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[MoTeH1Manbl 1ECTBUSI PACTUTENIBHBIX KJIETOK YYaCTBYIOT B PETYJISILIMA MHOTMX KJIETOYHBIX MPOIIECCOB,
BKJTIOYast (DOTOCHHTE3 W TeUeHHME ITUTOTUTa3Mbl. Bo30OynmMble KIETKM XapOBBIX BOMOPOCIHEN, HaxomsCh
B cpelax ¢ MOBBIIIEHHBIM comepxaHueM K*, crmocoOHbI reHepupoBaTh TMIEPIONSIPU3ALMOHHBIE dJIeK-
TpUUYECKUE CUTHAJbl. AKTUBHBIN OTBET Tula3MajeMMbl BO3HUKAET MPU TMPOIYCKAHUW BXOMSIIEro 3JeK-
TPUYECKOTO TOKA, CPABHUMOTO TTO BEJTMYMHE C MIPUPOAHBIMU TOKAMU, IUPKYTUPYIOIIUMH B OCBEIIEHHBIX
Mexnoysnusix Chara. B nutepatype OTCyTCTBYIOT CBEACHUS O BIMSHUM TUMEPIIONSIPU3ALMOHHBIX OTBETOB
Chara Ha akKTUBHOCTb (hoTOCUMHTe3a. B maHHOII paboTe MmoKa3zaHO, YTO TMIIEePIOJISIPU3ALIMOHHBINA CIBUT
MeMOpaHHOTO TOTeHIIMalla KJIeTKU, BhI3bIBaOIIMi 1MoToK K* B 1MTOIIa3My, COMpPOBOXIAeTCs 3amep-
JKaHHBIM CHMXKEHHEM BbIXofa (haKTUYeCKOil diiyopeclieHIIMU xjaopoduiia (F’) 1 MaKCUMaJlbHOTO BbI-
xoma (Fn’) Ha OHOBOM CBETy ¢ MHTEHCUBHOCTBIO 12,5 MKMoib/M?-c. [lepexonHbie naMeHeHUst F' v F’
TIPOSBJISITUCH TOJTBKO B OCBEIIEHHBIX KJIETKAaX, YTO CBUIETENBCTBYET 00 UX TECHOM CBA3M ¢ (DOTOCUHTE-
TUYECKUM MpeoOdpa3oBaHUEM dHEPIUU B xjoporiactax. [IponyckaHue BXOSIIEro ToKa BbI3bIBATIO TAKXKe
Bo3pactanue pH y moBepxHoctu kietku (pH,), 9To ciayxut mokasarenaem Boicokoit H/OH--npoBogumo-
CTH TITa3MaJleMMbl M YKa3bIBaeT Ha CHYXKeHue pH 1uTorniasMbl IpU MOCTYIJIEHUHW B KJIETKY IMTPOTOHOB.
Cnsuru pHo NposiBASIIUCDH JIMIIL B OTBET HA MEPBbIN TUMEPTIOAAPUIYIOIINI UMITYJIbC, HO UcUe3aTu MpU
TMOBTOPHON CTUMYJISILIMU, YTO CBUIETEILCTBYET O JIUTENbHOM MHakTMBauuu H*/OH--mpoBommmocTu
mnasmanemmbl. [TogaBieHue moTokoB H* depes miasmanemMmy He yCTpaHSUIO TUIEPIOISpU3AIIMOHHbBIC
OTBETHI M aHAIM3UPYyeMble U3MEHeHUs (hayopeclieHIIU Xaopoduia. Pe3ynbsraThl yKa3blBalOT Ha ydacTue
notokoB K* mMexny cpemoii, HIMUTOIUIa3MON M CTPOMOI B M3MEHEHUSIX COCTOSTHUSI XJIOPOILJIACTOB, BBISIB-
JISIEMBIX [0 IMHAMUKe BbIxona ¢aayopecueHuuu F'u Fn'.

KIIFKOUEBBIE CJIOBA: Chara, anekTpuyeckue CUTHaJIbI, Tuneprojsipusanusi, K*-npoBoauMocTh Ijia3MaaeMMBbI,
n3MeHeHus dyopecteHInK Xiopoduiuia, TpaHermopt H, B3auMoneiicTBuSI Tu1a3MaieMMBbI U XJIOPOTUIACTOB.
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BBEAEHUE TpaHCTOPT 3JeKTpoHOB (PTD), compsKeHHBIM
¢ nepeHocoM H™ u reHepaliueii ¢poTonoTeHLIMaNA.
MHorue mnpolecchl pacTUTenbHO KieT- B mabopatopum JILA. [lpaueBa ObLT TIpensioKeH

KW, Takhe KakK (POTOCHMHTE3, Iepegaya CHUTHa-
JIOB U BHYTPUKJIETOUHASI PETYJISLIVS, CBSI3aHBI C
U3MEHEHUEM JJIEKTPUYECKUX ITOTEHIUAJIOB Ha
mia3MajieMMe U MeMOpaHax opraHesia. Bosoy-
JMMble MEMOpaHbI TEHEPUPYIOT MOTEHLIMAJIBI Ieii-
CTBYS B OTBET Ha MEXaHUYECKYIO, XMMHYECKYIO
U BJICKTPUUECKYIO CTUMYISIIUI0. MeMOpaHbl TH-
JJAKOUJOB  OCYILECTBISIIOT (hOTOCUHTETUUECKUI

9(p(eKTUBHBII CIMOCOO M3y4YeHUST DJeKTPOreHe-
3a (oTOTpO(dHBIX OakTepuili ¢ MCHOJIb30BAHU-
€M TIOJIMMEPHBIX TIJIEHOK M aJcopOMpOBAaHHBIX
MUTMEHT-0EIKOBBIX KOMILJIEKCOB U  XpOMaTo-
¢opoB [1]. JeiicTBUe KOPOTKMX BCIHBILIEK TO-
3BOJISIZIO YCTPAHUTh PNl KUHETMYECKMX Orpa-
HUYEHUI, TaKUX KaK TEeMHOBasl MHaKTWUBALWS
akienTtopHoro ydactka ¢orocucremsl I (OCI) u

Ilpunsareie cokpamenus: 'O — runepnonspuzaunoHHslii oteet; UIIB — nckyccTtBeHHas npynosast Bona; KB — kBaH-
TOBBII BBIXON mepeHoca 2eKTpoHoB; [1J] — morenmnuman peiictBust; @TO — dorocuHTeTMUECKUIT TPAHCTIOPT JEKTPOHOB;
@i — dayopecuenuust; ®C — dortocucrema; DCA — porocuHTeTMYECKUiA anmapat; XJ1 — xjaopodwni; NPQ — Hedoroxu-

Muueckoe TymeHue; pH, — pH B mpumeMOpaHHBIX CTOSIX Cpebl.

* Anpecar JUIsl KOpPEeCMOHASHLIVH.
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3amemiieHne T npu nosbimeHn ApH B Tha-
Kouaax. BMecte ¢ TeM nuMuTupyoomme (GpakTopsl
cyliecTBeHHO BiMsA0T Ha DTD B M30MPOBAHHBIX
MJIacTUAAX W XJIOPOIUIacTaX LebIX KIETOK, MOIY-
JIUpYS] WHAYKIIUOHHBIE KpUBBIE MEMOpaHHOIO
noreHuana u giyopecueHunu (M) xmopoduii-
Ja (Xo1) [2, 3]. B cBSI3M ¢ 9TUM MOHSITEH MHTEPEC
K u3ydyeHuto nyteit peryasauuu T in vivo, KoTo-
pble HAMHOTO pa3HOOOpa3Hee, YeM B Ipernaparax
TUJIAKOUJIOB Y WHTAKTHBIX TIUIaCTUA. BiusHue
BJIEKTPUYECKUX CUTHAJIOB Tula3MajeMMbl Ha (o-
TOCMHTE3 MpPENCTaBIsieT OAUH U3 aCIeKTOB 3TOM
MpOoOJIEeMBI.

MeTtoa UMITYJIbCHO MOAYJIMPOBAHHON MUKPO-
(bnyopuMeTpuM TO3BOJISIET CYIUTh O KBAHTOBOM
Boixozne goropeakuuu OCII (KB ®CII) u ckopo-
ctu uHeitHoro MTH Ha MUKpPOyYaCcTKaxX KIETKH,
a TakXe CJeIUTb 3a OBICTPHIMU M3MEHEHUSIMU
HedoTtoxumuyeckoro tymeHus (NPQ), kotopeie
oTpaxatoT BeanuuHy ApH B Tunmakoumax. Mccie-
JOBaHUS BO30YAMMBIX KJIeTOK Bomopociau Chara
BBISIBUWIM y4acTHUE 3JICKTpOTeHe3a ITa3MaeMMBbI
B PEryJsiliiM MOTOKA 3JEKTPOHOB MPU (DOTOCUH-
te3e. I'eHepanus noteHuuana neitcrsus (I1J1) B
OCBEIIEHHBIX KJeTKaxX BbI3biBaja obicTpoe (~30 ¢)
camxenne KB DOCII ¢ ammurynoit no 50% or
HMCXOIHOTO YPOBHS, a Takxke Bo3pacTtaHue NPQ
Ha nepuon a0 15 muH [4, 5]. O4eBUAHO, YTO CO-
CTaB KOMIOHEHTOB ILIMTOIJIa3Mbl (MOHOB M MeTa-
0O0JIMTOB) BeCbMa JaOWUJIEH U 3aBUCUT OT COCTOSI-
HUS MOHHBIX KaHaJOB IU1a3MalieMMbl. OTBITHI C
yepenoBaHueEM JJOKAJIbHOTO U OOIIEro OCBEIIEHUS
KJIETKU TOBOPAT O TOM, YTO TPOCTPAHCTBEHHAas
HEOTHOPOAHOCTh IIUTOIJIAa3MbI, OOYCIOBJIEHHAsI
HajinureM (OTOCUHTETUYECKH aKTUBHBIX U HEaK-
TUBHBIX 30H, OCTAeTCsl CKPBITOM B CTallMOHAPHBIX
ycaoBusix mpu peructpauuu ®yn Ha 3agaHHOM
y4acTKe KJIETKU, HO TIPOSIBJSETCS Tocje o0paTu-
MO OCTAaHOBKHM LIMKJIO3a ITPU BO3OYXaeHUHU [6].

