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OBIIAA XAPAKTEPUCTUKA PABOTHI
AKTYaJIbHOCTH

CrocoOHOCTh PACTUTEIBHBIX OPTaHU3MOB aIalITUPOBATHCS K U3MEHEHUSIM YCJIOBUI
OKpY>KaloIlleil cpelibl B MEPBYIO ouepeab 0a3upyeTcs Ha KOMILIEKCHON paboTe pa3HbIX CH-
CTeM DETyJIALMU, BKIOYas 3JeKTpodusnonoruyeckyio cucremy. OyHKIIMOHAIBHBIMU 3Jie-
MEHTaMH JAaHHON CHCTEMBI SABIISIIOTCS PACHPOCTPAHSIOUIMECS U3 30HBI BO3JACHCTBHS JJICK-
TPUYECKHUE CUTHAJIBI — MOTEHIMABI BO30YKACHUS, MPEACTaBICHHBIE BYMS THIIAMHU pPeak-
i — nmoteHnuanom aevicteus (I1/]) n BapmabenpHbiM TOTeHITMATOM (BII). B HacTosmee
BpeMs okasaHo, uyTo kak [1/], Tak u BII, cmocoOGHBI BBI3BIBATH psAll PYHKIIMOHATBHBIX OTBE-
TOB, BKJIIOYasi, U3MEHEHUE aKTHBHOCTU ()OTOCHHTE3a, U3MEHEHHS YPOBHsI ra3000MeHa, JbI-
XaHus, MHAyKOuoo skcrnpeccun reHoB (pinll) m mp. (Dziubinska et al., 2003; Fromm,
Lautner, 2007; Krol et al., 2010). Ctout oTMETHTb, 4TO B OObIIMHCTBE ciaydaeB [1J] u BII
BBI3BIBAIOT OJIHOHAMPABIIEHHbIE (DU3UOIOTUYECKHNE U3MEHEHHUS B KJIETKaX, PaCHOI0KEHHBIX
BHE 30HBI pazmpaxenus (Fromm, Lautner, 2007). OmHako, COTJIaCHO CYIIECTBYIOIIUM
MPEACTaBICHUSAM, UMEIOTCS Pa3JIMuMsl B MEXaHU3MaX pPaclpOCTPAHEHUsI TOTEHIIMAIOB BO3-
Oy>KIeHUs TI0 PacTEHUIO0, U B MOHHOMN MPHUPOJE PA3BUBAIOIICHUCS AIEKTPUUECKON PEaKIUU
Ha YPOBHE OTJICJIbHOU KIIETKHU.

B ortimmume ot I1JI, pacnpoctpanstonierocs sanekrporonnuecku, BII He saBnsieTcs ca-
MOPACTIPOCTPAHSIOIICHCS JJECKTPUUSCKOW peakIueld, a MpeJCTaBsIeT COO0OHM JIOKaIbHBIN
ANEKTPUYECKUN OTBET KJIETOK Ha PaclpoCTpaHEHUE U3 00JaCTH MOBPEKICHUS THAPABINYC-
CKO# BoJHBI Miau xumudeckoro c¢akropa (Rhodes et al.,, 1999; Stahlberg et al., 2006;
Vodeneev et al., 2012).

Ha cerogusiuinuii 1enb copMupoBaHbl NpeacTaBieHus o0 noHHou npupoae I1/1 y
BBICIIMX PACTEHUN — FEHEpaLUs MIEKTPUUECKONW PEAKIMU CBsI3aHA C BOSHUKHOBEHHUEM Mac-
cuBHBIX moTokoB noHoB Ca’’, CI', K* i BpeMeHHOI MHaKTHBaImeil MPOTOHHOTO Hacoca
(Lautner et al., 2005; Trebacz et al., 2006; Boxenees u ap., 2006).

Honnas npupona u3MeHeHud mMemOpanHoro norexnuana npu BII ocraéres ne mo
KOHIa U3yyeHHoi. HecMoTpst Ha TOT (pakT, 4TO B OTHEIBHBIX paboTax MPOJEMOHCTPUPOBa-
HAa BO3MOXHOCTH (DOPMHPOBAHHMS TTACCHBHBIX IIOTOKOB MOHOB, B uactHoctH Ca’’ n Cl” Bo
Bpems passutus BIT (Zimmermann, Felle, 2009; Boxenees u ap., 2011), ocHOBHOM rumoTe-
30l O MEXaHU3ME IeHEpaluu DJIEKTPUYECKOM PEakUMM Ha CETONHAIIHHUNA JEHb OCTAETCS

BpPEMEHHAsT MHAKTHBAIlMs MPOTOHHOIO Hacoca Iuiasmarudeckux memOpan (Julien et al.,
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1991, Stahlberg et al., 2006; Zimmerman, Mithofer, 2013). AprymeHTamu B 1063y JaHHON
TUIOTE3bI CIIY’KAT 3apEerUCTPUPOBAHHBIE HEU3MEHHOCTh CONPOTHUBIICHUS U IIPOHUIAEMOCTH
MeMOpaHbl npu pa3BuTuu BII, yTo roBOpUT 00 OTCYTCTBUU aKTHUBALMU MOHHBIX KaHAJIOB U
(dbopMupoBaH¥s TACCUBHBIX MOTOKOB MOHOB 4epe3 Hux. Kpome Toro, B padorax (Stahlberg
et al., 1996, Rousset et al., 2002) moka3zaHo, 4TO BHECCHHE B Cpeay OJIOKATOPOB KalbIUe-
BBIX, XJIOPHBIX M KaJMEBBIX KaHajoB He BiuseT Ha Gopmy BII. O6 ywyactun npoToHHOrO
Hacoca MOXKET TaK)Ke CBUIETEIbCTBOBATH MojaBiieHue paszsutus BII npu aeiictBun mHru-
OuTOpOB MeTabosm3Ma, M 3aperucTpupoBaHHble u3MeHenuss pH amorutacra (Julien et al.,
1991, Stahlberg, Cosgrove, 1992; 1996; Bonenees u ap., 2011).

CTOUT OTMETUTD, YTO BOIPOC O MEXaHU3ME IeHEPALMH MOTEHIIMATI0B BO30YKICHUS,
u BII B yacTHOCTH, TECHO CBsi3aH C BOIPOCOM 00 MX (PU3MOJIOTHYECKOM CMBICIE ISl BbIC-
IIEr0 PAcTEeHHUs, MOCKOJIbKY pa3BUTHE JIEMOJIAPU3ALMA MEMOpaAHbl M CABUTU MOHHBIX KOH-
LEHTpaLHii, Jiexamux B €€ OCHOBE, BEpOSTHO, 00yCIaBIMBAIOT Hpoliecc NMpeoOpa3oBaHus
PacIpoCTPaHSIONIETOCsl CUTHANA B (YHKIMOHAJIBHBIN OTBET KieToK. [Ipu sToM, B poiu oc-
HOBHBIX HHTEPMEIHATOB JAHHOTO PE0OPa3oBaHNs MOTYT BHICTYNaTh HoHE Ca’* u H, kak
KIIIOYEBBIE PEryJATOpPHI LEJIOro psjfa (pU3UOJOTHUYECKUX MPOLECcCoB: (poToCHHTE3a, JbIXa-
HUS, SKCTIpeccuu reHoB, pocta u ap. (Dziubinska et al. 2003; Sukhov et al., 2012; Bynbiues
u ap., 2013). Crowut, 0JHAKO, OTMETUTh, YTO B HACTOSIIEE BPEMsI TIPSMbIC CBEICHUS O JU-
HaMMKe BHYTPHMKIETOUYHBIX KoHLeHTpauii H' 1 Ca?* pu reiepannu BII oTcyTCcTBYIOT.

Takum 00pa3zom, pacKpbITHE MPHUPOJbI BapHaOEIbHOrO MOTEHIMajla IMO3BOJHUT HE
TOJIbKO PAaCUIMPUTh 3HAHUS O MEXaHM3ME IeHEepally AIEKTPUYECKON peakluy JaHHOTO TH-
nma, Ho 1 OyzaeT crnocoOCTBOBAaTh M3YYEHHUIO IPOILIECCOB PA3BUTHS HHAYLHUPYEMOIO UM

(YHKIIMOHAIBHOTO OTBETA KJIETOK.
Ilesib ¥ OCHOBHBIE 3212a4M UCCJICIOBAHUS

Llenbro paboThI SBUIOCH U3YyYCHHE U3MEHEHHUH AJIEKTPHUECKOTO MOTEHIIMANA KIETOK
BBICLIErO PACTEHU U OLIEHKAa NTMHAMUKH BHyTpukieTouHoro pH u pCa npu renepanuu BII.
B ¢Bs131 € IOCTABIICHHON LIEJIBIO BBINIOJIHSIACH CIECAYIOLINE 3a1aUN:
- UHTUOUTOPHBIN aHAIN3 U3MEHEHUN AJEKTPUUYECKOro MoTeH1uana kietok npu BIT,
- OIICHKA U3MEHEHUH COMPOTHUBICHUSI MeMOpaHbl ipu renepanuu BIT;

+
- OllpeieNICHUE TMHAMUKU MOHOB H™ BHYTpM KieTKH U anoriacte npu reuepaunu BlI;



o +
- OIIpCACIICHUC NUHAMHWKU BHYTPUKICTOYHOW KOHICHTPAIIWMU HMOHOB Ca2 B IIponecce

renepauuu BII.
Hay4yHasi HOBU3HA

[Tokazano, uto renepauus BII compoBoxknaeTcss mageHuEM BXOJHOTO CONPOTHBIIE-
HUs KJIeTKU. BHeceHue B oMbiBaromuii pactsop Onokatopos Cl - u K* - kananos nopasnser
pazButue BII u mpensTcTByeT CONPSIKEHHOMY C HUM IMAJEHUIO CONPOTUBIICHHS KIIETKH.
®opMupOBaHHE MACCUBHBIX MOTOKOB HOHOB, B YaCTHOCTH XJIOpa - Ha (pa3e aenosspu3anuu
U Kanus — Ha ¢aze penosisipu3aluy, BHOCUT BKJIaa B pazsutue BII.

