COKpalleHHH MOHOTOHHO YBeJHUHBAeTCs IIPH HarpeBa-
Huu [216, 217]. Ilpu ynpaBasieMoM DHTMe Ha H30JHPOBAHHBIX XKe-
aynoukax Rana pipiens u Rana catesbiana [184] npu Gosbuiux
nepuonax (6osnee 10 cex) 3aBUCHMMOCTb CHJIBI COKpallleHHH MOHO-
ToHHa ¢ Q;0=0,3=-0,5. C noBhHIlIEHHEM YacTOTH 3aBHCHMOCTb H3
MOHOTOHHOR MepeXxOfUT B JKCTPeMaJsbHYIO, IIpHYEM 3KCTpeMyM
CMeIllaeTcsl B CTOPOHY OOJIBIIMX TeMIlepaTyp, a MaKCHMaJbHbIH
COKpaTUTe/JIbHBIH oTBeT Habaiogaerca npu 10° u nepuome ceprie-
6ueHuit 4 cex. CjefiyeT OTMETHTb, UTO TIPU HH3KHX TeMIlepaTypax
3aBHCHMOCTb CHJIBI COKpAINEeHHH OT YacTOTHl yMeHbIlaeTcs, JecT-
Huna bBoyanua aubo criaxuBaercs, Jau6o ucuesaer. Takum obpa-
30M, B XKeJyJOuKe JIATYIIKH BJIHMSHHE YacTOTHl Ha CHJIYy COKpalle-
HHH MHOrO MeHbllle MpH HU3KHUX TeMIepaTypax, YeM TIpH BBICOKHX,
B CBSI3H C YeM B IIepBOM CJyyae TPYAHO ONpeJeJHTb ONTHMAaJbHYIO
4acToTy cepAuebueHui.

Hamumu wucciepoBanusimu [7] Ha MHOKapie XeJyAoyKka Jsi-
rymwku Rana ridibunda, npoBeieHHBIMH IpH GOJIBLIOM MepHOJE
(10 cex), ycraHOBJNEHO, HYTO TepPMOHHOTPOIIHOE YCHJIeHHE COKpa-
IleHHA CONpPOBOXKIAeTCs 3HAUMTENbHBIM yBeJHYEeHHEeM HX AJHTENb-
HOCTH, M TeMIlepaTypHasi 3aBHCHMOCTb CHJIbI COKpalleHHH MOXeT
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ObITb aNNpPOKCHMHUPOBAHA 3KCNOHeHTON B auanazoHe 0—30° c¢ mno-
CTOSIHHOH TeMmepaTypbl 11+1° (mas suMHux Jjasrymwek). Csssb
CHJIBI COKpallleHHsl C TeMIlepaTypol pasJiMuHa MIJsi 3HMHHX H Be-
CeHHHX XKHBOTHHIX. Y 3HMHHX TEPMOHHOTPONHAs 3aBHCHMOCTb MO-
HOTOHHA C OTpHUATENbHOH NPOU3BOILHOH; BECHOH 3Ta CBSI3b H3Me-
HsleTCsl — Y KDHBBIX [OSIBJIsIETCS 3KCTPEMYM, KOTOPHI cMeliaercs
K 60Jiee BLICOKHM TeMIlepaTypam.

Kax B Muokapae aMpubuil, Tak 1 B MHOKaple pPHIG MOHUXKEHHE
TeMIlepaTypbl yBeJHYMBAET CHJY COKpalleHHH ¢ Q;0=0,7--0,8
[7, 109, 218]. MakcuMaJ/bHasi CHJIA COKPALIEHHH CIOHTAHHO COKpa-
mafollerocsi cepaua yepenaxu nosnydena npu 13° [219] u 22° [220].
[Mpencepnus u xenynouek uepenaxu (Psendomys elegans u Scrip-
ta troosti) Ha TOBBLIIIEHHE TEeMIIePATypbl OTBEYAJH YyMeHbIlEHHEM
cokpaTHTeJbHOro orBeta [221] — npu nepuome 10 cex c yBesuue-
HHeM TeMmnepaTypel oT 14 no 38° cuia cokpallleHHH yMeHbUIAeTCs
npuMepHo B 5 pas. C MOBLIILIEHHEM YacTOThl BHJ CBSI3H TeMIlepa-
Typa — CHJIa COKpallleHHH MeHsieTcs: INpH nepuoie 2--3 cex Mak-
CHMaJIbHBIH COKpPaTHTEeNbHHIH OTBeT Habuiogaercs npu 20°. Ilpu
HU3KHX TeMIllepaTypax TMOBbIIIEHHe YaCTOTH 3HAYHTEJIbHO yMEHb-
aJjo CHJy COKpalleHHH.

HnrepecHple [aHHBlE 1O TEPMO3aBHCHMOCTH COKPaTHMOCTH
MHOKapaa mosydyeHsl Ha simmepuuie Dipsosaurus dorsalis — B xeimy-
LOYKe - MAKCHUMAaJbHBI COKPATHTEJNbHBIH OTBET OTMeYeH NpH 25—
30° [222]. Vnorna HaGuaonaeMasi y XOJONHOKPOBHBEIX SKCTpeMaJib-
Has CBsI3b CHJIBl COKpallleHHH MHOKapla C TeMIepaTypoi MOXKeT
ObITb CBsi3aHAa C TeMIlepaTypHOl mpenakkauManueir [17, 18] —
MHOrve ¢usHoNoruyeckHe (QYHKIHH MaKCHMaJsbHbl IPH TeMIepa-
Typax OGUTaHHUS }KHUBOTHOTO.

MHorounc/ieHHble HCCJAENOBAHHS Ha MUOKapae TelMJOKPOBHBIX
NIOKa3aJU yCHJeHHe COKPATHUMOCTH IIPH INOHHXKEHHHW TeMIepaTyphl
[106, 180, 181, 203, 204, 206, 208, 223—229]. dTo BepHO u AJA
cepaua in situ, naxe ecnu yacrora cepAuebGHeHHNI He KOHTPOJNHPY-
ercst [230, 231]. Korma teMmepaTtypa onyckaercsi HHXe ONTHMaJlb-
HOH, CHJla COKpallleHH#i yMeHbluaercsi MeljeHHo [181, 203, 232—
236], npu HarpeBaHHH — GoJiee GBICTPO, OCOGEHHO, KOrla TeMIe-
patypa Bblilie HopMmaJbHOi [203, 225, 236, 237]. Kak u y xosoa-
HOKDOBHEBIX, ONTHMYM TeMIepaTypbl IJs COKPAaTHMOCTH H3MEHSeT-
cs ¢ gacroroit [106, 181, 198]. B Hekorophix pa6orax coobIuaercs,
YTO CceplAeyHasi MbIIUIA MJEKONUTAIONIUX TepsieT CHOCOGHOCTb CO-
KpalulaTbcsi NpH TemnepaTypax Bbime 46° u Hike 10°. OnHako oT-
CYTCTBHE COKPAaTHMOCTH B 3TOM cJydae BTOPHYHO H IIPOHCXOJHT
BCJenCcTBHe majneHusi Bo36yaumoctu [236, 238]. Tak, Ha manumasap-
HOH MBIIIIE KOLIKH MOKAa3aHO, YTO pa3fpa)KeHHe CTHMYJOM J[OcCTa-
TOYHOM CHJIBI M JUIHTEJIbHOCTH BBHI3bIBaeT COKpallleHHe Jaxke IIpu
temnepatype 1° [198]. ¥V pasHbIX BHIOB TeNJIOKPOBHBIX H Jaxe
MeXJAYy pasHbIMH OTHeJaMH OJHOrO CcepAlla HMEIOTCA PasHYHs
B TeMIlepaTypHBIX NpeJesax cokpatumoctu [224, 237, 239].

HccnegoBaHUsIMU Ha TIpeNCePAHH MEJKHX MIEKONMHTAIOLIHUX ycTa-
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HOBJIEHO, YTO 4acCTOTa, Ha KOTOPOH CHJla COKpalleHHH MaKCHMaJb«
Ha, yMeHbIIaeTcsi INpPH OXJaxaeHHH oT 37 nxo 14°% Ha ontumalb-
HOI YacTOoTe CuJa COKpaLleHHA 3aMeTHO YBEJIHYMBAETCH C NMOHHIKeE-
HueM TeMnepatypbl or 37 mo 20° HO yMeHbluaeTcs IPH AajbHeli-
meM oxJaaxueHud. Ecaum Bce uacCTOTHI BBIPA3HTb OTHOCHTEJIBbHO
ONTHMAaJIbHOH, XPOHOMHOTPONHBIE XapaKTEPHCTHKH AJISi Pa3HBIX TeM-
nepatyp noxo6usl [181, 233, 240]. STo MPOTHBONOIOXKHO IpOrpec-
CHBHOMY <«YTOJIIIEHHIO» TAaKHX KPHBBLIX IIPH OXJaXAEHHH B Keay-
Jouke JATYWKH. Y 6eJJOK M OYPYHIYKOB mOCje 3UMOBKH (mpu 4°)
CHJa COKpallleHHH KeJayjaouka mnpH 15° Bo3pacraeT NpuMepHO
B 3 pasa IO CpPaBHEHHIO C He3UMOBaBUIHMH [241].