M3meHeHus1 coctaBa LUTOIIA3Mbl MPEICTaB-
JISIIOT JIMIIb OJHO 3BEHO B 1IeNU TpaHchopMaluu
CUTHaJla TUIa3MaJieMMbl 710 (PYHKIIMOHAIbHBIX
MpOSIBJIECHNI Ha ypOBHE XJIOPOILIACTOB. BaxkHoii
cTagueil B Kackale COOBITUIl SIBIISIETCS TMepe-
HOC B CTPOMY M3 LIMTOILJIa3Mbl areHTOB-TIOCPE/I-
HUKOB, K KOTOPBIM OTHOCATCS Tpexiae Bcero H*
n Ca?* [7, 8]. Bauguue Ca>" na ®n Xn omocpe-
JIOBAHO €ro JeicTBMEeM Ha aKTMBHOCTb (hepMEeH-
TOB M CONYTCTBYWOIIMMM caBuramu pH B cTpo-
Me u miomeHe. Ilpu renepauuu I1JI B KieTkax
pacteHuit yposeHb [Ca’],, nosbiaercst ot 0,1
no 10—40 MxM [9]. DTO CrOCOOCTBYET IMOCTYI-
nenuio Ca’t B OCBellleHHBIE TIJIACTUIbI MO BJIWSI-
HUEM OTpULIATEJIbHOTO MOoTeHMana ctpomsl [10].
HszsectHo, yto moBbimieHue [Ca?'] B cTpome
MojapiisieT peakiuu 1ukiaa KaibBuHa U motped-
nenue B atux peakuusx ATP u NADPH [I11].

BYJIBIYEB u np.

IIpu stom Bo3pactaer ApH B Tmiaakoupax, 4To
ycwnubaeT NPQ u 3amenisier TMHEHHBIN MOTOK
3JIEKTPOHOB [12].

BHyTpeHHsI1 MeMOpaHa 00OJOYKU XJIOPO-
IUIACTOB COAEPXKUT MOHHbBIE KaHaJlbl, IIPOHUIIAC-
Mbl€ [IJIS OJHO- M JBYXBaJIEHTHBIX KaTHOHOB,
a Takxke cucTteMbl oOMeHHoro TpaHcnoprta K*/H*
(KEA1/2) [13—15]. BaxHast pojib MOHHOTO 00OMe-
Ha, omnocpenoBaHHoro TpaHcnoprepamu KEA1/2,
BBISIBJISIETCSI IO HapyIIeHUsM (POTOCUHTE3a MpU
BhIpAlIMBAaHMKM MYTAHTHBIX PAacTeHUI Ha cpenax
C pa3HBLIM COJIEBBIM COCTaBOM. B ombITax ¢ Bblme-
JICHHBIMU XJIOpOILJIaCTaMM TOKa3aHo, 4TO Yyna-
nenue K* u3 HapyxHoil cpenbl moHuxaer pH
CTPOMBI 1 3aMemIsieT (POTOCUHTETUYECKOE BbIIE-
nenne O, B cBsa3u ¢ K*/H*-o6menowm [16]. Bmecre
C TeM OCTaeTCsl HESICHBbIM, CKa3bIBAIOTCS JIM BO3-
NecTBYS, TOBBIIAOIIME ypoBeHb K* B 1uUTO-
IUIa3Me U CTpOMeE IUIaCTU, Ha (PYHKIIMOHAJIbHBIX
rmapaMeTpax XJOpPOIJIacTOB B KpPaTKOCPOUYHBIX
OMNBITaXx in vivo.

DeKTpuUecKass aKTUBHOCTb KJIETOK XapOBBIX
Bomopociieii He orpaHuyeHa reHepauuein ITJI.
CTuMyJISILMsT KJIETOK BXOISIIUM 3JEKTPUUYECKAM
TOKOM B Cpellax C IMOBBIIIEHHBIM copepxanuem K*
BbI3bIBA€T AKTUBHBIA TUIEPHOJSIPU3ALIMOHHBIN
otBer (I'O), mpeacraBieHHbIT HEMOHOTOHHBIMU
U3MEHEeHUSIMU MeMOpaHHoro noreHuuana [17, 18].
BaxxHO OTMETUTb, UTO MHAYLIMPYIOLIUE TUIIEPIIO-
JISPU3ALIMI0 TOKY CPABHUMBI 110 BEJIMUKMHE C TIPU-
POIHBIMKA KPYTOBBIMM 3JIEKTPUUECKUMU TOKAMU
ocBelleHHBbIX KieTok. Habmtogaemblit B xone 'O
CABUT MEMOpaHHOTO TIOTeHIIMala OOYCIOBJIEH
YacTUYHOI MHakTtuBauueit K*-mpoBomumocTtu, a
TakXe napajieJIbHbIM BKJIIOUEHUEM JPYTUX Majo
U3YYEHHBIX 32JIEKTPOT€HHBIX MeXaHu3MoB. CBe-
NeHUsI 0 BO3MOXHOM BiauMsiHMU ['O y xapoBbIX
Bogopocieit Ha @i Xy B HacTosIee BpeMsl OT-
cyTcTBYIOT. OIHAKO OHU MPENCTABIISIOT MHTEPEC,
IMOCKOJIbKY ITOTOKM WMOHOB, CBSI3aHHBIE C 3THUM
CUTHAJIOM IUIa3MaJlIeMMbl, KapIUHAJIbHO OTIMYa-
I0OTCSI OT MOTOKOB, 3arnyckaembix Tipu I11. B xone
n3mepennii 'O nccnenyeMast yacTh KJIETKM HaXo-
IUTCS B cpelne ¢ KoHleHTpaunueit K* ~100 MM
U TIOJHOCTBIO Aernojsipu3oBaHa. OTpuliaTeTbHbIN
CABUTI MOTEHIMajJa LMTOIIa3Mbl MIPU MpPOITycKa-
HUM BXONSIIEro Toka 3acraBiasgeT K* mocTynaTh
BHYTPb B KOJWYECTBAX, IMPEBBIIIAIONIMX MOTOKU
JIPYTUX MOHOB. DTO CBS3aHO C BBICOKOW MpoO-
HULIAeMOCThI0O MeMmOpaHbl g K* u BbIcokoit
koHueHTpauueir K* B cpene. biaaromapst TpaHc-
noprepaM MeMOpaH 000704kM HakoraeHue K*
B LMUTOIUIA3ME NOJLKHO MHAYLIMPOBATh IOCTYIUIE-
Hue K* B cTpomy xJioporuiacta B 0OMeH Ha yna-
nenue H* u3 ctpomebl. B Takom ciyyae 'O MoxeT
MoaynupoBath P XJOPOIJIACTOB INPU YYaCTUU
K*/H"-obmeHa uyepe3 000J0UKY TJIACTUL.
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OJIYOPECLHEHLUA KIIETOK Chara ITPU TUITEPITIOJIAPU3ALIMN

B nanHoit pabote U3y4yeHO BIMUSHUE DJIEKTPU-
YeCKUX CUTHaJIOB ruasdMaiieMMmbl Chara w Nitella
Ha @i X Kak Iokaszareib COCTOSTHUSL (POTO-
cuHteTnyeckoro ammapara (®CA). IlokasaHo
JNEUCTBUE TUMNEPIONAPU3aIUM Ha BBIXOJ (DaKTu-
yeckoil duyopecueHumnu (F) m MakcuMabHBIN
BbIXO[ (F,,") Ha ) OHOBOM CBeTy. Pe3yiabTaThl BbI-
SBISIOT cBsi3u Mexnay 'O mia3zmaaeMMmbl, MOTO-
kamMu H" M3 cpeawsl B LMTOIIa3My M TapameTpa-
Mu DJ1 XJIOPOIJIACTOB, YTO pACIIMPSAET CBEIECHUS
0 IMyTIX peryirsiuvu (OTOCHMHTE3a MpPU y4acTUU
BJIEKTPUYECKO aKTUBHOCTH TIJIa3MaJIeMMBI.

MATEPHAJIBI U METO/bI

OnbITHl MNPOBOAMIM Ha KJIETKax MeXI0y3-
Juii XxapoBbIx Bomopocieit Chara australis R. Br.
u Nitella translucens (Pers.) C.Agardh. KyasTypsl
ObLIM TIOJydeHBbl U3 JabopaTopuu Tipodeccopa
Ilse Foissner (University of Salzburg). Bomopociau
BBIpAIIMBAIM B CTEKJISHHBIX CcOCydax IMpU KOM-
HATHOM oOcCBellleHUuU. MHTepHOmallbHbIE KJIETKU
anuHoit 40—50 mm u guametpoM 0,9 MM u 0,3 MM
(nnst Chara v Nitella COOTBETCTBEHHO) BbIpe3aJiu
13 1mobera M MoMeniaad B MCKYCCTBEHHYIO MpY-
nosyto Bony (MIIB), comepxamyto 0,1 MM KCI,
I MM NaCl u 0,1 MM CaCl,. B mnoaroroBieH-
Hblii pacTBop BHocuau NaHCO; nns moBeneHus
pH 1o 7,0. M3onupoBaHHbIE KJIETKU BbIIEPXKU-
Basiu B UT1B He MeHee cyTOK mociie uxX OTaeaeHUs
OT IIPUMBIKAIOIIUX MEXIOY3JIUIA.