BeisBieno, uro npu resepanuu BIl nmpoucxoauT nepexoaHoe 3aKUCICHUE IIUTO30IIS.
BrnepBrie BBINIOJIHEHA KOJWYECTBEHHAS! OLIEHKA M3MEHEHUN BHyTpHUKJIeTo4yHOro pH y mpo-
POCTKa THIKBBI [IPU T€HEPALIMH SJIEKTPUUECKON PEAKIIUH.

I'enepanus BII compoBokaaeTcs UIMTEIbHBIM BO3PACTAHUEM BHYTPHUKIETOYHOU
KOHIEHTpauy HoHoB Ca*. TIpooInKHTeNbHOE MOBHIIICHHE KOHIEHTpaui oo Ca’’ B

KJIETKE CBA3aHO C HAXOKJICHUEM KaJIbIIMEBBIX KaHAJIOB B OTKPHITOM COCTOSIHUMU.
HayuHo-npakTHyeckoe 3Ha4YeHHe

Ha pesynbpraTax paboTel 6azupyercs MpenyiokeHHas cxema (popMUpOBaHUS U BO3-
MOJKHOTO ITYTH JCHCTBUS HA KJIETKH BapuaOEIbHOTO MOTEHITNAIA, KOTOPAsi MOXKET CITY)KUTh
OCHOBOM 711 TOHMMaHUS MEXaHU3MOB MPEe0OpPa30BaHMs CUTHAJIIOB O BO3JIEHCTBUU B (hYHK-
ITUOHAJIbHBIC H3MEHEHUSI.

AgnanTupoBaHHas IS KJIETOK CTEOJs IeJIOr0 pacTeHUsi METOAMKa 3arpy3ku (iyo-
pecrieHTHBIX AM-coiepKaliux 30H0B MOXET OBITh MCIOJIB30BaHA JJIS ONPEACIICHUS H3-
MCHEHH} BHYTPHKICTOUHOI KOHI[CHTPAIMK HOHOB, B dacTHOcTH Ca’’ n H', y MHTaKTHBIX
pacTeHUHN.

OCHOBHBIC BBIBOJIBI U PE3YJIBTATHI OYAYT MCIIOJIB30BaHBI B YICOHOM Ipoliecce, pH
pa3paboTKe COOTBETCTBYIOIIUX CIEIKYPCOB JUIsl CTYJICHTOB OMOJOTHYECKUX (haKyJIbTETOB

BVY3os.
OcCHOBHBIE MOJI0KEeHN S, BBIHOCHMbIE HA 3AIIUTY:

1) B pa3BuTHE W3MEHEHHI 3JIEKTPHUECKOTO MOTEHIMana kieTok npu BIT BHOCST BKiIaz
MMACCUBHBIE MIOTOKM MOHOB, HA YTO YKa3bIBACT IMOJABIICHUE PEAKLIUH B IIPUCYTCTBUU

COOTBCTCTBYIOIINX 6J'IOKaTOp0B HOHHBIX KaHaJIOB U TaJICHUC COIMMPOTUBJICHUA KIICTKHU



npu BIIL. Ilpu stom, pazButue (a3pl Jemonspu3aluy CBA3aHO C aKTHBALMEH XJIOP-
HBIX KaHAJIOB, a PEMOJISIPU3alMK — C aKTUBALlUEW KaJINEBbIX KaHAJIOB.

2) Bo Bpems renepanuu BIl y IpopoCTKOB THIKBBI MTPOUCXOIHUT MEPEXOTHOE 3aKHCIe-
Hue 1uro3ona Ha 0,3+0,1 emununbl pH u 3amenauunBanue amnoriacta Ha 0,340,1
equnuibl pH. lunamuka ndmenennii pH kak BHyTpH, Tak M CHapy>KH KIETOK COOT-
BETCTBYET JUHAMMKE 3JIEKTPUUYECKOTO MOTEHIINAA.

3) Bo Bpems renepanuu BIl y mpopoCTKOB THIKBBI MPOUCXOIUT JUTUTEILHOE yBEITHYE-
HHE BHYTPHKICTOUHOI KOHIEHTpauy noHoB Ca’’. AMIUINTY A H3MEHEHNH KOHIICH-
TpalMd BHYTPUKIETOYHOro Kanbuus coctaBuia 300 £50 uM. IlponomxurensHoe
YBEJIMYEHUE [Ca']in CBS3aHO C JUTHTEIBHEIM HAXOKIACHHEM KAJIBILHEBBIX KAHAIOB B
OTKPBITOM COCTOSIHUHU.

Anpo6amust padoTsl. OCHOBHBIC Pe3yJIbTaThl paObOThl OBUTH TIpejcTaBiieHbl Ha 13-th
Annual Symposium for Biology Students of Europe «SymBioSE 2009» (Kazan, 2009), 14-
ol MexayHapoaHou IlymmHCKON mIKOJIe-KOH(PEPEHIIUN MOJIOABIX YueHbIX «buosorus
Hayka XXI Beka» (Ilymuno, 2010), Bcepoccuiickom cummnosuyme «Pactenme m ctpecc»
(Mocksa, 2010), International Autumn School: Biophysics and Bioelectrochemistry for
Medicine (Vulcan, 2010), MexxayHapoaHoi MonoaexxHon koHpepenuun «HenuHeitnas nu-
HaAMHKa B KOTHUTUBHBIX wuccienoBanusx» (Hwmwkuuit Hosropon, 2011), ll-em wmexnmy-
HaponHoM cummno3uyme «Kierounas curnanuzanusi y pacrenmit» (Kazaws, 2011), VII
Cwesne OOP (Hwxkuuii Hosropon, 2011), International Symposium Topical Problems of
Biophotonics (Saint-Petersburg - Nizhny Novgorod, 2011), 16-oii MexTyHapOHON MyIIHH-
CKOM MIKoJNe-KOH(pEepeHIIMN MOJOoAbIX yueHbIX «buonorus nHayka XXI Beka» (Ilymuno,
2012), IV-om Cwesne Onodusuko Poccun (Hrxuuit Hosropoa, 2012), MexayHapoaHOH
koH(pepeHun "Peuentopel U BHyTpuKiIeTouHas curnanuzauus’ (Ilymuno, 2013), Mexny-
HapOJHON Hay4YHO-TIpakTH4Yeckol KoH(pepeHunn «CoBpeMeHHbIE MpoOeMbl OHOPU3UKU
CIOXHBIX cucTeM. MHbopmanmonHo-o0pazoBaTenbHbIe mpolecchl» (Boponex, 2013).

My6auxauun. [lo matepuanam aucceprauuu omyonukoBano 20 pa®otel U3 HuX 7
CTaTeil B peleH3UPYEMbIX U3TaHUSIX.

CtpykTypa n 00beM padorshl. [{uccepraiiys cOCTOUT U3 BBEACHUS, S T1IaB (BKIIOYas
0030p JIUTEpaTyphl), 3aKIIOUEHUS, BBIBOJAOB U CIUCKA JIuTeparypsl. M3noxena Ha 104 crpa-
HUIaX, COAEPKUT 32 pucyHka U 2 Tabmuipl. CIUCOK HUTHPYEMOW JTUTEPATYPHI BKIIOYAET

152 pabotsl, u3 HUX 132 Ha UHOCTPAHHBIX S3bIKAX.
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COIEPXXAHUWE PABOTHI

OO0beKT M MeTOABbI HCCIeAOBAHNS

B xadecTBe 00BEKTa UCCIIEIOBAHUIN HCIIOIB30BAIH 2-3-HECIbHbBIE MTPOPOCTKH IIIIIe-
aunbl (Triticum aestivum L.) u Teikel (Cucurbita pepo L.). Pactenus BeIpamuBaiu ruapo-
MOHHBIM criocoOoM (kepam3uT, 50 % cpena XormHaa-ApHOHA) B KIMMaTHYECKON Kamepe
(KBW-240, «Binder») mpu oCBELICHHH JTFOMUHECIICHTHBIMHY JIaMiiaMu (16-TH 4acoBOi CBe-
TOBOU mepuox) u temmeparype 24°C.