TemnepaTypa 3HauMTeNbHO BJHSIET He TOJNBKO Ha CHJIY, HO H
Ha [AJHTEJNbHOCTb COKpallleHHMH MHOKapia. l3BecTHO, uYTO BpeMs
COKpallleHHs] pacTeT C TNOHHXKEHHEM TeMIepaTypbl y XOJOLHOKPOB-
HbIX [177, 184, 214, 242] u y rensoxkpoBHbix [106, 118, 181, 233,
243, 244], 4TO KOPpENHPYET C TEMIEPATYPHBIMH H3MEHEHHSIMH JIJIM-
TeJbHOCTH NOTeHIHaJoB nedcTBuA. Heo6xonuMo noguepKHYTb, TO
Ha CIIOHTAHHO COKPAaLIAIOIIUXCSl NpernapaTax OuYeHb TPYAHO OTHe-
JHUTb NPSMOE BJHSIHHE OXJa)IeHHS Ha MJHTENbHOCTb COKpAaLIeHHUs
OT JAeHCTBHSI yMeHbIIEHHs 4YacToThl cepauebuenuit [190]. Temme-
paTypa BJusIeT Ha JJIMTeNbHOCTL ¢pa3bl YKOpoueHHss (pas3BHTHSA
HanpsiKkeHHs1) W Ha (asy pacciaabieHus, HO BpeMsl pejlaKCallid
NpH OXJaXJeHHH YBeJHuHBaeTca GoJbiue, yeM ¢(asa yKOpOUeHHS
[78, 106, 184, 185, 225, 236, 243, 245]. Ilo HalWIUM OaHHEIM, 3aBH-
CUMOCTb IJIHTEJBHOCTH COKpAIleHHH MHOKapAa JKeJyJoukKa OT TeM-
nepatypsl (OpH GOJIbIIOM NepHOxe CTUMYJsuuu) y pob (Rutilus
rutilus) u aarymek (Rana ridibunda) sKkcnoHeHIHaslbHA C NOCTO-
SIHHON TeMIlepaTyphl cooTBeTcTBeHHO 14+3 u 10,5+1,0° [7, 109],
NpHYeM C IOHHXKEHHeM TeMIepaTyphl OHA YyBeJHUYHBaeTCs OOJblile,
YeM IJIHTEeNbHOCTb BO36YKIEHHS.

Ha mnosockax npeacepiuss MOPCKOH CBHHKH (pa3a YKOpOYEHHs
H30TOHHYECKHX COKpalleHHH Ha BCeX YaCTOTaX pacTeT TIPH OXJaX-
zeHun ot 37 mo 22° [181, 233]. YBennueHHe AJIHTETBHOCTH YKOpPO-
yeHUs: -HanGoJsiee BHIPAXKEHO NpPH PEIKOH YacTOTe COKpaIleHHd, a
YyacToTa, Ha KOTOPOH OHa MaKCHMaJIbHa, YMEHbLIAeTCs C NOHHXKe-
‘HHeM TeMIepaTypbl. AHaJOrHYHBle [aHHbIE INOJY4YeHBl Ha TaluI-
AsipHofi Mbimne kowku [106]. Crexyer OTMEeTHTb, YTO B HAIHJI-
JSIPHOf MBIIIIE KOLIKH BPEeMsl OT HayaJjla COKpallleHHsI N0 MaKCH-
MyMa e€ro mepBOil TIPOM3BOAHOH He 3aBHCHT OT TeMIepaTyphl
(B mmamasoHe 23—32°), Torga Kak BTopas (pasa yKOpOUeHHS
(¢ oTpHuLaTeJbHON BTOPOH NPOM3BOAHON) YIJHHSIETCS C yMeHbllle-
HHeM TeMmepaTyphl [241].

CHUXEHHE TeMIepaTypbl BJMSEeT Ha CKOPOCTb YKOPOUYEHHSI H
paccnabienusi. Tak, Ha TpefcepAHH MOPOKOH CBHHKH (B HM30TOHH-
YeCKOM peXHMe) MaKCHMaJbHad CKOPOCTb YKOPOUYEHHSI yMeHbIla-
Jach NPH OxJaxAeHHH oT 37 mo 22° m He 3aBHcesJa OT YacTOThI
[181]. Ananornunble naHHBIE TOJY4YeHB Ha MaNHJJISPHOH MBILILE
KOIIKH M KpPBICHl, a TaKXe B INpelcepJHH KPHICH H XKeJIyAOuKe
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asrywku [106, 184, 188, 194, 206, 225]: Q)¢ oaa MaKcHMAaJbHOI
CKOPOCTH YKOpPOUYEHHS NaNH/JISAPHOH MBILIIbLl KOIIKH COCTaBJseT
2,5 (B munanasone 27—34°), Toraa Kak LJs CHJBL cokpalieHui 0,9,
a 1)1 BPEMEHH [OCTHXKeHHS MakKcHMyMa Hanpsikenus 0,46. Tam

dP
e 1oKasaHo, 4To Qo AJsI CKODOCTH Pa3BHTHsS HaNpsiKeHHUs (d_t)
cocraBasier 1,78. Takas »Ke BeJHYHHA IOJNYy4YaeTcsi TEOPETHUECKH:

o _d dp Qo ()= (5)- Qo ()

dt dt d’

Orciona JenaeTcss BbIBOJA, YTO IIPH IIOHHXKEHHH TeMIepaTyphl yBe-
JIMYEHHEe CHJIbl COKpPAHIeHHH OIpeleNseTcss YyBeJHYeHHeM KECTKO-
CTH 3/1aCTHYECKOH KOMIIOHEHTHl Y YIJHHEHHEM aKTHBHOIO COCTOSI-
Hus. B Muokapne JATYyIIKH CKOPOCTb Pa3BUTHsI HANpPSIKEHHST TakK-
JKe pacTeT C MoBblleHHeM TeMnepaTtypsl [100, 246].

H3yyeHne 3aBHCHMOCTH CHJIAa — QKOPOCTb  KOHTPAKTHJBHOTO
s7leMeHTa MeTOJOM OBICTPOTO BBLICBOGOXKJEHHSI TOKa3ajo, 4TO 3Ta
KpHBas IJs XKeJTyHOouKa JIATYIIKY HMeeT IHnepOO/IHYecKHi BUI NpPH
tremnepatype 8° u JsuHeifiHa npu 23° [246]. [Ipu peKOHCTPYKILHH
KpUBOH aKTHBHOI'O COCTOSIHHSI HaleHO, YTO C TOHHXKEHHEM TeMIle-
paTypbl pacteT H HHTeHCHBHOCTb (Q0=0,65), M HJHuTeIBHOCTDb
(Q10=0,38) aKTHBHOro COCTOSIHHA. [IJIHTEJBHOCTb AKTHBHOTO CO-
CTOSIHHSL ‘KOppesHupyeT ¢ AjaurtejabHocTbio IIJl mpu pasHbIXx TeMIe-
paTtypax, XOTf [JIHTeJbHOCTb AKTHBHOTO COCTOSIHUSI HeCKOJbKO
6oabiue, yeM I1Jl. DT naHHble NOJyyeHB Ha KeJayAOYKe JIATYIIKH
(Rana esculenta), Ha xenynouke u npexpcepauu uepenaxu (Testu-
do graeca) [247].

Hsyuenne paGoThl H30JIMPOBAHHOTO KeJyJOYyKa JATYIIKH B
H30TOHHYECKOM peXHMe II0Ka3ajo, YTO C yMeHbllleHHeM TeMIlepa-
TYpbl pa6oTa, BHIOJNHsieMasi cepaueM, pacrer [246, 248). Bo3mox-
HO, 3TO CBfI3aHO C yMeHblieHHeM 3(h(}EKTHBHOCTH NpeoOpa3oBaHuUs
XMMHYECKOH 3HEPTHH B MeXaHHYeCKYIO NpH INOBLILICHHH TeMIepa-
Typsl [248]. Buosoruuecknii CMBICA 3TOrO SIBJIEHHSI B TOM, 4YTO B
YCJAOBHSIX HH3KHX TeMIepaTtyp Heo6xoguMa O6ojbllas 3HEpPrus
IJs1 IBHXEHHS] KPOBH B COCYIHCTOM pycie (NPH MOHHXEHHH TeMIle-
paTyphbl yBeJMYHBAETCSl BSI3KOCTb KPOBH H oOlLlee nepHdepuHueckoe
CONPOTHBJIEHHE) .

Buinsinue TeMmepaTypbl Ha HHOTDONHBIE BO3JelCTBHS (apMma-
KOJIOTHYECKHX BeLIeCTB H3YUeHO NOKa MaJso. Y HHTAKTHHIX XKHBOT-
HBIX TEPMO3aBHCHMOE BJHsIHHE ()apMaKOJOrHYeCKHX BellecTB OIl-
peneauth caoxHo. Ha usonupoBaHHBIX MIpenapaTtax YCTaHOBJIEHO,
4TO HWHOTPOMHOE JefiCTBHE TeMIepaTypsl H (apMaKOJOTHYECKHX
BEILECTB He AaAJHUTHBHO, YTO MOXHO OOBSCHHTb YCJHOBHSMH HacChl-
weHus. Bosee Toro, B psile cJyyaeB BelleCTBAa C BbIPpaKEeHHBIM
MOJIOXKHTEJbHBIM HHOTPONMH3MOM 06JanarT caabbiM  JeHCTBHEM
fIpH HHU3KHX TeMIlepaTypax. DTO YCTaHOBJEHO IJis aJpeHajiiHa
[231, 249—252] u crpodanTuna [208, 227, 253, 254]. Ilpu HH3KHX
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TeMilepaTypax Haubosee BhIpaxeH 3(PdekT (papmMaKoOIOrHUECKUX
BELIeCTB Ha MJIMTEJIbHOCTb cOKpallleHHH. Hanpumep, azmpenasuu
W THPaMHH YMEHBINAIOT [JIHTEJbHOCTb COKpAlleHHH NPH HHU3KHUX
TeMnepaTtypax B GoJbiuell cTeneHH, yeM INpH BbicOKHX [249]. Ta-
KHUM e JeficTBHeM o6jafaeT aleTHAXONuH [255].