3akoHYMBIIME poCT Mexaoy3nus Chara CTpyK-
TYpPHO HEOMHOPOAHBI. B 1mTOmasme mo aiuHe
MEXI0Y3JUST YepeayIoTCcsl 00JIaCTU C BBHICOKUM U
HU3KUM COJEPXKAaHMEM XapacoM — OCOOBIX opra-
HeJAl ¢ BbICOKUM coaepxaHuem H*-ATPa3smbl,
CMOCOOCTBYIOIIMX TOCTYIUIEHUIO B KJIETKU CYyO-
ctpata porocuntesa (CO,) [19]. HeonHoponHbIe
CBOICTBa IIPOSIBJISIIOTCS TakxKe B 4YepeloBaHUU
BIOJb OCU KaJbLIMHUPOBAHHBIX U CBOOOIHBIX OT
KPUCTAJIJIOB 00JlacTeil Ha MOBEPXHOCTU KJIETKM.
KanblmHupoBaHHbIE 001aCTH, KaK IMPaBUJIO, pac-
MoJjiaraloTcs B y4acTKax ¢ HU3KOM aKTMBHOCTHIO
(otocunTe3a 1 BhicokuM pH B mprMeMOpaHHBIX
cnosix cpennl. M3mepenunst Dy XJ0poIaacToB U
MeMOpaHHOro MoTeHLIMaIa Ijia3MajieMMbl TTPOBO-
TV B HEKAJbLIMHUPOBAHHBIX WY C1a00 Kbl -
HUPOBAHHBIX YYaCTKaX KJIETOK.

WHTepHOMANbHYI0 KJIETKY YKpeIUisuii B
TPEXCEKIIMOHHOW mpo3payHoii Kamepe (puc. 1),
KOTOpYIO TIOMEI[aJIM Ha CTOJMK WHBEPTUPOBAH-
Horo Mmukpockomna Axiovert 25-CFL («Zeiss»,
I'epmaHus), OoCHalllEHHOTO MUKPOMIYOPUMETPOM
Microscopy-PAM («Walz», T'epmanus). Mexny
CEKILIUSIMU KaMepbl UMEIUCH BO3AYIIHbIE TTOJIOCTU
aUaMeTpoM 4 MM, CIYXKUBIIWE JIsl DJIeKTpUYe-
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CKOIf M30JISIIMKA OTCeKOB. [Inomans moBepXHOCTH
knetku Chara B LEHTpalbHOM CEKLMU COCTaB-
nsuta ipumepHo 0,1 ¢cm?. PacTBop B LIEHTpaabHOM
OTCEKE KOHTAKTMPOBAJI C DJEKTPOIOM CpPaBHEHMUS
Ag/AgCl (mowanbk moBepxHocTtu ~15 cm?) yepes
TMOKUI COJIEBOl MOCTHK, 3aIlOJTHEHHBI pacTBO-
poM 1 M KClI ¢ no6asnenuem 2% arapa. PasHocTb
MOTEHLIMAJIOB Ha IlIa3MajieMMe U3MEpsUIM C I0-
MOIIBIO KaNWIISPHBIX MUKPOITMIIETOK M3 CTEK-
Jla mmpekc. M3amepeHMs1 TIpOBOAMIN B CpeIHEN
YacTU KJIETKHM, PACIOJIOXEHHON B LIEHTPaJbHOM
oTceke. Pa3HOCTh MOTEHLIMAJIOB PETUCTPUPOBAIN
2JIEKTpOMETpUYeCKUM ycunurteinem Y5-9 («HITO
uM. B.U. Jlenuna», Munck, CCCP); nHanpsike-
HUE C BBIXOAA YCWUJMTEIS TOCTyMNajo Ha aHa-
soro-undposoit npeodpazoBatenb (PCI-6024E,
«National Instruments», CIIIA) 1 MOHUTOP KOM-
nbloTepa.

B 60oxoBBIX OTCEKaX Kamepbl HAXOIUJIUCH CO-
eIMHEHHbIE Mexny coboit amektponbl Ag/AgCl,
K KOTOpPBIM Yepe3 Harpy3ouyHOe COIPOTUBJIEHUE
1,2 MOM mnpukiaagbiBaJu KOMaHIHOE Harmps-
xxenue ot ALl (PCI-6024E) nns mpomycka-
HUs cTyneHu Toka. Cria Toka BapbupoBayia OT 3
0 8 MKA, 4TO COOTBETCTBOBAJIO IJIOTHOCTU TOKa
or 30 no 80 MKA/cM? B LEHTpaJbHON 4YacTu
knetku Chara.

®ayopecueHio X U3MEPSIM Ha ydacTKax
kinetok auameTpoM ~100 MmxkMm. Bbixon dakTuue-
cKoii diryopecueHunM F” nipyu (POHOBOM OCBEIIIEe-
HUU KJIETKM MU3MEPSIJIA C TTOMOIIBIO MOIYJIUPO-
BAaHHOTO CMHETO CBETa, M3JIy4aeMOro CBETOAMOIOM
ycrpoiictBa Microscopy-PAM («Walz», I'epmanus).

oT AUN 17 —

Ag/AgCl

L;> K 3/1eKTpOMeTpy

Puc. 1. CxeMa pacrnojioxeHuss WMHTEPHONAIbHON KIJIETKU
M DBJIEKTPOAOB B TPEXCEKIMOHHON 3KCIIePUMEHTATbHOMN
kamepe. I — lleHTpanbHBIIl OTCEeK, 3aMOJHEHHBIN Cpenoi
¢ TIoBBIIeHHOM KoHLeHTpanueir KCl; 2 — 6oKoBbIe OTCEKH,
3arnoJIHEHHbIE UCKYCCTBEHHOM MPYIOBOM BOIOM; 3 — MHTEP-
HonaJibHas KieTka Bonopociu Chara (Nitella); 4 — anekTpo-
b1l Ag/AgCl, ucrnoab3yemble ISl MPOMYCKAHUS 3JICKTpUIe-
CKOro Toka; 5 — anekrpon cpaBHeHUs1 Ag/AgCl, obwmuit ns
U3MEPUTEJIBHOM LI U MYyTH MPOMYCKAaHUs TOKa; 6 — Trub-
KU1 CONEBOM MOCTHK; 7 — 3JIEKTPOAHBI MUKPOAATUMK (Ka-
MWUTSPHBIA BHYTPUKJIETOUHBII DJIEKTPOL [JIsI M3MEpPEHUs
MeMOpaHHOTO TTOTEHIIMAalIa TIa3MaieMMbl uiu pH-ayBCcTBU-
TEJbHbIM BHEKJIETOYHBI MUKPOBJIEKTPON ISl M3MEpPEeHUs
JIOKaJIbHBIX ciBUTOB pH Ha MOBEpXHOCTU KJIETKM); § — BO3-
IYITHBIE TIOJIOCTH, OOECIeunBaoIIie 3JEKTPUIECKYI0 M30-
JISILIMIO MEXIY LIEHTPabHbIM U OOKOBBIMU OTCEKAMU
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Bcnblliku M3MepUTEILHOTO CBETA ITUTEIbHOCTHIO
5 MKcC cregoBanu ¢ yactotoii 24 Tu. JnuTenbHOCTh
HACBIIIAIOIIMX BCIIBIIIEK, CO3AaBaeMbIX TEM e
ceeronuonom, coctapiasiiia 800 mc. Ilepen Bxom-
HbIM OKHOM (hOTOYMHOXKHUTENST ObLIT PaCIOoXeH
KpacHbIii cBeTodmwisTp RG645 tommuuHoi 2 MM
(«Schott», Tepmanus). IlogpoOHOe omnucaHue
ycrpoiictBa Microscopy-PAM MoOXHO HailTu Ha
caiite xommanuu «Walz» (https://www.walz.com/
downloads.html); ocoGeHHOCTHM u3MEpEeHUSsT BbI-
xona iayopecueHIMM XJaopodwijia Ha OAMHOY-
HBIX KJeTKaX omnucaHbl B padore Goh et al. [20].
OO1iee (poHOBOE OCBEIIEHUE KJIETKM CO3IaBaJiu
BEPXHUM OCBETUTEJIEeM MUKPOCKOMA, CBET OT KO-
TOPOTO MPOXOAUJ uepe3 cuHe-3eneHbiin (C3C-22,
A < 580 Hm) u HeliTpanbHbIl (HC-3) cBeTodunb-
Tpbl. HTE€HCUBHOCTb (hDOHOBOI MOACBETKU CO-
craBasia 12,5 MKMoIb KBaHTOB/M>c. Dddek-
tuBHbIT KB nepenoca anekrpoHoB B ®CII Haxo-
JWJIM C MOMOIIbIO HACHIIIAIIIUX CBETOBBIX MM-
nyabcoB u mporpammbl WinControl-3 («Walz»,
I'epmanus). 3nauenus KB ®CII (YII) Ha dono-
BOM CBETY B KOHTPOJIbHBIX YCJIOBUSIX COCTaBJISLIN
0,7—0,745. BeixomHoii curHan DY oOpabdaTbi-
Basim B mporpamMax WinControl-3 u WinWCP
(«Strathclyde Electrophysiology», Benukoopurta-
HUsI) U BBIBOAWJIM HA MOHUTOP KOMIIbIOTEpA.
BausHue runepnoiasspu3allMOHHOIO OTBETa

Ha MaKCUMaJIbHBbIIi BbIXon iyopecuieHIuu Fy,’

u3ydyaayd C MPUMEHEHUWEM HACBHIAIOIIMX CBETO-
BBIX UMITYJIbCOB, pa3feieHHbIX nHTepBasiamu 10 c.
BxiloueHre cepuM HaChIAOIIUX MMIYJIbCOB
OOBIYHO COIPOBOXAATOCH 3aMETHBIM CHUKEHUEM
aMIIuTyasl Fi,”. B CBSI3M ¢ 3TUM KJIETKY CTUMY-
JIMpOBAJIM CTYMNEHYaTbIM HMITyJIbCOM TOKa IIOCIe
3aMeUIEHUs] BBI3BAHHOIO BCHBIIIKAMU TTaje-
Husa F'.