Peructpanuio ayeKTpuyecKoil aKTUBHOCTH TPOU3BOAMIN C MOMOIIBI0O MUKPOIJIEK-
TPOJHOM M MaKPOAJIEKTPOIHOW TEXHUKHU. Y CTaHOBKA JJII BHYTPUKIETOYHOTO M3MEPEHUS
MeMOpaHHoro noteHuana (Ey) u conpoTuBiacHus KISTOK BKIOYaia Mukpockon Olympus
BX51 ¢ aBromarnueckumu MukpomaHunyisropamu Luigs and Neumann, ycunurens
Multiclamp 700B (Axon Inst.) u IIK. Pacrenue pacnonaraian Ha NpeaMETHOM CTOJHUKE
MHUKPOCKOTIa, MPU 3TOM yYaCTOK JIUCTA MPOPOCTKA 3aKPEIUISIIN B KIOBETE CO CTaHJIAPTHBIM
pactBopowm, conepxariuMm 0,IMM NaCl, 0,1MM KCIl, 0,5MM CaCl,. DnexkTpoa cpaBHEHHS
MOMEIIAJIN B KIOBETY, U3MEPHUTENBHBIN AJIEKTPOJ C TUAaMETPOM KOHUMKAa OKoio 1 pm, 3a-
nonHenHbIi 0,1 M KCI, BBogmiu B MapeHXUMHYIO KIETKY JIUCTa MIIeHuIbl 2-3 cios. s
aHaJIu3a U3MEHEHUS COINPOTUBJIECHUS KJIETOK npu reHepauuu BII uepe3 mamepurenbHbIi
AJIEKTPOJ OAABAJICs NMEepeMeHHbIN ToK yactotor 2 ' u ammutynoi 40 nA. Perucrpanus
COOTBETCTBYIOIIMX U3MEHEHU MEMOPAaHHOTO MOTEHIMaNa, TeHEPUPYEMBIX MPU MPOXOXKIe-
HUU TOKA 33JaHHON aMIUTUTY/bI, MO3BOJIMIN OLEHUTh BEJIMYHUHY CONPOTUBIIECHUS KIETOK
MpopocTKa MyTéM NMpUMeHeHus 3akoHa Oma ajs ydacTka uenu. BHeknerouyHas perucrpa-
U SJIEKTPUUSCKOM aKTUBHOCTH OCYIIECTBIIsAIACh ¢ moMoIbio Ag/AgCl Makpo3IeKTPOI0B.
Ycunurenem ciyxun noHomep ynusepcanbubliii UTIJI-112, coequnennsiii ¢ 11K.

Nuayuupyromee BII noBpexaaromiee pa3apa’keHue B BHUJIE 0XKOTa OTKPBITHIM I1ja-
MEHEM B T€YEHHE 2 C HAHOCUJIM HA KOHYUK JIUCTA.

WNuruburopHslil aHanu3 6a3upoBalics Ha OlIeHKe U3MeHeHus napametpoB BII kinetku
MIPU BHECEHUU B CpPeAy MHTMOUTOPOB 3a YaC O HAHECEHUS pa3Apa’keHHs. bpuin ucmnonb3o-
BaHbI: CHEUU(PUUECKHI MHTUOUTOP MPOTOHHOTO Hacoca — oproBaHaaar HaTpus (0,1 MM)
XeJIaTop MOHOB Ca®* - BITA(1 MM), OJ0KaTOp aHMOHHBIX KAaHAJIOB - STAKPUHOBAS KUCIIO-
ta (0,5MM) 1 O6510KaTOp KaJIMEBBIX KaHAIOB — TeTpasTrwiammonuii (TDA) (0,5 MM).

JIyist perucTpaniy M3MEeHEeHnH KOHIeHTpari noHoB H' u Ca®* npu BII npumensin

¢dnyopecuentnsie 30861 FITC-dextran, BCECF,AM , Fluo-4,AM u Fura-2,AM. 3arpy3ka B
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pacrenne FITC-dextran mpomsBoauminace myréM 12-14 yacoBoil MHKYOAallMU ydacTKa IPO-
pOCTKa C yHaJIEHHBIM JMHAEPMUCOM B pacTBope 3oHma. s 3arpy3ku AM-comepikamunx
30HJI0B BHYTPb KJIETOK IPOPOCTKA MPUMEHSIACh METOAMKA HU3KOTEMIIEpATypHOU 3arpy3Ku
(Zhang et al., 1998). C uesbio mpeaoTBpallenus paciiericans AM-KOMIIOHEHTa 3CTepa3a-
MU aIoIulacTa y4acTOK MPOPOCTKA, MOTPYKEHHBII B PacTBOp 30HJa MHKYOMpPOBAIU IpPH
temneparype 4°C. IIpoJoKUTENBHOCTh HU3KOTEMIIEPATYPHOTO dTana SKCIEPUMEHTAIBHO
noadupaiu B XoAe padboThl. 3aTeEM MPU KOMHATHOW TEMIEPATYPE MPOPOCTOK OTMBIBAIH OT
30H/Ia MyTEM YEThIPEX-TISATH KPAaTHOW 3aMEHbI CTAaHAapTHOTO PACTBOPA B SUEHKe.

Peructpanuto diyopecuieHIIMM MPOBOJUIN HAa KOMIUIEKCE JIA3€pPHON CKaHHPYIOLIEH
mukpockonuu Carl Zeiss LSM 510 META (unBeptupoBanublii Mukpockon Axiovert 200M,
Ja3epHBIA CKaHUPYIOLUH MOIYINb, ciekTpanbHblii Monynb Carl Zeiss 23 META). IIpopo-
CTOK pacroJjlarajii Ha MPEeJAMETHOM CTOJMKE MHKPOCKOIA, y4acTOK CTeOJIsl, paHee MOorpy-
KEHHBIN B pacTBOP 30H]1a, pa3Mellalics B siUeKe, CoJepsKalleil CTaHAapTHBIN pacTBOpP 00b-
emMoM 3 Mi. /IHOM suelKM CIIyXWJIO MOKPOBHOE cTekso. PopMupoBaHHE H300paKeHUN
OCYIIECTBIISIIOCH C MCTOJb30BaHueM 00bekTuBa Plan Apochromat 40x/0,6 Korr. Jlnst Bo3-
OyneHus (HIyopecleHIINN HCIIOIb30BaJICS aproHOBBIA na3ep (488HM). DiayopecreHIus
pErucTpUpOBaliach B JIBYX CIEKTpalbHbIX auamnazoHax: 500-550 HM («3eeHbli KaHam») U
650-710 uM («xpacHblii kaHam»). OMHOBPEMEHHO C perucTpanuei (IyopecreHIuu OCy-
HIECTBJISIACH 3AMUCH JIEKTPUUECKONW aKTUBHOCTH.

JUis KOJNIMYEeCTBEHHOTO aHaju3a cIBUroB pH peructpanuio ¢iyopecreHuun ocy-
HIECTBISIN ¢ Tomotbio ciektpoduryopumerpa SHIMADZU RF-5301 PC. Ins uzyuenus
3apucumoctu mnapametpoB dpayopecuennuu FITC-dextran u BCECF,AM ot koH1IeHTpanuu
H" ucnomns3osanu 6ydepusie pactBopsl (Tris-MES, 20 MM) ¢ pa3anunbiM 3HaueHHeM pH
(ot 4,5 no 8 c marom 0,5 egunwir). [ u3ydeHus 3aBUCUMOCTH MapaMeTpoB (yopeciieH-
005051 Ca2+-quCTBHTenLH0r0 30HAa FUra-2 ot KoOHIEHTpauuu Ca®* ucronp3oBamm pacTBOPHI
¢ paznuuabM pCa (0T 5 10 8 ¢ marom 0,5 eauHMIl). AHANIKU3 OCYIIECTBISUIN MYyTEM IMOCIe-
JIOBAaTEJIBHOTO CHATHSI CIIEKTPOB BO30YX/ICHUS BO BPEMEHHU NPH PETUCTPAINH (IIyOopecIeH-
[IMU OT 3arpy’KEHHBIX 30HJOM MPOPOCTKA Ha JITTMHE BOJHBI 520 HM.

DKkcnepuMeHTsI poBouin B 5—10-kpaTHO#l OMonornyeckoi MoBTOPHOCTH. B pe3ysib-
TaTax MpeJCTaBICHbI CPEHUE 3HAUCHHUS BEJIUYMH U CTAaHAAPTHOE OTKJIOHEHHE, a TaKXKe TH-

IMMYHBIC 3aIlIMCH OTACIBbHBIX H3MepeHHI>i.



Pe3yabTaThl M MX 00CYK/AeHHE
Mexanu3zm uzmeHeHus INEKMPUYECKO20 NOMEHYUANA K1emoK npu 2enepayuu BIT
TunudHas 3anuch JIECKTPUUICCKON PEAKIIUU KICTKH JINCTA MIICHUIIBI HA OXKOT TIPEe]I-
cTaBieHa Ha puc.l. McxoaHslif ypoBeHbh MEMOPAHHOI'O TIOTEHIIMAIa cOCTaBisuI -98 + 3 MB.
[Tapametpbr BII, uHAYIIUPOBAaHHOTO 0KOTOM, ObUTH cleayrommmMu: amiuiutyaa BIT (Agp):
75 + 4mB; ckopocth menoispuzanuu (vp): 11,09 £ 0,9 MB/c; ckopocTs penosspusanuu
(VR): 0, 54 £0,09 mB/c.

Em,mB

MB MB/c
-10 4 120
100c 15

80 1

40
-70

90 4 0
En' Asn Vp Vi

Puc. 1. BapuateabHbli NOTEHUMAJ KJIETKH JUCTA NMIIEHUNbI. A — THNIMYHASA 3a-
NHCh U3MEHEHUS IEKTPUYECKOr0 MOTEeHIMAJIa MeMOpaHbl BO BPeMEHHU NMPH HaHece-
HHMHU 07K0ra Ha JuCcT npopocrka; b — napamerpsi BII kierok aucra mmenunusl (ycpen-
HeHue 1o 20 usmepeHusim)

En — MeMOpaHHbIil moTeHUHA, Emr-MeMﬁpaHHbIﬁ NMOTEHIIHAJI B NMOKOE, Agrp — aMILIH-
tyaa BIL, Vp-ckopocTs genosisspusannu, Viy-CKOPOCTh penojisipu3amnum.