[To MHeHHIO HEKOTOpbIX aBTOpoB [256], HHOTpOmHast aKTHB-
HocTh KaTexosaMuHOB (KXA) wucuesaer mpu HH3KHX TeMIepary-
pax. Hcciaenys BiusiHHe TeMIepaTypbl Ha aApeHOpeulenTophbl H30-
JIHPOBAHHOTO XKeJyAOYKa JATYIIKH, OOGHAPYXKHJH, YTO BeJHYHHA
HHOTPONHON peakIHH NOYTH He MEHSieTCs C IOBBbILIEHHEM TeMIepa-
Typbl oT 10 mo 20° [257]. Tlpu nasbHeiilieM NOBHIIUEHHH WJIH IO-
HIDKEHHH ee WHOTPOIHAash peakuus yMmeHblnajach, okosno 0° uHo-
TPONHOE [IeHCTBHe TOJHOCTBIO HCUe3aeT, NpHYeM cepjllle He pearu-
pyeT Ha aJpeHaJHH B OYeHb BBHICOKOH KOHIeHTpauuu. Ilamenue Be-
JHYHHB HHOTpOomHOH peakuun KXA non B/IHMSAHHEM TeMIepaTyphl
CBSI3aHO, BEPOSITHO, CO CHHXKEHHEM CPOJACTBA aJpeHopelenTopa K
KXA. Ha ocHOBaHHH 3THX HCCJIeNOBaHHH NPEXNONOXKUIH, UTO ajpe-
HOPELeNTOpH, TaK e, Kak (epMeHTH, fBJSIOTCS OesiKaMu C OI-
pelesieHHBIM TeMIlepaTypPHbBIM ONTHMYMOM IEHCTBHS.

[TonoxkuTeabHblE MHOTPONHHIH 3G @deKT TeMmepaTyphl 3aBHCHUT
OT HOHHOTO cocraBa pactBopa [120, 184, 258]. ¥ TemIOKPOBHBIX
NPY HH3KON KOHUEHTPAIMH KaJblHs OH CTAHOBHUTCS MeHbLIe; IIpH
BBICOKOH OXJaXKIeHHe [aBajo OTPHUATENbHBIH MHOTPONHBIA 3¢-
¢dekr [120]. ABTOpHl 3aKMIOYHIH, YTO mpu 37° KaabLHuil SBJAsETCS
orpaHHyuBalOMKUM (AKTOPOM B aKTHBALMM KOHTPAKTHJBHBIX 3Je-
MEHTOB, TaK KaK JJuTesbHOCTb [1]l HeZOCTaTOYHO BeJNHKA IJISI IO-
CTHXEHHSI aOCOJIOTHOTO MaKcHMyMa COKpaTHMocTH. M3ameHeHue
COKPAaTHMOCTH MHOKapJAa TPH BapHalUsX TeMIepaTypbl HHTEpIpe-
THpPYyeTcsl B paMKax kKajabuueBoro o6MeHa. TemnepaTypa Moxker
OKa3blBaTb BJIMSIHHE Ha abCOJIIOTHOE CcOIepXKaHHe HOHOB KaJbLHS
BO BHYTPHKJIETOYHBIX MECTaX CBfi3blBaHHS, Ha CKOPOCTb €ro BHICBO-
6OXIeHHs TNpH BO3OYXKAEHHH, Ha aACOPOLUOHHYIO CIOCOGHOCTH
CapKONJIa3MaTHYECKOr0 PEeTHKYJ/JII0Ma H Ha KOJHYECTBO KaJsbLHd,
NOCTYNalIero B KJIETKY B TeueHHe NeNOoJspH3alHH H3 OKpYKalo-
meit cpexbl [259]. Heo6Gxomumo TakkKe yYHTHIBAaTh H3MEHEHHE CO-
Hep)XaHHS APYTHX HOHOB, B OCOGEHHOCTH HaTpus (Kax pe3yJabTaT
YMeHbIIEHHs] CKOPOCTH PabOTHl H&aCOCa B YCJOBHSIX HHU3KHUX TeMIle-
paTtyp), IOCKOJBbKY BHYTPHKJETOUHAs] KOHLEHTpalLUs HaTpHs BJIHS-
eT Ha 3abpoc kKanapius [260, 261] u, BeposiTHO, Ha CTelneHb €ero
CBSI3BIBAHHSI B MecTax xpaHeHusi [262].

Kak .yxxe oTMeuasioch, IpH NMOHMXXKEHHH TeMIepaTyphl Habmona-
eTcsl xopouias Koppeasuusi Mexny anureabsoctsio I1I1 u TPT
(BpeMsl LOCTHXEHHSI MaKCHMyMa — JJIHTEJBHOCTh (hasbl ¢ IOJO-
JKHTeJbHOH NPOHU3BOIHOI). DTO YCTAHOBJEHO B KJETKax MHOKapja
TENJIOKPOBHBIX (TeJIeHOK, MOpPCKas CBHHKAa) M XOJOIHOKDOBHBIX
(nmarymka, uepemaxa, am6aucroma) [263]. AuasoruyHasi cBsI3b
HabJsoJaeTcsl MPH HCKYCCTBEHHOM H3MeHEHHH JJHTesbHOCTH -T1JJ
BO3ENCTBHEM [Ae- M THIEPNOJISPH3YIOIIHX HMIYJbCOB TOKa [264],
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a TakkKe H3MeHeHHeM uacTothl [265]. CienoBatesibHo, Habawnae-
MBle CIBHTH B COKDPaTHMOCTH MHOKapja B 3aBUCHUMOCTH OT TeMIe-
paTyphl B TIePBYIO OYepelb CBSI3aHbl C BJHSHHEM €e Ha IJIHTENb-
Hocth I1Jl m KOJNHYeCTBOM aKTHBaTOpa (MOHOB KaJbliHs), NOCTYyNAlO-
IIero B KJETKY HJH BBICBOOOMXKAAIOLIETOCS M3 BHYTPHKJETOUHBIX
MecT CBS3bIBaHHSI NpH BO30yxnaeHuH. I[longpo6HOe H3yueHHE HOH-
HOro .o6MeHa NpH HH3KHX TeMneparypax [260] nokasaio, uto 3a-
JepkKKa BHYTPHKJETOYHOrO HATPHA C IIOHHXKEHHeM TeMIIepaTyphl
yBeJHYHUBAET BHYTPHUKJIETOUHBIE 3amachl KaJbliUsl U KaK CJEICTBHE
3TOro — M3MEHsIeT CKOPOCTb HapacTaHHus HanpsakeHus. Ho BbicBo-
6OXIeHHe KaJbLUsl TPH IOHUXKEHHH TeMIepaTyphl 3aTpyXHEHO.
B ckeseTHO# MBilIlle NMPH HHU3KUX TeMIepaTypax KpuBas MeMOpaH-
HBI IOTEHLIHAJ — MeXaHU4eCcKoe HanpsixKeHHe CIBHIAaeTCs BJIEBO, YTO
CBHIETENbCTBYET 06 YMEHbIIEHHH KOHTPaKTHJbHOro mopora [266].

TakuM o6pasoM, aHANU3 JIHUTEPATYPHBIX JAHHBIX IOKAa3bIBaerT,
YTO TeMIlepaTypa BJIHfieT Ha MHOTHe NapaMeTpPhl CepLeyHOH [nes-
tesbHOCTH. ONHAaKO B HACTOslleC BpeMs JIHIIb B CaMbIX OOLIHX
yepTax sicHa ¢eHoMmeHoJsorusi. MIMeloTCs TOJBKO OTHAeJbHble INOIBIT-
KM CBfI3aThb 3TO KaK C reMOJMHAMHYECKHUMH CABHIaMH, TaK ¥ C ycC-
JIOBUSIMH CYILEeCTBOBAHHS 2KHUBOTHOro. He BBHIsICHEHB MOJIEKYJSIP-
Hble CIBHTH, OTBETCTBEHHBIE 32 H3MeHEHHe COKPAaTHMOCTH MHOKap-
Ia TpH Bapuauud TeMIepatypel. B Oyaymem npeacTOHT CBS3aTh
TEPMOJUHAMHYECKHUI H KUHETHUECKUH acNeKThl NeHCTBHS TeMIepa-
TYpbl Ha MHOKapJA C UX 3HAYeHHEM IJs NPHCNOCOOJEeHHs] OpPraHiu3-
Ma K ONpejJe/ieHHBIM TeMIlepaTypHBIM YCJOBHSM.
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AKAODEMHUA HAYK CCCP.YPAJIBCKUHN HAVUHB HUIIEHT P