Benunuuny pH y nmosepxnoctu kietku (pH,)
u3Mepsaau ¢ noMoinpio H-crieum@uuHbIX cypb-
MSIHBIX MUKPORJIEKTPOAOB B CTEKJISIHHOW M30JIs1-
LIMU U 3JIeKTpOMEeTpuIecKoro ycunurens ¥YS5-9 [4].
ITpu 0O6paboTKe MCXOMHBIX MTOKA3aHUI MUKpPOJAT-
yrka pH BbIUMTaNIM MOCTOSSHHOE IMaaeHue Harlpsi-
JKEHUS, cO3laBaeMoe TOKOM Ha IMOCJenoBaTe/b-
HOM COIIPOTHMBJICHUU CPEAbl, COJIEBOIO MOCTHKA
1 BJIEKTPO/a CpaBHEHMSI.

B pabGote mcnonb3oBaau pacTBOp LIMTOXasa-
3uHa D («Sigma», CIIIA) B nuMeTUICYIb(MOKCH-
ge (JIMCOQO), koTopblii pa3BoAUIN A0 KOHEYHO
koHueHTpauuu 10—20 MmxM. KoHeyHast KOHIIEH-
tpauusi IMCO He npessbiinana 0,2%. B nanHoii
koHueHTpauuu JMCO He oka3bIBaeT BIAUSTHUS
Ha napameTpbl @i XJ1, MeMOpaHHBII ITOTEHLIMAIT
U CKOPOCTb ABUKEHUS LIMTOILIA3MBI.

Ha pucyHkax npuBeneHbl pe3yiabraThl TUITAY-
HBIX OITBITOB, BBITIOJIHEHHBIX HE MeEHee 4YeM Ha
YeThIpeX KJIeTKaxX. YCpeQHEHHbIe KMHETUUYECKHe

BYJIBIYEB u np.

KPUBBIE CIBUTOB F’ CO CTAHAAPTHBIMU OLIMOKAMU
MpEACTaBICHBI ¢ yKazaHUEeM OOIIero yucia u3me-
peHuii (n) Ha pa3HbIX KieTkax (N). st ycpenHe-
HUS 3HaUYeHUI F’, MOJy4YeHHBIX HA Pa3HbIX KJIET-
Kax, KMHETUYeCKUe KpMBbIE HOPMUPOBAIM Ha
cpenHue YpoBHU (JIyOpeClieHIIMM B MHTEpBaje
BpeMeHU 0—25 ¢, perucTpupyemMble 10 MPUTOXKEe-
HUS UMITyJIbCA TOKa. YCcpeaHeHHas KuHeTuka Fp,”
IJIS1 pa3HBIX KJIETOK TMOJy4YeHa Mocjie HOPpMUPOBa-
HUS 3HaYeHuit F,” B OTBET Ha MEPBbIN HACHIILAIO-
LW UMIYyJAbC B cepuu u3 30 BCObIIIEK.

PE3VYJIBTATBI NCCIIEJOBAHUA

MeMOpaHHBIi1 MOTEHIIMAT OCBEILIEHHBIX KJIETOK
Chara B cTaHIApTHBHIX YCIOBUAX (KJIETKH, OMBbI-
BaeMble WMIIB) cocraBism or —170 no —210 mB.
CTUMyISALMST KJIETKU JAETONSPUBYIOIINM UMITYTb-
coM Toka (2 MKA, 150 Mc) BbI3bIBaJIa TeHEPALIUIO
MoTeHIMana aecTBus ¢ ammumtynoi 1o 200 mB,
KOTOpasi COMpPOBOXK/IaIach KPaTKOBPEMEHHOM OcCTa-
HOBKOI1 TeUeHUS LIUTOTJIa3MbI U €0 BO30OHOBJIE-
HUEM 3a BpeMs ~5 MUH npu temneparype 25 °C.

Bimsinne cBera M TeuyeHMS LUTOMJIA3MbI Ha
THNEPNOIAPU3ANMOHBINA OTBET MasmMajieMMmbl. 13-
MEepeHMST XapaKTEepPHbIX 3HAYEHUX MeMOpaHHOTO
MOoTeHIIMala B TIOKOE W TMPU BO30YXXIEHUU B Ha-
yajie KaXxJIo0ro OfbiTa, a Takxke perucrpamus 3¢-
(bekTHUBHOTO KBAHTOBOTO BBHIXO/a MEepPeHOCca DJIeK-
tpoHoB B peakiun DCII Ha yposHe 0,7—0,745
CIYXXUJIW ToKa3aTejaeM aaeKBaTHOTO (pU3UOJOTH-
yeckoro coctosiHus kiaetku. [Tocne 3amenst MITB
B LIEHTPaJIbHOM OTCEKEe KaMephl Ha aHAJIOTMYHBIIA
pactBop ¢ BbicokuM coaepxanuem KCIl (0,1 M)
MPOITyCKaHWe CTaHAAPTHOTO HAAMOPOTOBOTO MM-
MyJibca TOKa BBI3BIBAJIO CKAYKOOOpPA3HYIO Jemo-
JISIpU3alMio KJIETKU [0 YPOBHSI MeMOpaHHOTO
noteHuana ~ 0 MB. DTo cocTtosiHue XapakTepu-
3yeTcsl BbICOKOW K*™-IMpoBOoAMMOCTHIO IIa3MajieM-
MbI [21] 1 MeMOpaHHBIM TIOTEHLMAJIOM, COOTBET-
CTBYIOIIIUM HYJIEBOMY PaBHOBECHOMY HEPHCTOB-
CKOMY ITOTEHIIMAJTy.

[Mocnenytoiiee mnpomnyckaHue TMPSIMOYTOJb-
HOTO MMIMYyJIbCa BXOAAIIETO ToKa (TJOTHOCTD
Toka 30—80 MKA/cM?, IIUTEIBHOCTb MMITYJIbCa
50—75 ¢) comnpoBoOXIanoch reHepalueil akTUB-
HOTO TUIIEPIIOASIpU3aLlMOHHOIO OTBeTa (puc. 2).
PazButue I'O xapakrtepusyeTcsl yCKOPSIIOLIMMCS
HapacTaHVWeM OTPHUIIATEIbHOTO TOTEeHIMaNa M-
TOIJIa3Mbl, KOTOPOE 3aBEpPIIACTCS OCTPBIM Craii-
KOM M TOC/eIyolIeil HeOOoMbIIOo Tenosspru3alim-
eii MmeMOpansbl [22]. [Ipu paBHBIX KOHIIEHTPAIUSIX
K* B cpene u mutorazme (~100 MM) orpuua-
TeJbHBI CABUT MEeMOpPaHHOIO IIOTeHIMala 3a-
cTaBisgeT MoHbl K moctymnarh B KJIETKY B CBSI3U
¢ BbIcOKOl K*-nmpoBOoAMMOCTBI0O MEMOpAHBI.
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Puc. 2. TunepnonsipusanmmonHbie otBeThl ('O) kinetok Chara, BBI3BIBacMBbIe TPOITYCKAHMEM BXOMSIIETO 3JEKTPUYECKO-
ro toka B npucyrctBuu 0,1 M KCI B cpene. a — Kunetuueckue kpusbie 'O npu pasHoil MJIOTHOCTU 3JEKTPUUECKOTO TOKA:
33 MxA/cm? (1); 45 mxA/em? (2); 50 MxA/cm? (3). 6 — Kunernueckue kpusble 'O, HaGmonaembie B ipucyretBun 20 MKM 1im-
ToxajnasuHa D 1mocie rmepeHoca KJIETKM B TEMHOTY: Ha (POHOBOM CBeTy (IUIOTHOCTD ITOTOKA KBAHTOB — 12,5 MkmMonb/M*-¢) (1);
yepe3 0,5, 5, 10 u 15 MuH 1noclie BbIKJIIOYEHUST (POHOBOIO OCBelleHUs! (2—5 COOTBETCTBEHHO). 6 — KMHeTHuuyeckue KpuBbie
I'O Toit ke kieTku B MPUCYTCTBUM LUTOXajJa3uHa D mocie nepexona ot TeMHOTHI K ocBeleHuto yepes 0,5, 5 u 10 MuH no-
cie BKIUeHMs cBeTa (/—3 cooTBETCTBEHHO). [IIOTHOCTh 3EKTPUUECKOrO TOKA B MEPUOI MUMITyJIbca Ha MmaHessx (6) u (8)
cocraBuia 33 MKA/cM?. ¢ — BiusiHMEe CMEHbI CBETOBBIX YCIOBUI Ha BpeMs HOCTUXeHUs muka 'O OT MOMEHTa BKJIIOUEHHSI
BXOJISIILIETO TOKA B OTCYTCTBUE MHTUOUTOPOB U TTOC/Ie TToaaBieHus 1ukio3a 20 MkM nuToxanasuHom D (CD). MoMeHT BHece-
Hus CD oTmeueH cTpenkoii. BepTukanbHble CBET/IbIe U 3aTEHEHHBIEC MOJOCHI OTMEYAIOT MEPUOIbl OCBEIIEHUS U 3aTeMHEHUS