MoMeHT HaHeCeHHsl 07K0ra 0003Ha4YeH CTpeskoil. PaccTosiHue OT 30HBI pa3ApaskeHUus
110 30HbI PErucTpPauu — ScM.

Jlns omipeiesieHust MpUpoabl HOHHBIX TOKOB, y4acTBYIOIMUX B GpopmupoBanuu BII uc-
MOJIb30BAJIM HHTUOUTOPHI TEX TPAHCIOPTHBIX CUCTEM, QYHKIIMOHHUPOBAHUE KOTOPHIX UMEET
OTIPEICTISAIONIYIO POJIb B AJICKTPOTEHE3€ BHICIINX PACTEHUN B MIOKOE U MPU BO3OYKICHHUU.

B coorBercTBuu ¢ naHHbIMU auTepaTypbl reHepanys BII cBsa3ana ¢ nepexoqHON NMHAK-
tupanmeiit H'-AT®aser (Julien et al., 1991; Stahlberg and Cosgrove, 1997). B mammux 3kc-
IIEpUMEHTAX JUIsl MOJABICHUS AKTUBHOCTH OBLT MCIONB30BaH TpsAMOM wuHrubmTop H'-
AT®a3bl — opToBaHagaT HaTpusi. BHeceHue opToOBaHaAaTa BhI3BIBACT 3HAUUTEIBHYIO JEIO-
JSIpU3AIII0 MEMOpPaHBI 10 BeMHMUUHbI 65+3MB. DnekTpuueckas peakius Ha 05KOT MPU TOM

MPaKTUYECKU OTCYTCTBYET (puc.2A). JlaHHbIN pe3ynbTaT COOTBETCTBYET UMEIOIIUMCS B JIH-

) +
Teparype cBelneHusiM 00 monHou npupone BII m ykasbiBaeT Ha Bo3MoxkHOe ywacTthe H' -

9



AT®a3b! B npoliecce reHepalnuy IEKTPUUYECKON peakliuyd Ha oxor. B To ke Bpewms, zaerno-
nsipu3anus MeMOpaHbl B MPUCYTCTBUHM OPTOBaHAaTa MPUBOAUT K HAPYIICHUIO AJIEKTPOXHU-
MUYECKUX I'PAJUEHTOB APYTHX HOHOB, KOTOPbIE MOT'YT BHOCUTH BKJIaJ B reHepanuto BII.

Y 1aneHue U3 OMBIBAIOIIEro pacTBopa HoHOB Ca’’ myréM BHecenms xematopa DI TA
3HAUYMUTENIbHO MmojaBisio passutue BII (puc. 2b), uTo yka3piBaeT Ha HEOOXOAMMOCTH BXOJa
KaJIbLIUSI U3 BHEKJIETOYHOTO IPOCTPAHCTBA JJI F€HEpPALUU SJIEKTPUUECKOW peakuuu, 4YTO
coryiacyercs ¢ nanusiMu iuteparyps (Julien et al., 1991; Stahlberg et al., 1992).

biiokatop aHMOHHBIX KaHAJOB 3TAKPUHOBAs KHUCIIOTA 3HAYNUTEIBHO MOJABIISAET aMILIU-
TYyAy U CKOpOCTh Aenossipu3auuu npu BII. JlaHHBIN pe3yabTaT MOXKET yKa3blBaTh HA TO, UTO
¢dopmupoBanue nepeaHero ¢ponrta BII ompenensercs BBIXOASUIUM MOTOKOM AaHHOHOB
(puc.2B). Ananu3 cymiecTByIOImUX Ha MeMOpaHe HMOHHBIX rpaaueHToB (ONpuUTOB U IIp.,
1991; Stahlberg et al., 2006) mo3BossieT MPEANOI0KUTH, YTO TAKUMH aHHOHAMU SIBJISIFOTCSI
Cl'. BoamoxHnast posis noroB Cl” B nenomnspuszanuy MeMOpaHbl TakKKe TOATBEPIKIAACTCS JaH-
HbIMH JuTepaTypbl 00 u3meHenun pCl ombIBarolero pactBopa npu reHepauuu BII
(Zimmerman, Felle, 2009; Boxenees u ap., 2011).

JlJis OLleHKH yJacTHsi MOHOB Kaius B Tiporiecce redepanuu BII 6b11 cnons3oBan 0110-
katop kanueBbIXx KaHaoB TEA. Crout ormeruTh, uTOo BHeceHue B cpeay TEA, xak u
3TaKpUHOBOW KHUCIOTHI U DI'TA, He OKa3bIBajO 3HAUYUTEIBHOIO BIMSHUS HA YPOBEHb MEM-
OpaHHOro noteHuuansa B nokoe. [Ipu OJ0KMpOBaHMU KaluEBbIX KaHAJIOB aMIUIMTYZa 3JIEeK-
TPUYECKOW PpEAKIMH TAKXKE MEHSETCS HE3HAUYUTEIbHO, OJHAKO 3aMETHO MOJABISAETCS CKO-
pocTh penosipusaruu (puc.2l’).

Takum 006pazoM, pe3ynbTaThl MHTHOMTOPHOTO aHAIM3a YKa3bIBAIOT Ha BKJIAJ] XJIOPHBIX
Y KaJUEeBbIX MOHHBIX TOKOB B reHepanuio BIIL. Ilpu 3ToM MMEHHO akTUBalUs XJIOPHBIX U
KaJIMEBbIX KaHAJIOB OMpeJesseT NaJeHue COMPOTUBIICHUS MeMOpaHbl Y BBICHIMX PACTCHHM
IpU Pa3BUTUMU AIIEKTPUUYECKOM peakuuu Jpyroro tuna — noreHuuana aercrsus (I110)
(Samejima and Sibaoka, 1982). Ha cienyroriem stare Hamu Oblia MPOU3BEICHA OICHKA
JUHAMUKHU COMPOTUBJICHUS KJIETKH MPU Pa3BUTHUU AJIEKTPUUECKON peakuu Ha 00T B HOP-

MaJIbHBIX YCJIOBUAX U ITPH BHCCCHUU 6J'IOKaTOpOB HMOHHBIX KaHaJIOB.
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A b B r

Puc. 2. Bausinue "HruouTOpoB Ha reHepauuio BIl, uHAYHHPOBAHHOTO 05KO0TOM
KOHYMKA JIMCTAa MIUeHHNbl. A —uHruéutop H'-ATda3bl opTroBaHajgaT HATpHs
(0.1MM); b — 6;10KaTOp AHHOHHBIX KAaHAJOB 3TaKpuHOBasi kucjaora (0.5MM); B — xe-
aatop OI'TA (0.5MM); I' — 6s10kaTop KaaueBbix kaHayioB TEA (0.5MM).

E. — MeMOpannbIii noTennna, E,, -MeMOpannbIii OTEHNHAJ B MOKOE, A,, — AMILIH-
tyaa BIL, Vp-ckopocTs genossspusannu, Viy-CKOPOCTh penojisipu3amnum.

MoMeHT HaHeceHHMs 07K0ra 0003Ha4eH cTpeikoil. PaccTosiHue OT 30HBI pa3gpaskeHUus
10 30HbI perucrpauuu — S cM. [lapameTpsl dJ1IeKTpHYECKON peakuuy HA AHArpaMMax
NpeICTaBJIEHbl B IPOLEHTAX OT KOHTPOJIs (YCpeaHeHHe 10 5-7 u3MepeHusim).

JIns1 OLIEeHKH CONPOTUBJICHUSI YEPe3 U3MEPUTENBHBIN 3JIEKTPOJ] T01aBaJCs NEPEMEH-

HBIN TOK 3aJlaHHOW aMIUTUTYABL. [lepen n3MepeHremM COnpoTUBIEHUS BO BpeMsl TeHepaluu

BII, 6111 mo00paHbl mapaMeTpbl UMITYILCOB TOKA, MPOMYCKAHUE KOTOPOTO HE BHI3BIBAIIO

W3MEHEeHHI deKTpuueckoro notennuana (puc. 3A). Ha pucynke 3b nokazano usmeHenue

conpoTuBiieHus pu renepanuu Bl B mucte mimenuipl. Kak BUIHO U3 puCyHKa, TreHepalus

pEaKIu COMPOBOXKAAETCS 3aMETHBIM MaJeHUEM BEIMYMHBI BXOJHOTO COMPOTHUBIICHUS

KJIETKH. DTO MOXET YyKa3blBaTh HA aKTUBAIIMIO MOHHBIX KAaHAJIOB, BO BpEeMsl TeHEpaIu
ANEKTPUUYECKON PeaKlMi Ha OKOT.