KJIETOYHBIE MEXAHH3Mbl PEIVJIIUMM COKPATHMOCTH MHOKAPIA 1974

B. C. KPyrJioB

HCCJIIENOBAHHE TEMNEPATYPHBIX XAPAKTEPHUCTHUK
COKPATHMOCTH MHOKAPIA
PA3JIMYHBIX BU OB JIATYLIEK

Biusinne TeMmepaTyphl Ha pas/inyHble (HU3HOJOrHUeCKHe (YHK-
nuu (0oco6eHHO cepAeyHO-COCYNHCTOH CHCTeMbI) H3yYeHO AOCTATOY-
Ho moxpo6Ho. IIpu mOHMXKeHHH TeMIepaTypsl YBeJHYHBAETCS
CHJIa CepleYHbIX COKpalleHHH, WX IJHTEJbHOCTb, NMaJaeT 4YacToTa
cepnueénennﬁ [1]. Takas 3akOHOMEPHOCTb CNpaBeN/IHBAa Kak MIJs
TOMOHOTEDMHBIX (B OMNpeJe/eHHCM TeMIepaTypHOM [HalasoHe),
TaK H TOHKHUJIOTEPMHBIX XHBOTHbIX. ONHAKO 10 CHX NOpP NpPaKTH-
Y4eCKH OTCYTCTBYIOT PaboOTHl, B KOTOPHIX COMOCTABJISIIHCH GBI MOKa-
3aTeNId CepIeuHOl [esTeNbHOCTA OIHOr0 BHAA, HO OOHTAIOIIErc
B pasHbIX KJINMATHYECKHX 30HaX, a TaKXKe CHUCTeEMaTHYEeCKHEe HC-
C/efOBaHUSI TEPMO3aBHCHMBIX I1apaMeTPOB MHOKapIHaJbHOH CO-
KPaTHMOCTH Pa3HbIX BUIOB Jjsryimek. CONOCTaBHTb JaHHBIE Pa3HbIX
aBTOPOB TPYIHO BBHAY PasjHYHA METOLHYECKHX IOAXOIOB, YCJIO-
BHH COIepKaHHUSl XKUBOTHBIX, BpEMeHH roja. 3aJauyu HCCIeqOBa-
HUH, B KOTOPbIX H3y4YalOTCAd CBOHCTBA H30JHPOBAHHOH CepAeqyHON
MBIIIIB B 3aBHCHMOCTH OT TeMIepaTyphl, YHCTO <«(H3HOJOTHYe-
CKHe», ¥ NPaKTHYECKH He HCCeloBaHa OHOJIOTHYecKasi 3HaYHMOCTb
Ha6JloflaeMBIX CIBHTOB, HE 3aTParuBaeTcsl KOJOTMYECKHH acleKT.

YcraHoBaeHH [2, 3] pasnuuus B COOTHOLIEHHM NOTeHUMaJ HAeH-
CTBHSl — COKpallleHHe y JsArymek Buma Rana arvalis u3 ceBepHOM
H 10XHON nonynanuii. OZHAKO KOJHYECTBEHHble OLlEHKH HX OTCYT-
CTBYIOT, a «GHOJIOTHYECKHII CMBIC/I» NpoOjaeMarndeH. P maHHBIX
CBHJETEeNbCTBYET O HAJIHYMHU ITYOOKHX OTJIMYHH B NOKasaTeasx Aesl-
TeJbHOCTH MBILIEYHOTO Tpenapata ceBepHoit (Anscka— 65° c. mr.)
Rana sylvatica v woxuoi (Mekcurka — 28° ¢. m.) Rana pipiens
[4]. ¥V mepBHIX BeiMUMHA Pa3BHBAE€MOrO MBIMILEH H30METPHYECKO-
ro HanpsiKeHHs Bozpacrasa B 1,5—2,0 pasa (aMmiuTyZa IOTEH-
Iuaja AelCTBHS HepBa W MBILIIB He H3MEHSJIach) NPH NOHHKEHHH
Temnepatypsl ot 25 go 0°C. ¥V BTOpBIX H30MeTpHYECKOe HampskKe-
HHe M aMIUINTyJa MNOTeHLIHasa IOeHCTBHS B TOM XK€ TeMIepaTyp-
HOoM puanasoHe napganu. CuemoBaTenbHO, ceBepHble (DOpMBI HMe-
IOT omnpelejieHHble: MeXaHU3Mbl NpHcHocobseHus, obecneynBapoIlIHe
COXPaHHOCTb MBIIIEYHO!N [EeATEJbHOCTH NPH HH3KHX TeMIepaTypax.
OnHako pacmpoCTPaHSIIOTCSI JIM TaKHe MeXaHH3MBl Ha MHOKaph, He
sicHo a priori. Bosee Toro, maxe ecnu BHISIBASETCS pas3HHIA Yy Ce-
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BEpHbIX H IOXKHBIX (HOPDM B OTHOIIEHHH HEKOTOPOro (hu3HOJOTHYe-
CKOrO IOKa3aTeJis, BCeria OCTAeTCs OTKPHITHIM BOMPOC, C YeM OHH
CBA3aHBl — C 3aKPEIJIEHHBIMH MEXMONYJSIIHOHHBIMH  OTJIHYHSIMH
WIH pas3iuyHOM mpelajnanrtanued. Mbl moJjaralH, 4TO YCTOHYMBHIE,
3aKpelJieHHble TeHeTHYeCKH pasjinyus (eclH TaKoBble CYLIECTBYIOT)
y IByX (GOpM ONHOrO BHIAa MOXHO BBHISIBHTb, CO3laBasi UM OJHHA-
KOBYIO TEMIIEPAaTyPHYIO NPeAbICTOPHIO.

Llenp Hacrositie#i paGOTHl — NOHATb 3HayeHHe (PH3HOJOTHUECKHX
npucnocobyieHnii K TeMIepartype cpeibl (Ha INpHMepe MHOKapha
KeJNyIOoYKa) Yy JSAryluIleK, OGHTAIOMHUX B Pa3IHYHBIX KJIUMAaTHUYECKUX
30HaX, M OTBETHTb Ha HEKOTOpBIE M3 IIOCTABJEHHBIX BbIllIe BO-
IIPOCOB.

HccnenoBaHne BBHIMOJHEHO HAa H30JHPOBAaHHHIX MOJOCKAX MHO-
Kaplla XeJylouKa JAryumek BuioB: Rana arvalis («ceBepHas» —
JOxunii fIMan u «ioxHas» — MJIbMeHCKHIl 3amnoBeIHHK, 03. Muac-
coBo), Rana macrocnemis (Cesepunlit Kabkas, ['ony6eie Osepa),
Rana camerani (oxkpectHoctu r. EpeBana). Ocobefi Ka)XIoro Buaa
IeNMUJH Ha JBe NMOATPYNNBI: ONHY Tepel ONBITOM BhIAEPKUBAH
npu 2—5° (xonomoBasi amantauus), Apyryilo — npu 18—20° (ten-
goBas apganrtauusi). CeBepHble R. arvalis npefcTaBleHB TOJBKO
OJHOH TNOATpYyNNoH, afanTHPOBaHHOH K Xosoldy. )KHBOTHble Haxo-
AWINCh TPH 3aflaHHOH TeMmeparype He MeHee Mecsna. ITocie wuc-
CeyeHHsl NOJIOCKY HOMellaNu B MORHpUIHUpOBaHHBIA pacTBop PuH-
repa. MexaHHYeCKyl0 aKTHBHOCTb DErMCTPHPOBAaJM B H30METpHUe-
cKkOM pexuMe MexaHorpoHoM 6MXIC. TemmnepaTypHble Xapakre-
PUCTHKH COKPaTHMOCTH MHOKapia HCCHeIOBaJH B JuanasoHe 1—
40° (Temmeparypa 3afaBaJjacb' ¢ TOYHOCTbIO*0,2° B aManaszoHe
40—5° u +=0,5° npu 1 u 5°). IIpu kKaxzno# TeMmepaType mpemapar
BhiiepKuBajicsi He MeHee 0,5 u. Bec mpemapaTtoB BapbHpPOBaJ OT
10 no 45 me. Bce pacuern mpousBeleHr Ha 10 m2 Beca mpemapara.
HauanbHoe pacrsaxkenue cocrasaser 100—200 ue.

Y Bcex HCCIeNOBAHHBIX BHAOB JIATYLIEK CHJIa H30METPHYECKHX
COKpallleHHi MHOKapJa Ha ONTHMaJbHBIX YacTOTaX CTHMYJSLHH
najaeTr ¢ NOBHILEHHeM TeMmepatypsl (Taba. 1). ¥ ssrymek, agan-
THPOBaHHBIX K XOJIOAY, MJIS CHJIBl COKpAllleHUil MOJYyYeHbl CJeLylo-
e 3gaveHus Qo

TeMneopér ypa,

CeBepHbie MmuaccoBsckHe R. camerani

1—10 0,28+0,03 0,49+0,03 0,45+0,02
10—20 0,3240,03 0,45+0,03 0,64+0,04
20—30 0,62+0,07 0,4740,05 0,56+0,04

Crnenyer oTMeTHTb, UTO y ceBepHbIX R. arvalis KpyTH3Ha TepMoO-
HHOTPONHOH XapaKTepHUCTHKH MHOKapJa B JHana3oHe TeMIepaTyp
1—20° 3HauuTeNbHO BBHILIE, YeM V IOXHHIX R. arvalis (03. Muac-
coBO) ¥ R. camerani, B TO BpeMs Kak B o6aactu 20—30° oHa npH-
MepHO OLHMHAKOBa.
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Muokapn ceBepHBIX JArymlek Bo36ynuM B GoJee ILIHPOKOM
nuanasoHe TeMmepaTyp, YeM MHAaCCOBCKHX, aJaNTHPOBaHHHIX K
xosony. Ilpu 35° cepnue mepBEIX cOXpaHsieT BO3GYIHMOCTb H Tell-
JIOBHIX KOHTPAKTyp He BO3HHKAaeT, y BTOPHIX TeIIOBasi KOHTPAKTYy-
pa BosHHKaeT yxe npu 30—33° a mpu 35° ee BeaHUMHA HOCTHra-
er 200—300 me u mosHOCTBbIO HcuesaeT Bo36GymuMocts. Cuia co-
KpallleHn#t MuMokapina R. camerani, aganTHPOBaHHBHIX K XOJOLY,
npu 20 u 30° 3HAYHTeNbHO BHIIIE, YeM CHJIa COKpalLleHHH MHOKap-
Ra R. arvalis B Tex Xe yCIOBHSX.