KJIETKN COOTBETCTBEHHO, IIJIOTHOCTH TOKA B IIEPUOL UMITYJIbCOB — 58 MK/A/CM2

BpeMms nocTtukeHUss TMKOBOU TUIIEPIIOSIpr-
3allMM COKPAalllaJloCh C MOBBIIIEHUEM MIOTHOCTHU
Bxoxsiero Toka (puc. 2, a). Ilpu aTom crauuno-
HapHbBII MOTeHIIMa, HaOJoaaeMblil moce craii-
Ka, cjlabo 3aBuceN OT IUIOTHOCTU Toka. Craauu
MUKOBOIW TUIMEPTONSIPU3AIMU U TIOCTenyIoLIei
OBICTPOI1 TeNoJISIpU3allui 3aMETHO CITIaXX1BaJIUCh
pu 00paboTKe KJIETOK LUTOXada3uHOM D, uHTru-
OUTOpPOM MOJAMMEpPHU3aLUU aKTHUHA (pUc. 2, 6 U 8).
CxonHoe ToIaBIeHUE 3TUX CTaAuil paHee Ha0JI0-
Jaav TIpyu ACHCTBUM LIMTOXana3uHa B Ha moBepx-
HOCTHYIO MeMOpaHy M30JMPOBAHHOW KaIlJd M-
TOIUIa3MBbl, He coaepxkalleil xjiopormiactoB ([22]
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U CCBIJIKM B Heli). B HalImx omblTaXx BHECEHUE B
cpeny 20 MKM nuToxanasuHa D BBI3BIBAJIO OCTa-
HOBKY T€UE€HMSs LIUTOIJIa3Mbl. B ripucyTcTBMM MH-
ruburtopa KuHeTuueckue Kpusble I'O npu mocro-
SIHHOI TIJIOTHOCTU TOKa CYLIECTBEHHO 3aBMCEIU
OT OCBelleHUs KIeTKU (puc. 2, 6 1 8).

I[Ipy 3aTeMHeHUM KIETKM BpeMs IOCTH-
JKeHMsI craiika Bo3pacTaio B TeyeHue ~20 MUH
(puc. 2, 6), a ipu BO30OHOBJIEHUN OCBEIICHUST —
cokpaianock (puc. 2, 8). UHTepecHo, 4TO BIUSI-
HUE CMEHBbI CBETOBBIX yciaoBMii Ha 'O, HaOmI0-
JaeMoe B TIpUCYTCTBUM LMTOxajdazuHa D, He
MPOSIBISIOCh B KOHTPOJIbHBIX YCJIOBUSIX 0€3 10-
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Puc. 3. Vzmenenus ¢uyopecueHnuu xiopodwina F’, BEI3BAaHHBIE CTYNMEHBIO BXOASIIETO 3JIEKTPUIECKOTO TOKA B KIIETKAX
Bonopocneit Chara australis (a, ) n Nitella translucens (0, ). a — Jlunamuka udmeHeHuit F” (/) 1 MeMOpaHHOTO TTOTEHIIMA-
na (2), BBI3BAaHHBIX TIPOITyCKAaHUEM BXOISIIEro Toka. M3amenenust F” (I, uepHast IUHWS) TIPENCTABIISIOT YCPEIHEHHYIO 3aIiCh
(n = 45, N = 9) Ha ¢oHe cTaHmapTHOI omnbOKM cpenHero. Kpusas 2 oTpaxaeT M3MeHEHUs] MEMOpPaHHOIO TMOTeHIIMAaa,
BBI3BAaHHBIE UMITYJIbCOM TOKA C IJIOTHOCThIO 35 MKA/cM?. 6 — smenenust @i Xn B kietkax N. translucens (xpuast ), BbI-
3BaHHbIC UMITYJIbCOM BXOISIIEr0 TOKa MIOTHOCThIO 100 MKA/cM? (KpuBast 2). YcpenHeHHasi IMHAMUKA 3HaueHuit F mpej-
cTaBjieHa Ha (poHe cTaHmapTHOM owmbku (n = 11, N = 4). 6 u ¢ — 3aBUCUMOCTb UHAYLIMPYEMOIO TUIIEPIIOsIpu3alueii CH1-
XKeHUST F” OT CBETOBBIX YCJIOBUIA B onbITax ¢ Kietkamu C. australis i N. translucens (n = 9—11). I — U3meHenus F’ Ha cBery;
2 — usMeHeHusa F’'B teMHoTe. KpuBasi 3 Ha maHenu (8) IMoKa3bIiBaeT U3MEHEHUs HampsikeHus B iepuon 'O, a Ha maHenu (&) —

IJIOTHOCTDb TOKA Ha HEHTPAJIbHOM YYaCTKE KJICTKH

OaBieHMss 5Toro uHruoburopa. Kak BuaHo wu3
puc. 2, e, BpemeHa goctuxkeHus nuka I'O Ha cBeTy
1 B TEMHOTE MPUMEPHO COBIIaAAIU MIPU HOPMab-
HOM T€UEHUU LIMTOIIa3Mbl, HO CYLLIECTBEHHO pa3-
JINYAJIMCh MpPU TIOAABJIEHUM LIMKJI03a IIMTOXaja-
3uHoM D.

TakuM 00pa3oM, XJIOPOIUIACTHI OKAa3bIBAIOT
BJIMSTHUE Ha MOHHBIC KaHAJbI IUIa3MajleMMBbl IIPU
HapyLIeHUSIX aKTMHOBOro nutockesuera. [lepexo-
IIBl «CBET—TEMHOTa», BEPOSITHO, MOTU(PULINPYIOT
COCTaB IIMTOILIa3MBI, YTO CKa3bIBaeTcsd Ha CO-
CTOSSHUM KaHaJIOB IUIa3MajieMMbl, yJacCTBYIOLINX
B reHepauuu I'O. OgHako 3TO BIUSIHME HUBE-
JIMpYeTCd TIpU aKTUBHOM TEUEHWUW LIUTOIUIA3MBI,
KOTOpPOE CIJIaXXMBAeT COCTaB LUTOIUIA3Mbl Me-
KOy YacTSIMM KJIIETKM C pa3HOM aKTUBHOCTBIO
(otocuHTE3A.

Bimsinne rumepnoisipu3alMOHHOTO OTBETA HA
BbIx0J, (iyopecuenmuu F’. HauGonbimuii mHTE-
pec mpeacTaBlisiio BO3MOXHOe BausHue 'O Ha
napametpbl @y X1, KOTOpbIE OTPaxKalT PEIOKC-
COCTOsSIHUE (POTOCMHTETUYECKOI 3JIEKTPOH-TPaHC-
MOPTHOM LIeNY U SHEPro3aBUCUMYIO JUCCUTIALINIO
Bo30yxneHHbix coctossHuil (NPQ). CosmaHue
JNBVDXYIIENH cuibl 1t motoka K* u3 cpeasl B -
TOIIa3My MPU OTPULATEIBHOM CMEIIEHUU MEM-
OpaHHOrO MOTEHIMada TIUIa3MaJeMMbl JOJKHO
COIpPOBOXIaTbcs HakoruieHneM K* B murorias-
M€, YTO, B CBOIO O4epellb, MOXET WHAYLUPOBATH
K*/H"-06MmeH uepe3 00070YKY XJOpPOILJIACTOB U
OKa3blBaTh BIMSHUE Ha (DIIyOPECUEHLUIO XJIOPO-
IJIaCTOB.

Ha puc. 3, a u 6 moxazaHbl U3BMEHEHUSI BBIXO-
na gayopecteHIUU F’, MHIYIUPYyeMble UMITYJIb-
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COM BXOISIIEro TOKa B KJETKax Bodopocieit
Chara australis u Nitella translucens, momeieH-
HbIX Ha (DOHOBBI CBET HU3KON MHTEHCUBHOCTHU
(12,5 mxmonb/M2?c). ¥ 000uX BUIOB HM3MEHE-
Husa F’ BKIIIOYaIM 3afepKaHHYIO CTaJMI0 CHIKE-
HUs Beixona D, KoTopash HauMHaIach MPUMEPHO
yepe3 25 ¢ OT MOMEHTa IMPUIOXKEHUS UMITYJbCca
TOoKa U TIpomoJikanach B TeyeHue ~50 ¢ mocie
3aBepieHus ['O.

B xnetkax N. translucens carxenuto F’ mipen-
1IecTBoBaja cragusl Bo3pactaHuss @Dy, KoTopast
HAuYMHAJIACh C TEPBBIX CEKYH]I MOCJIE MPYIOKEHMUS
umityabca Toka. Y kiuetok C. australis iHoraa Ha-
Osromany Bo3pactaHue F’, penliecTByIolee CHU-
KeHU1o F’, ogHaKo 3Ta cTagus He IPOSIBJISLIACH
Ha yCpeOHEHHBIX 3anucsx. [losBieHUe MPOTUBO-
ITOJIOXKHO HAallpaBJIEHHBIX U3MEeHEHUI F’, cBsI3aH-
Hbix ¢ 'O, yka3biBaeT Ha MpOTEKaHUE HECKOIb-
KHX MIPOLIECCOB pa3IndHOM Ipupoasl. Cpeay HUX
TOJBKO MeIJICHHbIe W3MeHeHUs F” MOryT OBITh
cneacreueM K*/H*-oOMeHa uepe3 MeMOpaHHYIO
000JIOUKY XJIOPOILJIACTOB, ITOCKOJIbKY BBICOKAs
koHueHTpauusa K* B mutorazme (~100 mM)
HUCKJIIOYaeT ee ObICTpble M3MeHeHus. IIpuunHbI
obsicTporo Bo3pactaHusi @i B kierkax N. frans-
lucens Ha TaHHBIE MOMEHT He sIicHbl. He mckito-
YeHO, YTO MpOTeKaHWEe BXOMSIIEro ToKa CBSI3aHO
C 3JIEKTPOOCMOTHYECKUM ITOCTYIUIEHMEM BOIbI B
LIMTOILIA3My M BHEIIHE HEpa3IUnYMMbIM HaOyxa-
HueM riactuga. OO0 3TOM KOCBEHHO TOBOPUT TOT
(akt, uro Bo3pacTaHue F’ MpoOSBISLIOCH HAaMOO-
Jiee OTYETIMBO B KJIETKAaX MaJjioro auamMerpa c
MOBBIIEHHBIM OTHOIIEHWEM IIIOLIAAN ITOBEPX-
HOCTU K 00beMy (N. translucens).