B nmpucyrctBun DK siexkTpuueckas peakius He COMPOBOXKIACTCS 3aMETHBIM MajcHU-

€M COMPOTHBJICHUS, IIPH TOM aMIUIUTYA IEKTPUUECKOTO OTBETA 3HAUUTEIBHO MOJIaBlIeHa

(puc.4A).
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A b

Puc. 3. U3meHenuss MeMOpaHHOro noreHuuaja (1) 1 BXOAHOro CONMPOTHBJICHUSA
KJIeTOK (2). A — B mokoe, b — npu renepanun BII B incTe mumeHunbI.
Em — MeMOpaHHbIil moTeHIHAJ, Rj,-BX0/1HOe CONPOTUB/IEHHNE KJIETOK.
MoMeHT HaHeCeHHUsl 0:K0ra 0003Ha4YeH CTpekoil. PaccTosiHue 0T 30HBI pa3apakeHust
10 30HbI PEruCTPALMH — S M

Em, MB Rin, MOM En, MB R, MOw
0 40 0 15
10 20 30 10 50 60 0 20 40 60
Bpe.\lﬂ‘ c is Bpems, ¢
=20 -20 30

-40 e -40 \ 28
—_—_———— 2

-60 20 60 10

w2

-80 -80 15

10 1
-100 1 5 100 10
-120 0
| 120 ] 5

A b

Puc. 4. U3meHeHus1 MmeMOpPaHHOro moreHuuaga (1) ¥ BXOJIHOr0 CONMPOTUBJICHUS
KJIeTok (2) mpu BII: A — npu BHeceHuHn 0J10KaTopa aHMOHHBIX KaHaM0B (K, 0.5MM);
b —npu BHecennu 010kaTopa kKanueBbIX KaHanoB (TEA, 0.5MM).
MoMeHT HaHeCeHHMsl 07K0ra 0003Ha4eH cTpeikoil. PaccTosiHue OT 30HBI pa3ApasKeHUus
710 30HbI PerucTpauyu — S cM
JlaHHBII pe3yabTaT MOXKET yKa3blBaTh HA TO, YTO OCHOBHOW BKJIAJ B CHUXKEHUE CONPOTHUB-
JICHUSI TP JIeToyIsipu3anu BHOcUT akTuBarusi aHnoHHBIX(Cl) kanamoB. B mpucyrcTBUmM
TOA, ammutyna BII MeHseTcs HE3HAUUTENBHO MO CPABHEHUIO ¢ KOHTpoJsieM. [lenonspusa-
Us MeMOpaHbl CONPOBOXKIAETCS MaJCHUEM COMPOTHBIICHUS, KOTOPOE, OJHAKO, OBICTPO

BO3BpallaeTcsi K UICXOAHOMY YpoBHIO Ha ¢aze penossipuszanuu (puc.4b). MoxHo npenro-

JIOXKUTb, YTO AKTHBAIMAd KaJIMCBBIX KAaHAJIOB W HAXOXACHUC HX B OTKPBITOM COCTOSHWUH
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oTpesieNiieT HU3KUE 3HAUCHUs COTPOTHUBIICHUS Ha (aze Penoispu3aluyd B OTCYTCTBHH WH-
rudbuTopos (puc.2b)

Takum 00pazoM, 3aperucTpupOBaHHOE TAJCHUE COMPOTHUBIICHUS KJIETOK IPHU TeHEpa-
ruu BIT 1 pe3ynbTraThl MHTHOMTOPHOTO aHAN3a YKa3bIBAlOT HAa aKTHBAIIMIO XJIOPHBIX U Ka-
JHEBBIX KAaHAJIOB M BKJAJ BO3HHMKAIOIIMX MAacCHBHEIX TokoB moHoB CI” m K™ B pasButue

6BICTpBIX U3MECHECHUN QJICKTPHUYCCKOI'0 IIOTCHIOHMAJIA.

Jlunamuxa PH yumonnasmol u anonnacma npu 2enepayuu BI1
CornacHo BBIJBUTAEMBIM MPEATOIOKEHUAM, OJHUM M3 BEPOSITHBIX MyTEH Pa3BUTHUS

MHIYLUHPOBAaHHOTO BapUaOeNIbHbIM MOTEHIUAIOM (YHKLIMOHAIBHOIO OTBETA SIBISETCSA W3-
Menenue Beanunnbl pH (Ilateirun u ap., 2008; Grams et al., 2009; Sukhov et al., 2012), Be-
POSATHO, COMPOBOXKAAOIIEE TeHEPALMIO dIIEKTpUUecKoi peakiuu. O1HaKO, HECMOTPS Ha TO,
4TO BO3MOKHOCTH ydacTus H'-AT®a3nbl B mponecce renepanuu BII noarsepskaeHa myTém
MHTUOMTOPHOTO aHajin3a, NPOBEAEHHOTO KakK B Hamlei pabote, Tak U paboTax APYrux Hc-
cienoareneit (Julien et al., 1991; Stahlberg et al., 1996), npsiMbic cBeneHUs 00 W3MEHEHH-
ax BHyTpukierounoro pH npu BII oTcyrcTBytoT, a u3menenust pH anoruiacra 3apeructpu-
pOBaHbl B €IMHUYHBIX paboTax. Takum 00pa3oMm, OLEHKA HEMOCPEICTBEHHbIX cBUTOB pH
KaK arorlacta, Tak M LUTOIUIa3Mbl SIBJISIETCS Ba)KHBIM ITAallOM MCCIENO0BaHUsS Ipoliecca
npeoOpa3zoBaHMsl MEKTPUIECKOrO CUTHANA B (DYHKIIMOHAIBHBINA OTBET.

Hcnonb3oBanue mMeToja (hIyopeclieHTHOrO aHajiu3a JAJis OLEHKH M3MEHEHUN KOH-
LEHTPAIMX MOHOB B MEPBYIO ouepeb TpeOyeT u30upaTeaIbHON TOCTaBKH ()I1yOpPECIIeHTHBIX
30HJI0B B 00BeKT. B x01e paboThl HaMu ObLTM aJaTUPOBAHBI UMEIOIIKUECS METO/IbI 3arpy3-
KU (IIyOpPECIIEHTHBIX 30H/I0B B alOIIACT U KJIETKU CTEOJISI MHTAKTHOTO MPOPOCTKA THIKBBI.
B uactHOCTH, MOAOOpaHbl MPOJOJKUTENBHOCTUH PAa3IMYHBIX 3TalloOB 3arpy3kd, a Takke
orpeneneHsl Hanboee nmoaxosamue ¢Giayopodopsl. /s Bepudukanum 3arpy3ku 1 JOKaIH-
3alKu 30H/10B, ObUTH Noay4deHsb! 3-D n300pakeHns BHYTpEHHEH CTPYKTYPBI 3aTPYKEHHBIX U
HE 3arpy’KeHHbIX 30HJaMHU MPOPOCTKOB, a TaKXK€ MPOBEIAEH CIEKTPaJbHBIM aHAIU3 TOJY-
YEHHBIX N300pa’keHUil.

Ha pucynkax 5 u 6 mpuBeaéH npumep mogo0HbIX 3-D uzo0pakeHUN U CIEKTPOB
(IryopecieHInu MPOPOCTKOB, 3arpyxeHHbix pH-uyBcTBHTENBbHBIM 30HIOM FITC-dextran.
W3 prcyHKOB BUIHO, UTO JaHHBIA 30H] U30MpaTeNbHO HAKAIIMBaeTcs B anoruiacte (puc.S,

puc.6). Ha ocHOBaHMM CXOAHOIO 110/1X0/1a OBLIIO OIPENIETIEHO, YTO coepkamuil AM-
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A

Puc. 5. 3-D uzo0paskenusi He3arpy:keHHoro (A) u 3arpys;keHHoro 3ouaom FITC-
dextran (b) mpopocTka ThikBbl. Ha BcTaBKax mpeacTraB/ieH OTAeJbHBIA ONTHYECKHii
cpe3 Ha riyouHe 20 mxM. 3esenbiii kaHaa (500-550uM) cooTBeTcTBYET hiyopecueH-
MM 30H1a, KpacHbI(650-710aM) —aBTOdIyOpecCHeHIMH XJIOPOILIACTOB. Aex = 488HM

Ign-» OTH.CI. Ijn-- OTH.CLL
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Puc. 6. Cnexkrpsl ¢ayopecuenuuu pacrBopa FITC-dextran (A), 3arpy:keHHoro
(b) 1 He3arpy:keHHOro (B) 30H10M NPOPOCTKOB THIKBBI. MapkepamMu 0TMe4Y€eHbI TOUKHU
cHATHA cneKkTpoB. 3enenblii kaHaua (500-550uM) cooTBeTcTBYET (huIyopecieHInu 30H-
aa, KpacHblii(650-710um) —aBTO(IIyOpEeCHEHIUN XJIOPOIIACTOB. Aoy = 488HM

250 -
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200 - 200 A

150 A 150 4

100 A 100 4
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AF o /F = 2,77
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AF/F, orn.en.
—_ ": %)
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73
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Bpems, ¢
Puc. 7. U3MeHeHUs] MHTEHCHBHOCTH ()IYOpeCUEHUHMH 3arpyKeHHOro 30HAOM
BCECF npopocTka THIKBBI IpH BHeceHHH B cpeay nporoHodopa KIIXDI'(0,01mM).
IIpuBenensl n300pakeHus y4acTka creds Ha riyonHe 30 MKM U 3aBHCHMOCTH OTHO-
CHUTEJIbHOI0 M3MEHEHUs] HHTEHCHBHOCTH BO BpeMeHH. Crpesnka yka3bplBaeT MOMEHT
BHeceHUus1 nmporonodgopa. MapkepomM oTMedeHa 00J1acTh perucrpanum (ayopeciueH-
nuu. 3esieHblii kaHaa (500-550nm) coorBercTBYeT (hIyopecueHIMH 30HAAa, Kpac-
Hb1H(650-710HM) —aBTO(JIyOpPECHEHIMH XJIOPOILIACTOB. Agx = 488HM
14



komnoHneHT pH-uyBctBuTensHbIN 3081 BCECF HakamnmBaeTcs BO BHYTPUKIECTOYHOM TPO-
ctpanctBe. [IpenBaputenbHo Oblla MpOBeACHA perucTpanus ¢GIyopecleHlIUd 30HAa Mpu
UCKYCCTBEHHOM u3MeHeHun pH nuromnasmel nyréM BHeceHus: mporoHodopa KUXDI B
couetanuu ¢ OydepHbiMH pacTBopamu. Ha puc. 7 mokasaHO yCUJIEHHE HHTEHCHUBHOCTHU
(ryopecreHIny 30H/1a TPY UCKYCCTBEHHOM 3alleTadiBaHUH KICTKH.