Y Jasryllek, aganTHPOBAaHHHIX K TEMJY, CHJAa COKpalleHHA MHO-
Kaplla JeJyJLodyKa BO3pacTaeT C IOHHXXEHHEM TeMIepaTyphl B
MeHbLIeH CTeNeHH, 4YeM Yy oco6ell, aJanTHPOBaHHBIX K XOJIOAY
(cM. Taba. 1). Tak, y R. arvalis (03. MuaccoBo) ¢ H3MeHEHHeM
TemnepaTypel or 30 mo 1° onma yBeaumunBaerca B 4,5+0,5, a y

macrocnemis —B 2,8+0,4 pasa (pas3auMuus [IOCTOBEPHBI NpH
P>0,95). ¥V aarymiek, aganTHPOBaHHBIX K TeMJy, HJS CHJBl CO-
KpalleHHH MOJyYeHbl Caefyioliie 3HaUYeHus Qo

Temnegé-rypa. R. arvalis R. m:&;ocne-
1—10 0,72+0,08 0,59+0,04
10—20 0,52+0,05 0,70+0,06
20—30 0,56+0,07 0,79+0,10
30—40 — 0,59+0,10

Pasnuuusi mexny R. arvalis, R. macrocnemis, R. camerani
0COGEHHO YeTKO MpOSIBJISIOTCS NPH BBICOKHX TeMmepartypax. C mo-
BhIIEHHEM TeMrepatypbl oT 10° cOKpaTHMOCTb MHOKapaa y R. ar-
valis pesko majaer, a y KaBKa3CKUX BHJIOB — Majlo H3MeHSIETCH.
Muokapn R. arvalis coxpansier Bo3GynumocTb npu 35°, HO yxe
NpH 3THX YCJHOBHSIX Hapyllaercsi NMpoBelleHHe M HauyMHaeT pa3BH-
BaThCA TEILIOBAasi KOHTPAaKTypa, B OTBET Ha ONHH CTHMYJ MOXKET
BO3HHKHYTb HECKOJbKO cOKpauleHH#. ITogo6Hble siBlIeHHS Ha MHO-
kapae R. camerani u R. macrocnemis nabnionatorcs npu 37—40°.

CpaBHUBasi [Be TpPyNnbl JsArymek (aZanTHPOBAHHBIX K TeINy
1 XOJIOLY), OTMETHM CJeLyollee: XOJOAOBas afanTalus NOBHIIAET
KPYTH3HY TEPMOHHOTPONHON XapaKTEPUCTHKH MHOKapAa (COKpaTH-
MOCTb TOBHIIUAETCS IPH HU3KHX TeMIepaTypax H INOHHXKaeTcs —
NPH BBICOKHX).

B Muoxaple ceBepHHIX JATyUIEK CpelHSsT CKOPOCTb pPa3BUTHSA
Hanpsixenuss (dP/dt) He uaMeHserTca ¢ Temnepatypoir (taba. 2).
OTMeTHM, YTO CPeIHSIi CKOPOCTb NPSIMO NPONOPLHOHAJNbHA MAaKCH-
MaJIbHOH CKOpPOCTH pasBHTHS HampsikeHus [5]. ¥ Bcex ocTanbHBIX
aarymek dP/dt cuibHO 3aBHCHT OT TeMIepaTyphl, a HMEHHO, pa-
CTET C ee TOBLIIIEHHEM. ¥ JATYIIEK, alanTHPOBAHHBIX K XOJOAY,
dP/dt npu HH3KHX TeMnepaTypax 3HAYHUMO BHIIIE, YeM Yy JSATYIUEK,
alanTHPOBAHHBLIX K TemJy; NPH MOBHILEHHH TeMNepaTypbl Hao6o-
por —dP/dt Bbile y Jsrymek, aganTHpOBaHHBIX K Temay. Ilpu
HganbHefileM NOBBHIIEHHH TeMnepaTypsl dP/dt HaunmHaeTcss yMeHb-
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Ta6auua 1

BeanunHa pa3BHBaeMOro MHOKApIOM H30METPHUECKOTO HANpSIKEeHUs!
NnpH PpasjiHYHbIX TeMnepaTtypax, #2 Ha 10 wmz Beca mpenapara

Temnepatypa, °C
1 5 | 10| 20| 30 | 85 | 40
ApnantupoBaHHHE K Xo0Jdo0ay (2—5°C)

Bux

R. arvalis

(ceBepHas) . . . . . 350426 | 231421 |108+7|35+3|23+2|14+3] —
R. arvalis

(03. MuaccoBo) . . .| 178+10 | 126+4 [93+3|40+3}19+3 0 —

R. camerani
(r. EpeBan) . . . . . 195+7 | 164+7 |98+4(63+3|35+2| — -

ApnantupoBaunube Kk tenay (18—22°)

R. arvalis

(03. Muaccoeo) . . .| 140+8 — 105+9|55+4(31+6]18+3| —
R. camerani

(r. EpeBan) . . .. — 103+3 |87+2|77+2(53+1| — [30+4

R. macrocnemis
(TCony6rie ozepa) . . .| 1424+11| 103+8 [89+3(62+4|49+6| — [29+4

marbcsi: y R. arvalis, agantupoBaHHBIX K XoJony, npu 30°, K Tem-
ay —mpu 35° Y KaBKa3CKHX JIATYIIEK aHaJOTMYHOE YMeHbIleHHe
dP/dt na6nionaercsa npu 6ojiee BHICOKHX TEMIEpPaTypax.

OG6pamaer Ha ce6s1 BHUMaHHe TO, 4YTO y JATyLIeK, amanTHUpO-
BaHHBIX K XOJIONY, 3aBHCHUMOCTb dP/dt oT TeMmepaTyphl 3HaUHTeJb-
HO MeHbllle [0 CPaBHEHHIO C JIATYIIKaMH, aJaNTHPOBAHHBIMH K Tell-
ay. Ons MHoKapna MHacCOBCKHUX R. arvalis, ajanTHPOBaHHBIX K
xosnony, npu 1—10° Q,0=1,55+0,07, aganTUpPOBaHHHIX K TENIy —
2,15+0,17. Hau6oabmass 3aBucumoctb dP/dt or TeMmepaTyphl Ha-
6nionaeTcd y KaBKa3CKHUX JSTYIIEK, afaNTHPOBAHHBIX K TeIJy.

ITo nutepaTypHbIM maHHBIM [6], ceBepHBle BHAB aMbubuit cro-
COGHBl COXPaHATb HOPMAaJIbHYIO AKTHBHOCTb NpPH TOHHXXKEHHOH TeM-
neparype cpensl [6]. das 3Toro Heo6XOAUMO NPHCIOCOGJIEHHE XKH-
BOTHOTO B II€JIOM, a TaK¥Xe €ro OpPraHoB M KJETOK K 3THM 3KCTpe-
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Ta6nuuma 2

CpenHssi CKOPOCTb Pa3BHTHS HaNpPAYKEHHS MHOKApAOM MpPH Pa3jiHYHbIX
TeMnepatypax, #m2/cex Ha 10 mz Beca mpenapata

Temneparypa, °C
Bug
1 5 | 10 | 20 | 30 | 35 | 40
AjnanThnpoBaHHHE K XO0JM0AY
R. aruvalis 73+3 | 76+4 |77+3|68+4(77+5{70+10 —
(ceBepHast) . . . . . n=14 | n=14 |n=20|n=10| n=7 | n=>5
R. arvalis 4042 | 46+1 |60+1)644+3(47+5| — —
(03. MuaccoBo) . . .| n=18 | n=17 |n=38|n=25|n=10
R. camerani 41+2 | 57+2 |50+3(84+4|92+4| — —
(r. Epean) . . . .| n=19| n=20 [n=41|{n=30{n=24
AzanTupoBaHHBE K Tenay
R. arvalis 28+2 | 36+1 |60+4|79+6| 96+7 |68+8| —
(03. MuaccoBo) . . .| n=15| n=12 |n=29|n=25(n=18 | n=7
R. camerani — 30+2 [38+2(82+4|140+8 | — |145+14
(r. Epean) . . . . n=2 |n=27|n=14|n=19 n=
R. macrccnemis 2942 | 39+2 [40+2(91+4|137+10] — |130+16
(Tony6ele ozepa) . .| n=17| n=23 |n=20|n=24| n=18 n=8

MaJbHBIM ycaoBusM. Takoe mpucrmocobneHHe Ha6/01aloCch Ha
HePBHOMBIILIEYHBIX Mpenapatax Jsrymwek R. sylvatica ¢ Anscku
[4]. BeposiTHO, Ans noplepxaHHs HOPMaJbHOH aKTHBHOCTH XKH-
BOTHOTO NPH HH3KHX TeMIepaTrypax HeoOXOAHMMBI onpejeseHHbie
CABHTH H B CepHeYHO-COCYNHCTOH CHCTeMe 2KHBOTHOrO, TaK Kak
ceplllle OTBeYaeT 3a KHCIOPOAHBIA TpaHcmopT. Ho npu noHuxeHnu
TeMNepaTypbl 3HAYUTEJIbHO YBEJIHYHBAETCS BSI3KOCTb JIOGOH XXHI-
KOCTH, OCOGEHHO KDOBH, a C IOBBILIIEHHEM BSI3KOCTH BO3pacTaer
CONpPOTHBJIEHHE [BHXKEHHIO KPOBH MO COCYAHCTOMY pycay. Uroobl
B STHX YCJIOBHSIX COXPaHHTb HOPMAJIbHEIN KPOBOTOK, HEOGXOAHMO
YBEJHYHTb CHJIY CepIeuHbIX coKpalleHu#. OTcio[a MOHSATHO, NoYeMy
y ceBepHHIX R. arvalis 3HaunTeJbHO BO3pacTaeT cuja cepued-
HBIX COKpalleHHH NpH TeMneparypax Huxe 10° u moyemy y JsAry-
1IeK, aJaNnTHPOBAHHBIX K XOJONY, YBEJHYHBAeTCs COKPAaTHMOCTb
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NpH HU3KHX TeMIepaTypax. 3HauyuTe/NbHBIE Pa3IU4YHs B COKPAaTHMO-
CTH MHOKapj/ia CeBepHBIX M IOXKHBIX JATyLIeK, BEPOSTHO, 3aKpemJe-
HBI TeHETHYECKH B pe3ysabraTe OTGOpa ocobeil ¢ GoJjiee KPyTOH Tep-
MOHWHOTPOIHON XapaKTePHCTHKON NpH NPOABHXKEHHH HX Ha CeBep.