Craguio 3aaep:KaHHOTO CHMXXeHUsI diyopec-
LHeHUuu 1pu reHepauuu 'O Haba0OmAAA TOJBKO
Ha ocBelleHHbIX KaeTkax C. australis u N. trans-
lucens; TIpyu TIOMENIIEHNUM KJIETOK B TEMHOTY pa3-
putie 'O He BBI3BIBAJIO TaKWX HM3MEHEeHU# F’
(puc. 3, ¢ m e). Ilpu aTOoM cTagust Bo3pactaHus F’,
OTYETJIMBO 3aMeTHasl Yy KJeToK N. translucens,
He 3aBuceJla OT YCJIOBMII OCBEIIEHHUSI. DTO MOI-
TBEpXKIAeT NPEAIIOJOXKEHUE O PasHOil Ipupoe
n3MeHeHu P pa3IMUYHOM MOJIPHOCTH.

Biusinue runepmoJisipu3alMOHHOIO OTBETA
Ha BbIxXon ¢ayopecuennuun F,'. B Mexmoysnusx
Chara, nomelieHHbIX B cTaHgapTHyo UTIB ¢ koH-
uentpanueit K* 0,1 MM, 3Hauenust £,,” Ha ciiabom
CBETY MPUOJIMKATUCh K HauOOJbIIEMY YPOBHIO,
YTO O3HayaeT OTCYTCTBUE HEMOTOXUMUYECKOTO
tymeHuss. Bmecte ¢ tem 3amena MIIB Ha cpeny ¢
nobasiaeHueM 0,1 M KCIl npuBoauia K 3aMETHOMY
cHmkeHuwo F,’, T.e. K mogsienuo NPQ. B cBsa3n
C 9TUM Mbl M3YYWJIW BJIMSHUE TUIEPIIOJsIpu3a-
LMY TJ1a3MajeMMbl Ha YpoBeHb F,” Kak WHAM-
katop NPQ. Ha puc.4 moxaszaHbl pe3yJbTaThbl
TUIIMYHOTO OIbITa, B KOTOPOM HaCHIIIAIOIINE CBE-
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Puc. 4. Tunepnonsipu3alliOHHBI OTBET TUIa3MaTUUYECKOM
MeMOpaHbl B K*-poBoasiliieM COCTOSIHUU U €TO BIMSIHUE Ha
dyopecuennmio  Fn'. Tuneprnonsipuzanuio Iia3mMaleMMbl
(kpuBasi /) MHAYUMPOBAIU TMPOIyCKaHUEM HMITyJIbca BXO-
ISIIEero ToKa (42 MKA/CM?, JUTMTELHOCTD 75 C) TIpH cllaboM
donoBom ocpemenun (12,5 MKMoOIb/M?*'C); B OTCYTCTBUE
3JIEKTPUYECKOM CTUMYIISILIMM MEeMOpaHHbIM MOTEHILIMA OCTa-
BaJICSl CTaOWJIBHO EeNOJISIpU30BaHHBIM (KpuBas 2). Kpusbie
C CUMBOJIAaMU TIPEACTABISIOT U3MeHeHUs Frn’, Habmomaemble
npu redepauuu 'O (kpuBas 3), a Takxke 0e3 uHaykuuu 'O
(kpuBast 4). MOHOTOHHOE CHMXXeHUE [’ Ha OTpe3Ke BpeMe-
HU 1 < 75—100 ¢ BBI3BAHO BKJIIOYEHMEM CEPUU HACHIIIAIOIINAX
CBETOBBIX UMITYTbcOB. KpuBbie (3) U (4) mojaydyeHbl B TUTTAY -
HOM OITBITE TIPU YCPENHEHWUU Pe3yJbTaTOB MO TISATU W3Me-
PEHUSIM AJIs1 KaXJ0To BapuaHTa

TOBBIE UMIYJIbChI, TECTUpYIOIIUE Fy,’, TPUMEHSLIN
JINOO B COYETAHUU C INEKTPUUECKON CTUMYJISILIM-
ei, n1ubo Oe3 aynekTpocTUuMyasuuun. Kierky mo-
OYepENHO MOABEPrajii HECKOJbKUM LIMKJIaM TaKMX
Bo3IeiicTBMiA: 3anucu ¢ uHaykuueir 'O uyepenmo-
BaJIM C 3alMCSIMU MPU CTAllMOHAPHON MENOJIsIpy-
3alMu. 3aMyCcK HACHIIAIOIIMX BCIBIIIEK C MHTEP-
BajamMu B 10 ¢ 4acTo compoBOXAAICs HauyallbHbIM
cHIXeHueM F,,” (puc. 4, kpuBble 3 U 4; yJ4acTKu
npu ¢ < 75 c). [locne 3amennenus cnaga F,” (de-
pe3 75 ¢ mocJje Havalla 3alrcu) MojaBajiy CTYIIeHb
Toka i uHaykuuu 'O mia3mManeMMbl Ha MCCie-
JyeMOM ydacTke KjieTku (puc. 4, kpusas /). B tex
K€ YCJIOBUSIX 0€3 MPOITyCKaHWs TOKa Iljla3MaieM-
Ma OCTaBaJlach B JIETIOJISIPU3OBAHHOM COCTOSTHUU
(puc. 4, kpuag 2).

Kak BumHO U3 puc. 4, KpuBble UBMEHEeHU Fy,”
(3) u (4) npakTUYeCcKH COBIaAalu Ha HaYaJIbHOM
yuactke (rpu ¢ < 75 ¢) — mo unaykuuu ['O. Bme-
CT€ C T€M BBISIBJIEHO CYILIECTBEHHOE PACXOXIEHUE
3anuceii npu ¢ > 100 ¢ B 3aBUCUMOCTU OT IreHepa-
uu uian orcyrctBus 'O (puc. 4, kpusble 3 u 4).
B BapuaHTe ombiTa, Korga Iuia3MajeMma OcTa-
BajJlach B JETOJSIPU30BAHHOM COCTOSIHUM, 3Ha-
yeHus F,,” BBIXOAUIM K IOCTOSIHHOMY YPOBHIO
rocjie criaxeHHoro makcumyma (puc. 4, Kpu-
Basg 4). B ciyyae MHAyLIUPOBAHHOU TUIIEPIIOISI-
pM3allMK TIa3MajieMMbl HaOJI0galu HEeOOIbIIoe
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Puc. 5. 3aBUCHMOCTb BbI3bIBAEMBIX TUIIEPIIOJISIPU3ALIMEii U3BMEHEHU Fin” OT CBETOBBIX yCIOBHUIA. @ — [Uneprnosipusanms rnias-
MaJieMMbI OCBEIIEHHBIX KJIETOK BBI3BIBAET 3aliepKaHHOe CHUXKeHUe Fn’. 6 — BnusiHue runeprnionsipuzanuu Ha Fn” ncuesaer
rocJje nmepeHoca KiIeTku B TeMHOTY. I — M3MeHeHus1 MeMOpaHHOTO TOTeHIMala, BbI3BAHHbBIE TTPSIMOYTOJIbHBIM UMITYJIbCOM
Toka (83 MKA/cM?); 2 — uaMeHeHust F’, BbI3bIBa€MbIe HACBILIAIOIIMMK CBETOBBIMU UMITyJIbcaMu U reHepaiueii I'O: Ha cBe-
Ty (a) u B TeMHoTe (0). 3 — V3MeHeHus Fn’, BbI3bIBaeMble HACHIIIAIONIMMY CBETOBBIMU MMITYJIbCAMH B TIOKOE (0€3 3JIeKTpO-
ctumyasuuy U uHaykuuu '0). 3anucu KpuBbiX (2) 1 (3) oTpaXxaloT cpeaHMe 3HAaYEHUSsI, MOJyYEeHHbIE MO ABYM U3MEPEHUSIM

JJI KaXXKI0ro BapuaHTa OIlbITa

Bo3pactaHue (Win riedo) F,’, KOToOpoe CMEHsI-
JIOCh CWJIbHBIM CHMXeHuem F,” (puc. 4, xpu-
Bag J3). Ilocnenyloiiee BoccraHOBIeHUE (ayo-
pecueHuuun F,  3anumano ~10 muH. KunHernue-
CKME KpMBbIE M3MEHEHUN F,,” TPOSBISIM HEKO-
TOPO€ CXOACTBO ¢ u3MeHeHusmu F” mpu TO.
KBaHntoBasg a3¢h@deKkTuBHOCTL IlepeHoca dJieK-
tpoHoB B ®CII (mapamerp YII) mpereprieBana
CpaBHUTEJIbHO HeOosblnoe mnoHuwxkeHue (<£0,03)
IMPY HU3KOM MHTEHCUBHOCTU (POHOBOTO OCBEIIE-
Hus. Bmecre ¢ TeM IIpu MHTEHCHMBHOCTHM CBeETa
25 MKMOJIb/M?:'C BBI3BAHHOE THUIIEPIIOJISIPU3a-
uueit cHmxenne KB ®DCII pgocturano cyiie-
cTBeHHBbIX BeauuuH (~0,15 ex.). [1pu nomemeHun
KJIeTOK B TeMHOTy pa3Butue 'O He oKasbIBajo
BausiHus Ha KB OCII.