['enepamust BII compoBokiaercss yBelMYeHHWEM HWHTEHCHUBHOCTU (DIIyopecleHIIuu
3ou1a FITC-dextran, 4to roBopuT O MEpeXOTHOM 3allle/ladyMBaHMK aroruiacta (puc. 8a).
CHmKeHue HMHTEHCUBHOCTH (DIIyOpECUEHIIMU BHYTPHUKJIETOYHO PACIOIOKEHHOTO 30HJa
BCECF cBumerenbCcTByeT 0 3aKHCICHHH UTO30Js (prc.80). IIpu 3TOM nMHaMuKa U3MEHe-

HuW pH COOTBETCTBYET AMHAMUKE U3MEHEHUS MIEKTPUUIECKOro noreHnnana mpu BII.

100 2 100 !
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%0 | 1.5 80 |

70

(S8}

70 A

60

AF/F, oTn.en

-AU, mB
]
AF/F, oTn.en.
-AU, mB

'
h

- 0.5

30
- -0
. __/ 20 4 T

20
10 -1.5
10 - T A L 05 b

Puc. 8. U3meHeHust HHTEHCUBHOCTH (ryopecueHunu pH-uyBcTBUTEJIBHOIO 30H-
na FITC-dextran(A) u BCECF(B) n pa3BuTHE JIEKTPUYECKOr0 OTBETAa NMPHU reHepa-
uuu BII y npopocTKa THIKBBI.

1 — u3MeHeHns pa3HoCcTH MOTeHIHATOB(AU) mpopocTKka THIKBBI; 2 — H3MEHEHUsI MH-
TEeHCMBHOCTH (puryopecuenuuu 3ou1a (AF/F).

MoMeHT HaHeCeHHsl 07K0ra 0003Ha4eH cTpeikoil. PaccTosiHue OT 30HBI pa3jgpaskeHUus
10 30HbI PErUCTPALMH — S ¢CM

Heo6xoanMbIM 3Tarom paboThl SIBIJIACH KOJIMYECTBEHHAs OIleHKa cABUroB pH nuTo-
30151 W anoruiacta npu BII. Oanum u3 cnocoGoB ompezeneHus aOCOMIOTHBIX 3HAUYCHUMN
KOHIICHTPAIIMA MOHOB SIBJISIETCS PAaTHOMETPUYECKHI aHAIN3, OCHOBAHHBIN HAa OTHOLICHUU
WHTCHCUBHOCTEW (IyOpPECIICHIIMU 30HIA, MPU €ro BO30YKIEHWUH Ha JBYX UTMHAX BOJIH
(Takahashi et al., 2001). [TpenMyIeCTBOM JaHHOTO METOA SIBJIIETCS OTCYTCTBUE 3aBUCH-
MOCTH OT KOHIIEHTPAIIMHU 30H/1a, YTO 0COOEHHO BaKHO MPHU PabOTE C MHTAKTHBIM O0BEKTOM,
abCOoIIIOTHOE CO/IEPIKaHuUs 3arPyKEHHOTO 30H1a B KOTOPOM OTIPEAETUTH HEBO3MOKHO.

st ¢piryopecuentHoro 3ouaa FITC-dextran ncnoip3yercst OTHOIIEHHE MHTEHCHBHO-

cti (QIIyOpECUCHIIMU TPU BO30YXIeHHH 30H1a HA JyuHe BOJHBI 490HM (l490) K HHTCHCHUB-
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HOCTH (PIIyOpeCUEeHIIMU TpH BO30YkaeHuM Ha juirnHe BoJHBI 460HM (l460) (Hedrich et al.,
2001) npu peructpaiuu (GayopecueHIMH Ha JirHe BoaHbl 520uM. IIpeaBaputenbHo Oblia
OTpeieicHa 3aBUCUMOCTD |490/1460 OT Bemmunusl pH. Bblio mokaszano, 4To Bo BpeMst popMHu-
pOBaHMsI JEKTPHUECKON peakiuu yBenuuuBaercs pH amorutacta (puc.9A). CpenHsis Beu-

yrHa m3MmeHeHuid pH cocrasmna 0,3+0,1 equaunst pH (puc.9A).

100¢

0,5 e pH
0,5 en. pH

A b

Puc. 9. U3menenus Beanunnbl pH npu renepanun BII cTedsst THIKBBI.

A - U3menenusi pH anomiacra npu redepanuu BIl, paccunTanHble ¢ MOMOIIbLIO OT-
HOLIEeHUsI WHTeHCUBHOCcTell (uayopecueHuun pH-uyBcTBUTEABHOTO 30HAa FITC-
dextran, mpu ero Bo30y:kI1eHHH Ha TJIHHAX BOJH 490 n 460HM, COOTBETCTBEHHO.

b — U3menenus pH kiaerkn npu revepanuu BII, paccunTranHble ¢ IOMOIIBLIO OTHOLIE-
HHUA UHTeHcHuBHOCTel ¢uyopecuennuu pH-uyBcTBUTeIbHOTO 30HA1a BCECF, npu ero
BO30Y:KIeHHH Ha JIUHAX BOJH 490 u 450uM, cooTrBeTcTBeHHO. CepbIiM LIBETOM OTMe-
YEHO CTAaHJAPTHOE OTKJIOHEHHeE.

MomeHT 0:k0ra 0003HAYEH CTPeJKOi. Pa3ipakeHne HAHOCHJIOCH B 5 CM OT 30HBbI peru-
crpauuu ¢iyopecueHInu.

Jlyis onpenesieHus: BHYTPUKIETOYHOTO pH OBUTIO MCIOb30BaHO OTHOMICHUE |490/1450
3ou1a BCECF ot Benmuunnbsl pH (Boens et al., 2006). I'eneparus BIT conpoBoskaanachk me-
pexonHbIM cHIKeHHneM pH muToriazmel Ha Benmuuny 0,3+0,1 ex. pH (puc.9b).

Benuuunsl casuroB pH muto3oins u anomsacta npu renepainuu BIT comoctaBuMel ¢
TAKOBBIMH TIpH JCHCTBUM HA pPACTCHHS psiga OMOTHYECKUX M AOMOTUYECKUX CTpecc-
(bakTopoB, a Takke MpH JACHCTBUU TOPMOHOB. Tak, B psijie paboT MOKa3aHO 3aKUCIICHHE 1IH-
Toriazmel ipu aHokcuu Ha 0,6 en.pH (Fox et al., 1995; Felle, 1996), BHeceHnn ayKCUHOB
Ha 0,2 en.pH (Felle, 2001), onuroranakTypoHUIOB U APYTHX DIIUCHTOPOB B cpeaHeM Ha 0,4
en.pH (Mathieu et al., 1996). 3amenaunBanue amorutacta Ha 0,3-0,4 ex.pH Habmaromanoch
npu BHecenuu codeit (20mM KCI, 20mM NaCl) u ABK (Felle and Hanstein, 2002). Takum

06p8.30M, CABUTH pH B KJIICTKC, U MCXKKJIICTOYHOM ITPOCTPAHCTBE, COIMMPOBOXIAAIOMIINC BH, u

BbI3BIBACMBIC TIPSMbBIM ,HCfICTBPIeM CTpeCC'q)aKTOpOB, CXOJHbI KaK II0 BCJIMYHUHE, TaK U IIO
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HaIpaBJICHUIO M3MEHEHUH. [[aHHBIM pe3ysibTaT MOKET yKa3blBaTh Ha (PYHKIMOHAJIBHYIO
pouib BII kak pacrnpocTpaHsIomerocs: CTpeccoBOro CUrHalla, BBI3BIBAIOIIECTO JIOKAJIBHBIE U3-

MeHeHus pH y KIeTok, He MOABEPIIIMXCS BO3AEHCTBUIO MOBPEXKIAIOIIETO (paKTopa.

Onpedeﬂenue OUHAMUKU 8Hympumemouﬂoﬁ Konuenmpauuu UOHO8 KalbUusa npu

2enepayuu BII.

KitoueBbIM MOMEHTOM B 3aIlyCKe OTBETHBIX PEAKLUI KJIETOK npu reHepanuu BII mo-
I'YT TakXe SIBJSATHCA CIABUTM BHYTPUKIETOUYHON KOHIIEHTPAllMM MOHOB Kaiblus. llepBbiM
sTanoM aHanu3a udmeHenuil pCa npu BII aBisutocs onpenenaeHrue BO3MOKHOCTH TPUMEHE-
Hus (ryopectieHTHBIX Ca -ayBCTBUTEIBHBIX 30HI0B IS PabOTHI C KIETKAMH HHTAKTHBIX
pactenuii. Kak BugHO w3 pucynka 10, BbI3bIBaeMOe BHECEHHEM KaJIbIIMEBOTO HOHOGDOpa
3HAYMTENFHOE YBEIMUCHHE KOHICHTPAHH HOHOB Ca’’ BHYTPH KICTKH CONPOBOMKIACTCS
PE3KUM IOBBIIICHUEM YPOBHS MHTEHCHBHOCTH (hryopecueHimu 3oH1a Fluo-4. Takoit pe-
3yJlbTaT MOXET CBHJETEIbCTBOBATh B I10JIb3Y BHYTPUKIETOUYHOM JIOKAIM3ALUU U BO3MOX-
HOCTH HCHOJb30BaHUs JAHHOTrO (uiyopodopa sl OLEHKHM H3MEHEHUH KOHIEHTpaluu
roroB Ca®" B muTomIasme.