JUTEPATYPA

1. B. C. Kpyraos, C. M. PytkeBuy, B. C. MapxacuHu. BausHue Tem-

nepaTl)g())u Ha cBoHCTBa cepjeuHol mblmubl. CTaThsi B HacT. cGOpHHKe,

cTp. .

l'IpB exepHukos, P. C. Opuaos.. Jkoaorus, 1971, 4, 57.

. C. Opaos, I0. 1. Bexepuukos. Hoki AH CCCP, 1972, 202, 3, 700.

. K. Miller, P. J. Dehlinger. Comp. Biochem. Physml 1969, 28, 915.

.A. Langer, A. J. Brady. J. Gen. Physiol,, 1968, 52, 682.

.C. Bapy B. . Mmenko. ITytn npucnocoéueﬂnﬂ Ha3eMHBIX NMO3BOHOY-

HBIX KHMBOTHBIX K ycJoBHAM cyllectBoBanuss B CyGapkrtuke. T. 3. 3emHo-

?ggi-me. Tp%u;l HH-ta skosorun pacrenuii W xuBotHeix YHL] AH CCCP,
, BHII 79.

2.
3.
4.
5.
6.

OC)I""UG

++4



CONEP)XAHHE

TlpegucmoBHe . . . . . . . . . . .. . Lo oo
B. §I. U3akoB. Mopodo- (])YHKILHOHaJ'leaﬁ xapax’repncmxa KJIETOK
MHOKapaa . . . . e e e e e e e . .

B. 4. U3akoB. SnepromexaHmecxoe CONpSIXKEHHEe B MHOKapie

C. M. PyrkeBunu OG6ass XapaKTePHCTHKa CHCTEMBI perymumn
COKPaTHMOCTH MHOKapaa pet6 . . . . . . . . . P

0. JI. lTpouerko, O. A. )Kuraanbckuit Hekotopsie mpoGie-
Mbl H3YY€HHs 3JEKTPOMEXaHHYECKOTO COMpPSIKEHUS B MHOKapje

P. B. T'uutbrko. O BO3MOXKHOM MeXaHH3Me PperyJsLHH COKPaTH-
MOCTH MHOKAPAA . . . . .« « « « & & « o o o o o

B. M. llleBenes, P. B. THuTbko. O poju HOHOB HaTpHs B
PeryJIsILMH 3JEeKTPHYECKOH H MeXaHHYeCKOH aKTHBHOCTH KJIETOK
PHTMHYECKH paGoTalollero MHOKapaa . . . . . . . . . .

E. ®. YerBepukoBa, B. 1. UsakoB. K mexauusmy neiicteus
ajpeHajlHHAa Ha 3JIEKTPOMEXaHHYECKOe COIpPSKEeHHe B KJETKax
MHOKADZA . . .+ & o o« e e e e e e e e e e e e

I TkaveHko. BunsHMe ajipeHajMiHa Ha XPOHOMHOTPOMHIO
npencepauit u xenynouka uepenaxu (Testudo horsfieldi) . .

B. Top6aueB. CpaBHHTeJbHOE H3yYeHHE XPOHOHHOTPONHH B
Pas/MYHBIX OTAEJaX MHOKapAa . . . . . . .« . . . . .

A )Kuranbpckuit. O B3aHMOOTHOIIEHHH FOMEOMETPHUECKOH H
reTepOMEeTPHYECKOM CHCTEM PeryJsiuH COKPaTHMOCTH MHMOKapaa

C. Kpyraos, C. M. Pytkesuy, B. C. MapxacuH Biaus-
HHe TeMIepaTypbl Ha CBOACTBa CepAEYHOM MBIMIIB . . . . .

C. KpyraoB. HcciemoBanHe TeMmepaTypHBHIX XapaKTepHCTHK
COKPaTHMOCTH MHOKapJa pa3jHYHbIX BHIOB JIATYWIEK . . . .

w o w 9

w

27

77

97

109

118

129

135

142

150

171



YK 612.172

Mopdo-pyHkunonaabHas XapaKTepHCTHKA KJeTOK MHOKapaa. U 3 a-
k0B B. §. «KnerouHrle MeXaHH3MBbl peryJasiiii COKPaTHMOCTH MHO-
Kapaa». Ceepasosck, 1974 (YHLL AH CCCP).

Ananusupylorcss paGoTH MO H3YYEHHIO BHYTPHKJETOYHOM CTPYK-
TYpbl MHOKapJa NO JLaHHBIM 3JIEKTPOHHOM MHKPOCKONMMH. PaccMmarpu-
BaerTcsi (OpPMHpOBaHHE BHYTPHKJETOYHBIX CTPYKTYP B OHTO- H (HJO-
reHese: 4 B TOM, U B JAPYIOM cCJyyae IPOHCXONHT Da3BHTHE CapKoO-
naasmaTtHueckoro petukymioma (CP), ycioxHsieTcs M HOBHIIAeTCs
OpraHu3alus BHYTPHKJIeTO4HON reoMerpuu. Passuthit CP orMeuaercs
B KJ€TKaX MHOKap[a TeIVIOKPOBHBIX, TOTZAa KaK Y XOJOAHOKPOBHBIX
NO3BOHOYHBIX OH BhIpaxkeH cja6o. BoJee mpocras BHYTPHKJETOYHas
CTPYKTypa HMeeT MecTO B MHOKapae Gecrno3BoHOUHbIX. OcHOBHoOe
BHHMaHHe YyJAeJeHO CTPYKType amnmapara 3JeKTpOMeXaHHUeCKOro
CONpSIXKEHHUSI U KJETOYHBIX KOHTaKTOB.

Wamoctpauuit 6. Bubauorp. 133 Hass.

YK 612.172

diieKTPOMeXaHHYECKOe cOmpsixeHHe B MHoKapae. Msakos B. 4.
«KneroyHele MeXaHH3MBI DeryJIiUMH COKPAaTHMOCTH MHOKapAa».
CeepaJiosck, 1974 (YHIL AH CCCP).

Ha ocHoBe HOBEHWIKWX JUTEpaTYpHBIX NAHHBIX PaccMaTpPUBAaEeTCs
OMC B pas/HYHBIX MHOKapAHaJbHHIX KJeTKaXx. B oTuauune or cke-
JeTHBIX MbllL, noteHnuan paefictsust (I1]]) Muoxkapaa — He TOJIBKO
TPHITEpP, HO M PEryJsTOp COKpalleHHs. Pery/suus B OCHOBHOM OCY-
1iecTBJasieTcss 3a6pocOM B KJETKY HOHOB KaJbLHs, CBSI3aHHBIM C
napaMerpaMi (B OCHOBHOM C JJHTeNbHOCTBbIO (aswl miato) IIM, a
TakXe BHICBOGOXIEeHHeM KaJblH H3 CapKONJIa3MaTHYeCKOrO peTH-
KyaoMa. Jlasi XONOJHOKPOBHBIX JKMBOTHBIX 3HAUMTEJBHYIO pOJb
urpaer nepBblfi (akrop, B cBsidH ¢ ueM IIJ] X0J0ZHOKPOBHBIX —
BaXKHOe 3BEHO PEryJIsiiHH COKPAaTHMOCTH. B MHOKape TemJoKpOBHBIX
peryaupywoiias posap I1]] meHee Bripaxena. [Togpo6HO paccMaTpu-
BAIOTCA OCHOBHbIE THIOTE3R 0 MexaHH3max DMC.

Ta6auu 2. Bubauorp. 251 Hass.

YIOK 612.172

OO6mas XapaKTepHCTHKAa CHCTEMbI PeryJsilHH COKPaTHMOCTH MHOKap-
na pui6. PytkeBuuy C. M. «KieTouHble MeXaHH3MBbl peryJsiHH
COKpaTHUMOCTH MHOKappaa». CeepasoBck, 1974 (YHLL AH CCCP).

PaccmatpuBaloTcs OCHOBHbIE OpraHHEIE H KJIETOUHbIE MEXaHH3Mb
PeryJIsiHH CHJIBI COKpallleHHH MMOKapfia »XeslyJaouka mIoTBbl (Ruti-
lus rutilus). TlokasaHo, YTO peryJasTOPHble XapaKTEPHUCTHKH cepaua
MJIOTBH NPHHUMNHAJBHO HE OTJIMYAlTCH OT TaKOBBHIX U Jella
Abramis brama, okyus Perca fluviatilis, epma Acerina cernua u
JnocraTouHo oGHiue nJsi Becex Teleostei. M3yueHo MHOTpPONMHOE BJHSA-
HHE YacTOTHl cepAlieGHEeHHI, HOHHOrO COCTaBa CPeAbl, CTENeHH pacTs-
JKEHUS] MBIHINBI JKeJyJoYKa Ha COKPaTHMOCTb, a TakxXe TemIepa-
TypHBlE H3MEHEHHSi BCEX HHOTPONHBIX XapaKTepHCTHK. AHalu3upy-
€Tcsl CBf3b CEPAEYHOro BHIXOJA C MHOKapAHaJbHOH COKPAaTHMOCTBIO.
Henaercsi BHBOA, UTO CHCTEMA DEryJslHM KaK Ha YDOBHE KJETKH,
TaK M Ha YpOBHe BCero opraHa oGecleunBaeT HEKOTOPYIO cTaGHJIH-
3aUMI0 reMOJMHAaMHYecKOH (YHKIMH cepjua NpH H3MeHeHHH TeMIle-
paTypsl.