Kaxk nmokasano Ha puc. 5, Bnustnue 'O Ha F,,’
MPOSIBJISIOCH TOJBKO Ha CBETY, HO MCYe3ajo 1o-
cje 3aTeMHEHMST KJIeTKU. B ocBellleHHOM KIleTKe
KWHETUYeCKMe KpUBbIE MU3MEHEeHUM Fr,” Tipu nmeii-
CTBUM TUIIEPITOISPUIYIOLIETO CTUMYJIAa U B €r0 OT-
CYTCTBHUE pe3Ko paznuyaiuch (puc. 5, a). OnHako
MocJjie MOMEIICHUS KJIETKU B TEeMHOTY U3MEHEHUS
F.’ mpu mpomycKaHWM TOKa U 0e3 CTUMYJISILIUU
MpakTUYecku copnananu (puc. 5, 6). Takum obpa-
30M, (DOTOCUHTETUYECKUM TTEPEHOC JIEKTPOHOB,
COMPSIKEHHBIM ¢ MeMOpaHHBIM TpaHcropToM HT,
SIBJISIETCSI HEOOXOAMMBIM YCIOBUEM JJisd Tiepe-
Ja4yd CHUTHajla OT TIUIa3MaTU4YeCKOi MeMOpaHbI
K XJIOpOTLacTaM.

TpancmemOpannsie moroku H* mpu rumepmo-
JApu3anMd M WX HHAKTHBamusa. [Ipu BbICOKOIT
K*-mpoBoguMocTy  TjasMajeMMbl  TpaHCMEM-
OpaHHble MOTOKM K* sBisitoTcss mpeobiagaro-

mumMu. Bmecre ¢ TeM oTpuLIAaTENbHBINA COBUT
noTeHuMaNa uuToruiasmMel ipu 'O mpeamoaoxu-
TeJIbHO MOXET BbI3BaTh IepepachpeneneHue H*
MEXIy LIUTOTUIa3MOM M CPEIOoil, MOCKOJIbKY I1a3-
MajleMMa OCBEIleHHBbIX KJeToK Chara oOnamaer
npoBoauMOocThio 1j1d noHos H* mnu OH- [4, 5].
B c¢Bs3u ¢ aTuM ObLIM MpoBeneHbl u3mepeHus: pH
B IpuMeMOpaHHbIX ciosx cpenbl (pH,) mpu mH-
IyLUUPOBAHHON TOKOM THMMEPIOJSIpU3alIMU T1a3-
ManieMmbl Chara.

Kpusag I Ha puc. 6, a nokaseiBaer capuru pH,,
BbI3bIBaEMbI€ TTPOITYCKAHUEM CTYIIEHU BXOASIIETO
ToKa yepe3 radManieMMmy kietok Chara. BugHo,
YTO TUIEPNOASIPUYIOIINIA MMIMYJIbC BbI3bIBACT
noseiieHue pH, mpumepHo Ha 0,5 en., KoTopoe B
psiie caydyaeB, HO He BCeTna, MPOoI0JKaeTCsl HEKO-
TOpOE BpeMsl MOCIe 3aBepIICHUST UMITYIbca TOKa.
Ckopocth usmMeHenuii pH, Bo3pacrana B nepuon
JNEUCTBUSI CTUMYJIA, UTO MPEANOJOKUTEIbHO CBSI-
3aHO C Hapacralolleil Turneprnoaspu3anueil u
YBEIWYEHUEM ABMKYIICH CUJBI [JIs1 MOCTYILIe-
Hust H™ u3 cpenbl B nuroriasmy. Ilo 3aBepiie-
HUM UMITyJIbca TOKa 3HadyeHus pH, omyckaauce,
Kak MpaBUJI0, HUXE UCXOTHOTO YPOBHS (puc. 6, a;
KpuBag /), omHako noHmxeHue pH, co BpemeHeM
ociabusiaock (puc. 6, a; kpusas 2).

B omiuuue oT meicTBUS MEPBOTO 3JEKTPO-
ctumyna Ha pH,, npuaoxeHue BTOPOro WiIH,
pexe, TPEThEero UMITyJbca TOKAa HE BBI3BIBAJIO CY-
mecTBeHHBIX caBuroB pH, (puc. 6, a; kpusas 2).
DTO TOBOPUT O MOYTHU IOJHOI WHAKTUBALIUU
rnaccuBHoii H'-mpoBoaumocTu mia3MajeMMbl B
pe3ynbrare AeliCTBUS MEePBOTO TUIIEPIIOISIPU3YIO-
mero ctumyia. Ha otaenbHbIx KieTkax H-mpo-
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Puc. 6. M3menenust pH B mpuMeMOpaHHBIX CIIOSX Cpelbl MPY MHAYLMPOBAHHOI TOKOM TUImeprionsipusanuu. a — M3meHe-
Hus pH y mosepxnoctu knetku Chara (pHo) Tipu mpomyckaHuu 4epes Tuia3MaieMMy THIIEPITOISIPU3YIOIIETO UMITYJIbCa TOKa
(r1otHOCTh TOKa 58 MKA/cM?): 1 — moBbliienre pHo, B OTBeT Ha MepBblii UMIIYJIbC TOKA YKa3aHHOW CUJIbI, 2 — UCYE3HOBE-
Hue caBuroB pH, mpu mocnenyoiemM NpUIOKEHUN UMITYJIbCa TOKA TOM ke cwibl. 6 — [logaBineHue usmeHenuii pHo, B oTBeT
Ha MOBTOPHBIE MPOMYCKaHUs TOKa 4epes IasmaiemMmy (kpuBas I, pHo) He ycTpaHsIo TMIEpIOIspU3alliOHHbIE U3MEHEe-
HUSI MEMOpaHHOro noTeHluMana (Kpusas 2, Vm). Pe3ynbratel, npeacTaBieHHble Ha MaHeas X (@) u (6), MoJydyeHbl Ha pa3HbIX
kierkax. IIITpuXoBble BEPTUKAIbHbBIE IIPSIMblE OTMEUYAIOT BPEMsI BKIIIOYEHUS M OTKJIIOUEHMS BXOISILETO B KJIETKY DJIEKTPU-
4eCKOIo TOKa
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Puc. 7. Usmenenus Hedoroxumuyeckoro tyieHus (NPQ), addexrtuBHoro kBantoBoro Boixoga doropeakiu OCII (YII)
u pH Ha noBepxHoctu kinetku Chara (pHo), BBI3BaHHBIE ITPOITYCKAHWEM TUIIEPITOISIPU3YIOIIETO UMITYJThCa TOKA C TJIOTHOCTBIO
33 MxA/cM?. LleHTpaabHbI oTceK KaMepsl 3amonHeH cpenoit (UIIB) ¢ nobasrenuem 30 MM KCl; mHTEHCUBHOCTDH (DOHOBOTO

ocBelieHUusT — 25 MKMOJ’lb/Mz'C. BCpTl/lKaﬂbelC IOTPUXOBBIC JIMHUMU OTMEYAIOT MOMCHTBI BKJIIOYCHMS U BBIKJIIIOYECHUS JICKTPU-
YECKOIo TOKa

BOAMMOCTb BOCCTaHABJIMBAaJach MOCJIE IMepuona Kax BugHo u3 puc. 7, cnuru pH,, cBsI3aHHBIE
nmokost ~ 1 4. OO@HAKO BO MHOIMX CJIy4asXx BOC- C IPOIyCKAHMEM TUIIEPIIOJSPU3YIONIETO UMITY/Ib-
craHoBieHuss HT-mpoBoauMMoCTM B HENpepbiB- ca TOKa, AOCTUTaloT 1,5 ed. M CONMpPOBOXIAIOTCS
HOM DOKCIEpPUMEHTE 3aMEeTUTh HE YAaBajJoCh. 3HAUMTEIbHBIM BO3pacTaHueM HehOTOXUMUYE-
Tem He MeHee caBuru pH, B OTBEeT Ha MMMYJAbC CKOIo TylleHus (puc. 7, a), a TakxKe MepexoaHbIM
TOKa BOCCTAHABJIMBAJIKMCH Ha CleAylollue Mocjie CHMXeHUeM 3(h(GEeKTUBHOTO KBAHTOBOTO BBIXOIA
OITbITa CYTKW IIPU HAXOXIEHWU KieToK B craH- ¢oropeakuun DCII (puc. 7, 6). B nmapamienbHbIX
paptHoii MIIB. JlanHble, TpencTaBieHHbIe Ha  OIbITaX ObUIO MpPOBEepeHO BO3HMKHOBeHHe ['O
puc. 6, 6, MOKa3bIBaIOT, 4YTO MojgaBjeHne H™-mpo- B JaHHBIX YCIOBMSX IMPOBEIECHUST DKCIIEPUMEHTA.
BONMMOCTH I1a3MajieMMbl (KpuBasi /) He oKa3bl- YMeHblIeHUe KBaHTOBOro Bbixoga YII rosopurt
BaJI0O MHTUOMpYIOLEro neiictBus Ha pa3Butue [O 0 mepexomHOM TOPMOXEHUM JUHEWHOro ¢GoTo-
(kpuBas 2). CUHTETUYECKOIO MOTOKA 3JIEKTPOHOB.
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OBCYXKIEHUE PE3YJIBTATOB

Knetkn MHOrMX pacTeHUid OTBeuyalT Ha
(busnosornyeckue M TOBPEXIAIOIIUE CTUMYJIBI
reHepainueil 3JeKTpUYEeCKUX CUTHAIOB (MOTEH-
nMan JeiicTBUs, BapuadeNbHBI TMOTEHIIMAN),
KOTOpbIE BBI3BIBAIOT H3MEHEHUsS (HOTOCUHTE3a
u ®n Xn [4, 5, 23]. [1lytn TpaHchopMauum cCur-
HaJla T1a3MajeMMbl 10 YPOBHS MeMOpaH XJ0po-
MJIACTOB MPOCJIEKEHBbl JIMIIb YacTUYHO. 3aBU-
cumocTb coctosiHusgs MOCA or aieKTpuuecKoi
AKTUBHOCTM ILIa3MaJleMMbl yIOOHO M3ydaTh Ha
ONMHOYHBIX KJeTkax Characeae, MOCKOJbKY OHU
COYeTAIOT BO30YAMMOCTh, TEYCHME IIUTOTLIA3MBI
U TIPOCTPAHCTBEHHO HEOMHOPOAHOE paclpene-
JieHue notokoB H™ u potocuHresa.