B nanpHeiiiiem HaMu ObLIa MPOBEEHA PEerucTpanys U3MEHEHNsI HHTEHCUBHOCTH (iry-
opecueHuu Fluo-4, 3arpykeHHOro B KJIETKH CTeOJIsi MPOPOCTKA THIKBBI, MPU I'€HEpaluu

BII, uHAyUHUpOBAaHHOTO OKOTOM CEMSOJIBLHOTO JIMCTA.

25 | AT, /F =2.463

[ 5]
L

AF/F, oTH.ea.

50 100 150 200 250 300

Bpewms, ¢

Puc. 10. U3MeHeHHsI MHTEHCHMBHOCTH ()MIyOpecHeHUHMH 3arpyKeHHOro 30HI0M
Fluo-4 mnpopoctka TBIKBHI NpPH BHECEHHH B Cpely KajlblHeBOro HuoHodopa
A23187(0,025mMM). IIpuBeneHbl n3o0pakeHust ydyacrka creds Ha riayoune 30 MkM u
3aBHCHMOCTh OTHOCUTEJIbHOI0 M3MEHEHHsI MHTEHCHBHOCTH duiyopecueHIHH BO Bpe-
MeHH. 3enaenblii kaHaa (500-550nm) coorBercTBYeT (uiyopecueHIMM 30HAA, Kpac-
HbI(650-710HM)—aBTOdIyopecueHIUM XJ0POIIacToB. CTpejka yKa3biBaeT MOMEHT
BHeceHusi A23187. Mapkepom orTMedyeHa 00J1acTh perucrpanuu (uyopecueHInH.
Konuenrpauus HoHOB Ca’" B oMbIBaoLIEM pacTBope — 10°M.
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ITpu renepauuu BII Hamu ObUIO 3aperuCTPUPOBAHO YBEIMYEHHE HMHTEHCHUBHOCTH
(iyopecuieHInu 30H7a, KOTOPOEe CBUJETEIBCTBYET 00 YBEIMUYEHUU KOHIEHTPAIMK CBOOOI-
HOro Kaiblus B nurtominasme (puc. 11). Kak BugHO M3 pucyHKa, JUHAMHKA yBEJIUYEHUS

KOHOCHTpaluKU XOpOoImoO COOTBCTCTBYCT UBMCHCHUAM JJICKTPUUCCKOI'O IIOTCHIMAJIA.

AF/F, oTH.e/1.

0 - I - -0.5

2+
Puc. 11. U3mMeHeHus1 uHTeHCUBHOCTH ¢uiyopecueHuuu Ca” -4yBCTBHUTEJIBHOIO
30H/1a M Pa3BUTHE JJIEKTPUYeCKOro oTBeTa npu renepaunu BIl y npopocTka THIKBBI.
1 — u3MeHeHHs pa3HOCTH NMOTeHIUAT0B(AU) mpopocTka THIKBBI; 2 — H3MEHEHHUsI MH-

TeHCHBHOCTH duryopecuenun 30012 (AF/F).
MoMmeHT HaHeCeHHsl 03K0ra 0003HA4YeH CTPeJKoii. PaccTosiHue OT 30HBI pa3apaskeHHs

10 30HbI PErHCTPALMH — S M

Jlnst konmdecTBeHHOM ouleHkH n3meHeHuit pCa npu renepauuu BII nHamu Obut uc-
moJib30BaH ¢uryopectieHTHbIN 3001 Fura-2,AM. Jlna patuomerpudeckoro onpenenenus pCa
y maHHoro dayopodopa ucrnonb3yercs otHomeHue l3go/ls40 (Allen et al., 1999). Hamu Obu10
MIOKa3aHo, 4yTo reHepanuu BII y mpopocTka THIKBBI COOTBECTBYET YBEIMYEHHUE KOHIEHTpa-

[[UH BHYTPHUKIICTOYHOTO Kajblus B cpeHeM Ha 300HM (puc.12).
100¢

100HM

l

Puc. 12. U3MeHeHNs] KOHIEHTPAUMHT Ca’* B muTONIA3MeE KJIETOK CTEG.Is THIKBBI
NpY TreHepalu¥ HHAYHHUPOBAHHOro oxxorom Jucra BII, paccunTaHHble ¢ MOMOLIBLIO
OTHOIIEHHS WHTEHCHBHOCTeH duyopecuenunn Ca” -uyBcTBHTEIBHOTO 30H1a Fura-2,
NpH ero Bo30yxaeHun Ha AauHax BoJIH 380 u 340uMm, cooTBeTcTBeHHO. CepbIM LIBETOM
O0TMEYeHO CTAHJAAPTHOE OTKJIOHEHHE
Crpeikoii 0003HAYEeH MOMEHT HaHeceHHMsl okora. PaccTosiHue OT 30HBI pa3paskeHus
110 30HbI PErHCTPAIUU — S CM
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Takoil pe3ynpTaT HE BCTPEYAET MPOTHUBOPEUMI C JAaHHBIMU JUTEPATYpPbl 00 aMILIu-
Ty/ie KaJIbIIUEBBIX CUTHAJOB MPHU JACHCTBUM Ha pAacTEHUS TOPMOHOB, OMOTUYECKUX U abuo-
TUYecKuX ctpecc-paktopoB. Tak, BHecenue B cpeny UYK mpuBoauno x ocUMUISIUAM
BHYTPHUKJIETOUHOTO KajblUsA Yy KIETOK KOJIEONTWJIEH KyKypy3bl B cpeanem Ha 200 HM
(Felle, 1988), pe3kue n3MeHEHUsT TEMIIEPATYP WIIH OCBEIICHUS BBI3BIBAIM KaTbIIHEBBIC CHUT-
Hanel ¢ ammunutygoi 200-500aM (Miller and Sanders, 1987; Knight et al., 1996) u ap.
CxoactBa B ammuinTyne casuroB pCa, Kak U B cilydae co caBuramu pH, conpoBoxaaroniu-
MU JIEKTPUYECKYIO PEaKIUI0, MOTYT yKa3bIBaTh Ha ()YHKIMOHAIBHYIO POJIb BapUaOEIbHOTO
MOTEHIMaja B PA3BUTUU OTBETHBIX PEAKUUN Yy KIETOK, HE MOJBEPIIINXCsS HEMOCPEICTBEH-
HOMY BO3JIEHCTBHIO CTpecc-(hakTopa.

Heo0xoMMo OTMETUTD, YTO YBEIMUYEHUE KOHIIEHTPAIIMM MOHOB KaJbIUsl MPHU IreHe-
paruu BII HocuT 60s1ee npoAoKUTENbHBIN XapakTep, HEXKENH NPy FeHepaly NoTeHuana
neiictBus (Fisahn et al., 2004). B ¢Bs3u ¢ 3TUM HaMH OBLIO BBIABUHYTO MPEIIIOI0KECHHUE O
TOM, YTO 0oJiee JINTEIbHbIC U3MEHEHHUSI BHYTPUKIETOYHOW KOHIICHTPAIIMM MOHOB KaJIbIUS
npu BII moryT ObITh cBsi3aHbI ¢ 00Jiee TPOJOIKUTEILHON pab0oTON KaIbIIMEBBIX KaHAJIOB.

DKCIEPUMEHT MO OLIEHKE BPEMEHHM HAXO0XKJICHHS KAJbLIMEBBIX KaHAJIOB B OTKPBITOM
COCTOSIHUM ObLT MPOBEAEH clieayromuM obpa3omM. [IpopocTok nHKyOMpoBasics B MPUCYT-
cTBUU xenaropa HoHoB Kaiblius DI TA, BII Obu1 HHIYIIMPOBAH 0KOTOM JIHCTA, TIOCIE YETO
B pacTBOpP Ha PA3IMUYHBIX BPEMEHHBIX MPOMEXKYTKaX MOCJIEe HAHECEHUS pa3[paskeHus ObuI
noGasnen Ca?* (puc.13). Kak BuIHO U3 pUCYHKA, JOOABJICHUE MOHOB KaJbI[Us OKa3bIBAacT
BJIUSIHUE HA aMIUTUTYIY 3JIEKTpUYECKOTo oTBeTa 10 30 ceKyHIbl BKIIOUUTENBHO, MPU 3TOM
ux BHeceHue B cpeay Ha 40 cexkyHJe Mocje HAaHECEHUsl OXKOora y»Ke€ He NMPUBOJUT K peru-
CTPUPYEMBIM U3MEHEHUSAM 3JIEKTPUUECKON aKTUBHOCTH KJIETOK.