Unmocrpanuit 5. Bubaunorp. 13 nass.

YIOK 612.172

Hekortopbie npo6aeMbl n3ydyeHHsi 31€KTPOMEXaHHYECKOro COMPSIKEHHS
B MuoKkappe. [Ipouenko 0. JI, )Kuraanckuit Q. A «Kae-
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TOUHblE MEXaHH3MBI DEryJsilMH COKPaTHMOCTH MHOKapaa». Ceepa-
Ja08cK, 1974 (YHLL AH CCCP).

JInsi u3yyeHHst 3JIEKTPOMEXaHHYECKOTO COMpSIMKEHHS B MHOKapje
JACYIKH HCHOJb30BAaH METOJ CO3/[aHHS MCKYCCTBEHHOH JAenosspH-
3anHH MeMOpaHbl MOHHBIMH H (apMaKOJOTHYECKHMH BO3JeHCTBHAMH.
H3meHeHHsI MOTeHUMAaJa COMOCTABJSIOTCS C BO3HHKAIOLIMMH KOH-
TpaktypaMu. [IlokasaHo NpPHHUHNHAJbHOE PA3JHUHE B MEXaHH3Me
reHepalMH OJHHOYHBIX COKpallleHHH W KOHTpakTyp. IIpuBoautcs psan
$akTOB 0 «mapamokcaibHOM» 3¢ddexkTe anpeHaJMHa Ha COKpaTH-
MOCTb MHOKappaa. IlpeasoxeHa runoresa, oGbsicHAIOLAsA MeXaHH3M
3JIEKTPOMEXaHHYECKOTO COMpSIXKEHHsT B CBETE MOJYYEHHBIX HaHHbIX.

Wamocrpaunit 8. Bu6anorp. 49 Hass.

YK 612.172

O BO3MOXKHOM MeXaHH3Me peryjsillid COKPAaTHMOCTH MHOKapja.
F'nurbko P. B. «<KnerouHsle MexaHH3MBI peryJsillii COKPaTHMOCTHK
Muokapia». Cepanosck, 1974 (YHLL AH CCCP).

IpuBeneHbl faHHbIE O BAMSAHHM AENOJSPH3YIOWIHX M THIEpHOJs-
PU3YIOIIUX TOJYKOB TOKa, KOTOpble NPHKJIAJbIBaJHCh B Pas3jHYHbIE
MOMEHTHl NOTEHUHAJNOB HelicTBHA. [ToKa3aHO, 4TO HenoJspH3YIOLHH
TOK YAJHHSET a3y IJIaTo NOTeHLHaJa NeHCTBHS H Pe3KO aKTHBH-
pyeT COKpPaTHMOCTb MHOKapja; THIepnoJsapu3yloluii ToK objaanaer
NPOTHBONOJIOXKHBIM  JeficTBHeM. HccaenoBaHo paeficTBHe TOKa IpH
Pa3/IMYHBIX peXHMax MAeATeJbHOCTH cepaua. Ha ocHoBe mpHBegeH-
HbIX JaHHBIX (opMyJHpyeTcss TrunoTesa 06 3JEKTPOMEXaHHYECKOM
CONpSI)KEHHH B MHOKaple XOJOLHOKPOBHBIX.

Hamocrpaunit 7. Bubanorp. 19 Hass.

YK 612.172

O poJM HOHOB HATPHA B PEryJsilHH JIEKTPHYECKOH H MeXaHH4YeCcKO#
AKTHBHOCTH KJETOK DMTMHYeCKH paGoraiomero muokapna. Illese-
aes B. M, THutbko P. B. «Knerounble MexaHH3Mbl peryJsiuuH
COKpPaTHMOCTH MHOKapza». Ceepayonck, 1974 (YHIL AH CCCP).

HccnenoBansl mapaMeTphl 3JEKTPHYECKOH M COKPaTHTEJbHOH aK-
THBHOCTH KJIETOK MHOKapla KeayJouka JATyIUKH Ha pPasJHYHBIX
pPHTMax CTHUMYJALMH NPH H3MEHEHHH HapYXXHOH KOHLEHTPalHH HOHOB
Hatpusa. OGHapyeHa BbIPaXKeHHas 3aBHCHMOCTb COKPaTHTENbHOTO
oTBETa OT M[apaMeTpPOB MNOTeHLHaJa JeHCTBHA M OT PHUTMA CTHMY-
aauud. Ha ocHoBe NpefyioXKeHHOM paHee MOMAeNH aHaJH3UpyeTcst
XDOHOMHOTPONHS B KJeTKax Muokapaa. CresaHo mNpeanosoxenue
06 06paTHBIX KOHKYPEHTHBIX OTHOLIEHHSIX MOHOB. HATPUSl H KalslbLHUA
y HapyXHOH M BHyTpeHHell NOBEPXHOCTH BO36yaUMOH MeMOpaHBI H
O HaJIMYMH KOHKYDEHLHH MeXAy HHMH B HEKOTOPbIX y4acTKaX capKo-
TyOyJSIPHOH CHCTEMBI.

Ta6muu 2. Unmoctpauuit 4. Bubauorp. 29 Hass.

YIOK 612.172

K Mexanusmy jeficTBHS ajpeHaIMHa Ha 3JeKTpOMeXaHHYecKoe Co-
npsiKeHHe B KJeTKaX MHOkapaa. UeTBepHKOBa E. &, U3a-
koB B. SI. «KieTounble MeXaHM3Mbl peryJsliid COKPaTHMOCTH MHO-
kapfa». Cpepanosck, 1974 (YHLL AH CCCP).

HccnenoBaHo jeiicTBHe aJpeHaNHHA NMpPH Pa3jIHYHBIX YaCTOTHBIX
pexumax HesiTenbHOCTH cepaua. Ilokasawo, uro Ha BBICOKO# 4acToTe
cepiueGueHni ajpeHaNHH OGNAiaeT OTPHUATEIbHBIM HHOTPOMHBIM
neicrueM. Ha ¢oHe NOBHINIEHHOH KOHLUEHTPAlMM HOHOB KaJlbLHs
M TpH HHrMOMPOBAaHHH KaJbUHMEBOH NPOHHIAEMOCTH HOHAMM Map-
ranua shdexkT ajpeHaJIMHA Peanu3yercs uepes H3MEHeHHe KaJblie-
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BOil NPOHHLAEMOCTH M CTENEeHH CBSI3bIBAHHA KaJbLHS B CapKOIJas-
MaTH4yecKOM peTHKyJioMe. OGCyXKAaloTcs HOHHBIE MeXaHH3Mbl OTpH-
LATeJAbHOrO HHOTPOMHOrO AEHCTBHS ajpeHasHHa.

Wamocrpanuit 6. Bubauorp. 40 nass.

YIK 612.172

BansiHHe aApeHaJMHA HA XPOHOHHOTPONHIO MpPEACEPAHA H KeJyaouKa
yepenaxu, (Testudo horsfieldi). Trkauenko bB. I'. «Kuerounse
MeXaHM3Mbl peryJ/siuMd COKPaTHMOCTH MHOKapaa». CeepaJoBck, 1974
(YHLI AH CCCP).

PaccmarpuBaeTcss 3JeKTPOMEeXaHHYECKOe CONpsSiXKEeHHe B KJeTKax
npejcepiuii M Kenymouka yepemaxu. OCHOBHOe BHHMaHHE YIeNEHO
H3yYEHHI0 3aBHCHMOCTH CHJIbI COKPAlleHH# OT pHTMa cepauebHeHui
H PoJb aJpeHalHHa B DEryJsLHH 3JEKTPOMEXaHHYECKOro COmpsKe-
uus. [TokasaHo, 4TO NpeIcepAMs M XKeJyAOoueK CYLIeCTBEHHO pasJiH-
yalTcs pAAOM (GH3HOJNOTHUECKHX XapaKTEPHCTHK: BPEMEHHBIM XOJOM
COKpallleHHH M INOTEeHLHaNOB AEHCTBHS, 3aBHCHMOCTbIO CHJIEL COKpa-
LIeHHH OT YaCTOTHl pa3fpaeHHs, «MOTEHIHALHEH NOKOsS», IMepexo-
HBIMH TIPOLIECCAaMH NMOCJe Nay3, XapakTepoM peakuHH Ha BO3JeHCTBHe
ajpeHajuHa. BhicKa3aHO NpPENNOJIOXKEHHE, YTO PAa3jHYHA B DeakUHAX
MeX1y TNpeICepAHSIMH M JKeJNYIOYKOM MOTYT GhITh 0O6YCJIOBJEHbI
KOHLEHTpauuell 3HAOTeHHbIX KaTeXOJaMHHOB, KOTOpble MOAYJHPYIOT
5JIEKTPOMEXaHHUeCKOe COMNpsXKeHHe DHTMHYeckH paboTalolllero MHO-
Kapza.

Unmocrpaunit 4. Bubanorp. 34 Hass.

YK 612.172

CpaBHHTEIbHOE M3y4YeHHE XPOHOMHOTPONHH B Pas3JHYHBIX OTAeNax
mHokapaa. FopG6aues B. B. «Knerounble MexaHH3MBbI peryJsinuu
COKpaTHMOCTH MHOKapia». Ceepiiosck, 1974 (YHILI AH CCCP).

CpaBHHBAIOTCS XPOHOHHOTPOMHBIE CBOMCTBA pPa3/IHYHBIX OTHEJOB
cepAua KpbiCHL. BhIsiBIEHBl cyllleCTBEHHblE Pasjiuudsi BO BpPEMEHHOM
XOle MEeXaHHYeCKOro OTBeTa NpeacepAuit H xKeaynouykoB. CHATH
XapaKTEPUCTHKH «CHJIa — 4acToTa» MAJsl NPaBOrO H JIEBOro CepAla.
XapakTep IepexofHbIX INpoleccoB B O06GOMX NpEeNCepAusX CXOJeH,
B KeJy[NOuKax KpPYTH3HA JIECTHHUH Byasopca npsiMo mpomopuuo-
HajllbHa H3MEHEHHI0 YacCTOTHl CTHMYJsuuH. [lokasaHo pasinuHe B
XapakTepe 3JIEKTPOMEXaHHYECKOTO COMPSIKEHHs] B NpeACepAusX H
KesyIouKax.

Wnmocrpaunit 4. Bubauorp. 17 Hass.

YIK 612.172

O B3aHMOOTHOLIEHHH FOMEOMETPHYECKOH M reTepOMETPHYECKOH CHCTeM
peryJsiuuH cokpatumoctH muokapaa. Kuranbckuii O. A. «Kne-
TOYHble MeXaHH3MBI DEryJslHH COKPaTHMOCTH MHOKapaa». Csepa-
JoBck, 1974 (YHLL AH CCCP).

C mnomoulblo annapaTta HeJHHeHHOH MHOMKECTBEHHON perpeccHH
H TEOPHH CJy4YalHBIX (YHKIHHA NPOAHAJH3HPOBAHO BJHSHHE pacTs-
JKEHHs Ha JAMHaMHYeCKHEe XapaKTeDPHCTHKH XDOHOHHOTDPONHOH CHCTe-
MBI pEryJMpOBaHHA COKPaTHMOCTH MHOKapaa. Iloka3aHo, 4TO XpOHO-
HHOTPONHAasA H TreTepOMeTPHYeCKass CHCTeMbl — He3aBHCHMBle KOHTYPHI
peryJHpoBaHHsi cOKpaTHMOCTH. O6CyKAal0TCSA KJIETOUHblE MeXaHH3MEI
BJIMSIHUSL DHTMa Ha mapaMeTphl COKpallleHHH cepjiua.

Hanmocrpanuit 3. Bubauorp. 25 Hass.

YIK 612.172

Buausinne TemmepaTypni Ha cBo#icTBa cepaeuHOd Mbiwun. Kpyr-
aos B. C, Pyrkesuu C. M, Mapxacuu B. C. <Knerounsie
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MEXaHH3Mbl DEeryJsillHd COKPAaTHMOCTH MHOKapja». CBepiJoBck, 1974
(YHLL AH CCCP).

TlpuBeneHsl maHHBle O BJMAHHH TeMIEpaTypel Ha IapaMeTpbl
9/IEKTPHYECKOH M MeXaHHYeCKOM aKTHBHOCTH KJETOK MHOKapjaa mpe-
HMYLIECTBEHHO XOJIOAHOKDOBHHIX. AHa/JH3HpyeTCs BJMSHHE TeMIle-
paTypel Ha PHTM cepAleGHeHHH, MeXaHH3Mbl M3MEHEHHs NOTeHLHa-
JIOB JeHCTBHST M 3JEKTPOMEXaHHYECKOrO CONpSXKEHHs: NPH H3MeHe-
HHSIX TeMIepaTypHl.

Bu6anorp. 266 nass.

YIK 591.112

Hccaenosanne TeMnepaTypHbIX XapaKTEPHCTHK COKPATHMOCTH MHO-
Kapaa pasjauyHbix BuaoB Jaarymek. Kpyranos B. C. «Kaerounnie
MeXaHH3MBl PETYJSLHH COKPAaTHMOCTH MHOKapaa». CBepajoBck, 1974
(YHLL AH CCCP).

HccnenoBaHa 3aBHCHMOCTb CHJIBI H30METPHYECKHX COKpalUleHH
MHoKapaa Jsryumek (Rana arvalis (aBe ¢opmm), R. camerani u
R. macrocnemis) oT TeMmepaTyphl IOCJe INpefajanTalHd K Temay
u xosony. Culla cOKpallleHHH MHOKapAa MOBHIIaJNach C MOHHMKEHHEM
TeMneparyphl B GoJsibliefl cTeneHH y ocobefl, ananTHPOBAHHBIX K XO-
aony. CpenHsis CKOPOCTb DPa3BHTHS HaNpsKEeHHs: MHOKapAOM IIpH
HH3KHX TeMmuepaTypax GoJbllie y JSrylleK, afanTHPOBaHHBIX K XO-
JIOAY, TPH BBICOKMX TEMIIepaTypax —y JIATYIUeK, aJanTHPOBaHHbIX
K Temay.

Ta6aun 2. Bu6aunorp. 6 Hass.



KJTETOYHBIE MEXAHH3Mbl PETVYJISLIMH
COKPATHMOCTH MHOKAPIA

Tpyast HHCTHTYTa SKOJOTHH PpacTeHHR H JKHBOTHBIX
YHLI AH CCCP, Bbin. 92

Yreepocdeno K newaru
PedakyuoHHO-u30aTenbcKum co8eTOM
Ypanrsvckozo nayunozo yenrpa AH CCCP

Penakrop K. H. YmakoBa. OGaoxka M. H. Fapumosa.
Texu. penaktrop H. P. PaGunoBnd. Koppekrop A. C. OCOKAHA,

PHCO YHII Ne 604—25(74). Cmano B HaGop 28/III 1974 r.

HC 15003. Tloamucano k newatu 3/I 1975 r. ITew. Ja. 11,5,

Yua.-u3n. a. 12,8. Popmar 60X90/i6. 3akas 193. Tupax 1000.
Llena 1 p. 28 k.

PHUCO YHL] AH CCCP, Cnepngtl)acx, K-49, ya. IlepsoMait-
Kasi, 91.
Tunorpadus uU3f-Ba «Ypaibckuii paGounfi», r. CBepAJOBCK,
np. JleHnHa, 49.




	0001
	0003
	0005_1L
	0005_2R
	0006_1L
	0006_2R
	0007_1L
	0007_2R
	0008_1L
	0008_2R
	0009_1L
	0009_2R
	0011_1L
	0011_2R
	0012_1L
	0012_2R
	0013_1L
	0013_2R
	0014_1L
	0014_2R
	0015_1L
	0015_2R
	0016_1L
	0016_2R
	0017_1L
	0017_2R
	0018_1L
	0018_2R
	0019_1L
	0019_2R
	0020_1L
	0020_2R
	0021_1L
	0021_2R
	0022_1L
	0022_2R
	0023_1L
	0023_2R
	0024_1L
	0024_2R
	0025_1L
	0025_2R
	0026_1L
	0026_2R
	0027_1L
	0027_2R
	0028_1L
	0028_2R
	0029_1L
	0029_2R
	0030_1L
	0030_2R
	0031_1L
	0031_2R
	0032_1L
	0032_2R
	0033_1L
	0033_2R
	0034_1L
	0034_2R
	0035_1L
	0035_2R
	0036_1L
	0036_2R
	0037_1L
	0037_2R
	0038_1L
	0038_2R
	0039_1L
	0039_2R
	0040_1L
	0040_2R
	0041_1L
	0041_2R
	0042_1L
	0042_2R
	0043_1L
	0043_2R
	0044_1L
	0044_2R
	0045_1L
	0045_2R
	0046_1L
	0046_2R
	0047_1L
	0047_2R
	0048_1L
	0048_2R
	0049_1L
	0049_2R
	0050_1L
	0050_2R
	0051_1L
	0051_2R
	0052_1L
	0052_2R
	0053_1L
	0053_2R
	0054_1L
	0054_2R
	0055_1L
	0055_2R
	0056_1L
	0056_2R
	0057_1L
	0057_2R
	0058_1L
	0058_2R
	0059_1L
	0059_2R
	0060_1L
	0060_2R
	0061_1L
	0061_2R
	0062_1L
	0062_2R
	0063_1L
	0063_2R
	0064_1L
	0064_2R
	0065_1L
	0065_2R
	0066_1L
	0066_2R
	0067_1L
	0067_2R
	0068_1L
	0068_2R
	0069_1L
	0069_2R
	0070_1L
	0070_2R
	0071_1L
	0071_2R
	0072_1L
	0072_2R
	0073_1L
	0073_2R
	0074_1L
	0074_2R
	0075_1L
	0075_2R
	0076_1L
	0076_2R
	0077_1L
	0077_2R
	0078_1L
	0078_2R
	0079_1L
	0079_2R
	0080_1L
	0080_2R
	0081_1L
	0081_2R
	0082_1L
	0082_2R
	0083_1L
	0083_2R
	0084_1L
	0084_2R
	0085_1L
	0085_2R
	0086_1L
	0086_2R
	0087_1L
	0087_2R
	0088_1L
	0088_2R
	0089_1L
	0089_2R
	0090_1L
	0090_2R
	0091_1L
	0091_2R
	0092_1L
	0092_2R
	0093_1L
	0093_2R
	0094_1L
	0094_2R
	0095_1L
	0095_2R
	0096_1L