[TonydyeHHble pe3yabTaThl MOTYT YKa3blBaTh Ha JJIMTEIbHYIO aKTHBAIUIO KaJbIUe-
BbIX KaHanoB. OnHako oOHapyxeHHbIi nepuoa (1o 30 cex), B TedeHne KOTOporo crnocoOHa
pa3BUBATHCS JEMOJISIpU3alUsl HE MOXET ObITh OJHO3HAYHO WHTEPIPETHUPOBAH KAaK BpPEeMs
KU3HHU KaJIbIIMEBBIX KAHAJIOB B OTKPHITOM COCTOSIHUU. MOHO MPEANOI0KUTh, YTO JIUTAH/I-
3UBHCHUMBIC KaJblIMEeBbIC KaHANbI, MHUIIMUpYIOIKe pa3BuTue BII, akTuBHpyroTcs pacmpo-
CTPAHSIOIIUMCS XUMUYECKUM CUTHAJIOM. [IpOogomKUTEIbHOCTh BXO/1a KAJIbIUS B KJIETKY B
JTaHHOM cllydae OyzeT 00ycIoBlieHa TUHAMUKON KOHIIEHTPAIMH XUMHUYECKOTO areHTa y 1o-
BEPXHOCTH KJIETKU. [Ipu 3TOM, BO3MOXKHA KaK MHOTOKpaTHasl aKTUBAalUs KaJlblMEBbIX KaHa-

JIOB NPUCYTCTBYIOIIUM Y MOBCPXHOCTU KIICTKHM ar€HTOM, TaK W JJIUTCIBbHOC HAXOXKJICHUC B
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OTKPBITOM COCTOSIHUM HMCXOJHO aKTUBHPOBAHHOIO KaHana. [lo-BUaAMMOMY, UMEHHO M-
TEIBHOE HAaXO0XXKJICHHE KaJbIIMEBBIX KAHAJOB B OTKPHITOM COCTOSHUM OOECIeYMBaeT MpOo-
JOJDKUTETFHOE YBEIMUEHNE KOHIIEHTPAIMU KaJIblUs B KJIETKE U KaK CIIeJICTBHE OoJiee Me]I-

JICHHBIC 110 CPAaBHCHHIO C HI[ HU3MCHCHMUA DJICKTPUYICCKOT'O IIOTCHIIMAJIA.

10 cek

10c 10¢
20 MB 1 20 MB

KonTpois

30 cer

LeckalbuHenasn cpeaa

40 cex

BeckambIHerad cpeia
—

(cod B

Puc. 13. U3MeHeHUs 3J1eKTPHYECKOI0 NMOTEHIHANA KJIeTOK, HHAYIHNPOBAHHBIE
0KOT'OM JIMCTA.
A - B koHTpoJe; b - B 0eckanbuuesoit cpeae (AI'TA, 1 MM); B - B OeckanbuueBoi
cpeae ¢ mocieayomum ao6aBiennem Ca’’ B OMBIBAIONIMIE PACTBOP HA Pa3IMUHBIX
BPEMEHHBIX NIPOMEKYTKAX.
Crpesnka yka3pilBaeT MOMEHT HaHeCEeHHSl pPa3IpazKeHusl. Olcg)ymnocrn C HAANHUCHIO
«Ca’*» un CTPeJIKAMH 0TMEYal0T MOMEHT BHeceHusi Honos Ca”" B pacrBop. Paccros-
HHe OT 30HbI pa3JpasKeHusi 10 30HbI PErUCTPALUHA — S CM

3AKJIKOUEHUE
CoriacHo TOJyYEHHBIM B pab0OTe pe3yabTaTaM M JaHHBIM JIUTEPATYPhI, OOIIYIO0 CXe-
My reHeparuu Bl kieTku MOXHO TIpeICTaBUTh cleayronmM oopa3om (puc.14). JlokaasHoe
NOBPEeXKACHUE BeleT K pacmnpoctpaHenuto curaaina (Malone et al., 1994; Rhodes et al.,
1999; Stahlberg et al., 2006; Vodeneev et al., 2012), KkOTOpbIii MO Mepe MPOXOKACHHUS I10
PacTUTEIIBHOMY OpraHM3MYy BBI3BIBACT aKTHBAIMIO KaJIbIIMEBBIX KaHAJIOB, YTO BEJET K IO-

BBINICHUIO KOHICHTPAIWN KaJIbIIWA BHYTPHU KIICTOK.
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Puc. 14. TlpeanonaraemMasi cxeMa MeXaHH3Ma TeHepANMH BapHaGeILHOTO MO-
TeHIHAJIa B KJIeTKe BbICHIEr0o pacTeHusl.
E, — TpaHcMeMGpanHasi pa3sHOCTh moTeHmuanoB, [Ca’'], — BHyTpuK/IeTOYHAS KOH-
uentpauns nonos Ca’*, [H']i,— BHyTpuKIeTOUHASI KOHIeHTPamus npotonos, [H oy -
KOHIIEHTPAIMs NPOTOHOB B aNoIJacTe.

3aperucTpupoBaHHOE MaJeHUEe MEMOPAHHOTO COMPOTUBIIEHUS NPU Pa3BUTUHU JIETIO-
JSIpU3alllY, a TaK)Ke MHIMOUTOPHBIN aHAJIN3 YKa3bIBalOT HA BKJIAJ B U3MEHEHHUS dJICKTpUYe-
CKOTO MOTEHI[Malla MeMOpaHbl MACCUBHBIX IMMOTOKOB XJIOpA M Kajusl. AKTHBAIIMIO aHUOHHBIX
KaHaJIOB, BEPOSTHO, BBI3BIBACT BXOJI MOHOB Kajbius B kieTky (Lewis et al., 1997; Sukhov et
al., 2013). Kpome Toro, yBeiauuYeHHE KOHICHTPAIIMU BHYTPUKICTOYHOTO KATBIUS MOXKET
BBI3EIBATH MHaKkTHBanM0 H'-AT®aser (De Nisi et al., 1999; Boxenees u ap., 2006). IToxas-
JIeHHE aKTUBHOCTH MTPOTOHHOT'O Hacoca BIEKYT 3a co00it m3meHenus pH cHapyku U BHYTpH
KJIETOK, a TaK)Ke HapsAy € BBIXOASIIMM IMOTOKOM MOHOB XJIOpa MPHUBOJUT K Pa3BUTHIO Jie-
nonsipuzanmu. Jlenonsapuzanuss MeMOpaHbl J0 ONPEAETIEHHOTO YPOBHS BEPOSITHO B CBOIO
ouepesib BeIET K OTKPHITUIO KaJIHEBBIX KaHAJIOB M COOTBETCTBYIOIIEMY BBIXOJY MOHOB Ka-
IUs U3 KIETOK. BhIXOoAsmuii NMOTOK MOHOB Kainus M peakTuBauus NpoToHHOM ATdassl
dbopmupyroT ¢azy penonsipuzanuu BIl. Takum obpazom, npupoia HOHHBIX TOTOKOB, Gop-

mupyromux BII knerok cxoana ¢ rakoBou qis [1/1.
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CornacHO MOTyYEHHBIM B XOJIC€ BBIITOJIHEHUS paOOTHI Pe3ysibTaTaM, TeHEPAIHs Bapu-
a0eJbHOTO TOTCHIIMAJA COMPOBOXIACTCS CIBUTAMH BHYTPUKJICTOYHBIX KOHIICHTPAIIUH
nonos H' u Ca?", [Ipu sTom u3BectHO, uTo pH 1 pCa ABIAIOTCS PETYIATOPAMHU 1IEJIOTO psiia
¢busnonornuyeckux mpoueccos B kierke (Reddy, 2001; Felle, 2001; Tapuesckuii, 2001;
Mengenes, 2005). 1o Bceit BUIMMOCTH, CBSI3aHHBIE C TeHEpalliel TOTEHIIMAIOB BO30YyXkie-
Hust caBurk KonunenTpammit HY m Ca®* nexar B ocHOBe mpeoGpa3soBaHus pacIpOCTPAHSIO-
mierocst curHana B GpynkinunonaabHbii oTBeT (Dziubinska et al. 2003; Krupenina, Bulychev,
2007; Sukhov et al., 2012). BeisBiennsie cxoacTBa B noHHoi npupoae I1J] u BII, moryt
JISKaTh B OCHOBE OJHOHAIPABICHHBIX (DYHKIIMOHAJIHHBIX W3MEHEHWH, WHAYIIMPOBAHHBIX

IIOTCHMaJIaMH B036Y)KI{€HI/I$L

BbIBO/IbI:

1. B pa3Butue U3MEHEHUU AIIEKTPUUYECKOTrO MoTeHuuana kietok npu BII BHOCAT
BKJIa/l TACCUBHBIE NTOTOKM MOHOB, HA UYTO YKa3bIBAET MOJABICHUE PEAKIUU B MPHU-
CYTCTBUU COOTBETCTBYIOUIMX OJIOKATOPOB MOHHBIX KaHAJIOB U MaJIeHUE COMPOTUB-
nenus kinerku npu BIL [Ipu sTom, pa3BuTtie (as3sl AenoaSpU3aIUU CBSI3aHO C aK-
THUBALMEN XJIOPHBIX KAHAJIOB, a PEMOJISPU3ALNMN — C AKTHUBALMEN KAJIMEBBIX KaHa-
JIOB.

2. Bo Bpewms renepainuu BII y mpopoCcTKOB THIKBBI MIPOUCXOIUT MEPEXOAHOE 3aKHUC-
nenne muto3ons Ha 0,3+0,1 en.pH um 3amenauuBanue anormiacta Ha 0,340,1
en.pH. /Ilunamuka uzmenennit pH kak BHYTpH, Tak U CHapyXu KJIETOK COOTBET-
CTBYET PA3BUTHIO MIEKTPUUECKON PEAKIINH.

3. Bo Bpems renepaunu BII y mpopOCTKOB THIKBBI MPOUCXOIUT JUIUTEIHHOE YBEIH-
YEHUE BHYTPUKJIECTOYHOM KOHILEHTpAllMd HOHOB Ca”. AMIUTUTYAa U3MEHEHUM
KOHIIEHTPALMX BHYTPUKIETOUHOrO Kaybliusa coctaBuwia 300+50 uM. Ilpomomxu-
TEJIbHOE YBEJINYEHUE [Ca2+]in CBSI3aHO C JUIUTEJIbHBIM HaXOXIECHUEM KAJIbI[MEBBIX

KaHaJIOB B OTKPBITOM COCTOSIHHUU.
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