CriocoOHOCTh IJ1a3MajJieMMbl T€HEPUPOBATh
aKTUBHBIE TUIEPIONIPUZALUOHHBIE OTBETHl U3-
BecTHa yxe naBHo [17, 24], omHako cBs3bp 'O
C IPYTUMU KJIETOUYHBIMU MPOIIECCAMU U €TO BIIMSI-
Hue Ha PCA ocraBajuCh HEU3YUYEHHBIMU. MBI
OOHapyXMWIM, YTO BpeMs JocTuxeHus nuka 'O
MEHSETCSl MpU Iepexogax CBET—TeMHOTa Yy KJe-
TOK, B KOTOPBIX T€UEHWE LIMTOTIa3Mbl OCTaHOBJIE-
HO BCJIEJICTBME HApYIIEHNSI aKTUHOBOTO IIUTOCKE-
Jieta uurToxajasuHoMm D. BnusiHue ocBeleHus u
3aTeMHeHUs Ha ckopocTh pa3Butus 'O (puc. 2),
BEPOSITHO, OOYCJIOBJIEHO CABUIaMM COCTaBa IIUTO-
MJ1a3Mbl MPU 3aIycKe U OTKJIIOYEHUN CBETO3aBU-
CUMOI0 TpaHcHopTa uepe3d MeMOpaHHYIO 000-
JIOUKy xjoporuiactoB. Ilpoduyib MOpomoabHOTO
pacnpeneseHus: KOMIIOHEHTOB IIUTOIIa3Mbl, 00-
MEHHBAeMbIX 4yepe3 000JOYKY TUIACTUMI, TMO-BU-
IUMOMY, CTaHOBMUTCSI Oojiee HEpaBHOMEPHBIM B
OTCYTCTBME 1IMKJIO3a, TOCKOJIbKY MHTEHCHBHOE
TeYEeHUE IUTOIJIAa3Mbl CIJIAXXKMBAECT Teperajbl
KOHIICHTpAIlMX 3TUX KOMIIOHEHTOB. DTO TMpe-
CTaBJieHUEe OOBICHSIET OTCYTCTBHME 3aMETHOTO
BJIUSHUS OcBelleHus Ha pa3Butue 'O pu akTHUB-
HOM TEYEHUHM LMTOIUIa3Mbl, a TaKXke BbIPAXKEH-
HyI0 3aBUCUMOCTb ['O OT AeiicTBUs cBeTa mocje
OCTaHOBKH 1IUKJIO3A.

Ha wm3onvpoBaHHOlN Karjie ILUTOIIa3Mbl
paHee OTMeYald, 4YTO HapylleHUe aKTHUHOBOTO
LIMTOCKeJIeTa TMOJ JeicTBMEM LuToXaja3uHa B
ycTpaHsieT ocTpblii uk 'O, mpeanonoxurenb-
HO BBI3BAaHHBII AKTUBHOCTBIO BJIEKTPOTEHHOTO
Hacoca ([22] u ccbiiku B Heit). JleificTBUe LUTO-
xajazuHa D Ha uenble KIeTKU (puc.2) Takxke
CINIAXKMBAJIO THUK TUIEPHOSIPU3ALA U CTaIUIO
JeTosgpu3auu. ODTU HaOJIOAeHUsS TOBOPAT O
TOM, UYTO COCTOSIHME aKTUHOBOIO IIMTOCKeIeTa
peryaupyer MpOBOAMMOCTb KaHaIOB, y4acTBYIO-
mux B opmupoBanuu I'O. B nutepatype obcy-
K0T pa3Hble BapMaHThl B3aMMOAEMCTBUSI MOH-
HBIX KaHaJIOB C aKTUHOBBLIM LIMTOCKeaeToM [25],
KOTOpPBIE, BEPOSITHO, MPUMEHUMbI U K BIUSTHUIO

BYJIBIYEB u np.

KOPTHUKAJILHOTO aKTHHA Ha KaHaJIbl IIa3MaJleMMBbI
Chara. B ocHoBe uyBcTBUTEeNbHOCTH 'O K ocBe-
IIEHUIO KJIETKU MOTYT JIeXKaTh U3MEHEHMST COIEP-
kanug Ca?* u H'* B nuroriasMe, KOTOpbIE BbI-
3BaHbl (DOTOMHAYLIMPOBAHHBIMMU ITOTOKAMM 3THUX
MOHOB Yepe3 O000JIOYKY TUIACTUI U OKas3bIBalOT
MpsIMOE MJIM KOCBEHHOE BJIMSIHUE Ha aKTUBHOCTD
kaHanoB. [Tyt Bo3neiictBust Ca?>" u H* Ha nuto-
CKeJIET pacTUTEbHOM KJIETKM PAaCCMOTPEHBI B 00-
3ope Hepler [26].

OcHOBHOE BHMMaHWEe B paboTe yIeaeHo
pmusgHuio 'O Ha cocrostnue D CA, BBISIBIISIEMOE
no usMmeHeHusM F’ u F,’. 3aech BaXHO OTMe-
TUTb BO3MOXHbIe cBsI3U ['O ¢ pusmonornyeckm-
MU mpolieccamu KiaeTku. M3BecTHO, 4TO B OCBe-
meHHbIX Khnetkax Chara v Nitella 1UpKyIUpPyIOT
KPYroBble 3JIEKTPUMYECKME TOKM MEXIY YacTsIMU
KJIETKU, 00pa3yoMMU HapyXHbIE KUCIbIE U TIIe-
JIouHble 30HBI [27]. [ITOTHOCTH CBETO3aBUCUMOTIO
BXOOAILIETO TOKA B <«IICJOYHBIX 30HAX» KIIETOK
Chara coctapnset 20—60 MxA/cM? [28]. B Haweit
pabore I'O mnasmageMMbl BbI3bIBaAM MPOMYyCKa-
HUEM 3JIEKTPUUYECKOTO TOKa C MJIOTHOCThIO 30—
80 MKA/cM?. TakuM o0Opa3oM, MIOTHOCTU MHIY-
mupyommux 'O TokoB jnexaT B ¢dusMojoruye-
CKOM JMalla30He, a ONMCaHHbIe B3aMMOIEHCTBUS
MEXIy ITOBEPXHOCTHONH MeMOpaHOil M XJIOpO-
IUIacCTaMy MOTYT, B MPUHLIMIIE, IPOSBISATHCS MPU
noBbiieHn ypoBHs K* B cpeme. Ilpu momana-
HUM OCBEILEHHOUW KJIETKU B CPeny C MOBBILIEH-
HbIM comepxxaHuem K* (10—100 MM) Bxoasiuumii
TOK, BO3MOXHO, BBbI3bIBAET 3allIUTHOE CHUXKEHUE
K*-npoBoaumocTtu Onaromaps reHepauuu 'O, a
TakxKe OJIOKMPYET IpoBoaMMOCTh mist H (puc. 6),
yTOOBI UCKIIOUUTH padboTy H*-Hacoca B pexume
KOPOTKOTI'O 3aMbIKaHUSI.

lTunepronsgpuzallMOHHbIE CUTHAIbBI XapOBBIX
BOJOPOCJIeHl UMEIOT HEKOTOPBIE YEPTHI CXOACTBA C
TUTEPIIONSIPU3ALMOHHBIMY CUTHAJIAMU Y BBICILIMX
pacTeHMii, KOTOpbIe BO3HUKAIOT TIpU HarpeBe
JINCTA WIM €Tr0 TMOBPEXKIEHWU OTKPBITHIM IIjia-
MeHeM. B uyacTHOCTM, yMepeHHBIII HarpeB JHU-
CThEB IMIICHUIIBI BBI3BIBAJ T'pagyajbHYIO THIIEp-
nojisipu3anuio kjaetok Ha 10—20 MB B TeueHue
20 MUH, KOTopasli COMpOBOXAaJach BO3pacTaHU-
eM HedoToxumuueckoro tymeHus [29]. Pesynb-
TaThl, TOJydeHHble Ha KjeTtkax Chara, Toka-
3bIBAIOT, YTO AaKTUBHBIC THUIIEPIIOJISIPU3aLIMOH-
Hble OTBETHl OOJbIIOH aMmiuTyabl (~250 MB),
pa3BUBAIOIIMECS 32 CPAaBHUTEIBHO KOPOTKOE Bpe-
Msi (10—75¢), BbI3BIBAlOT 3aMETHOE BoO3pacTa-
HUe perynupyeMoil muccunauuu sHepruu B OCII
(puc. 7, @), a Takke CHMXEHUE KBAaHTOBOIO BbI-
xona peakuuu OCII u TopMOXeHHME JIMHEITHOTrO
MOTOKA 3JEKTPOHOB (puc. 7, 6).

OcoOnbiit uHTEpec K u3zydyeHuto BiausHusg 'O
Ha KJIETOYHBIE TTPOLIECCHI CBSI3aH C TEM, YTO OTPU-
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LIaTeJbHBI CABUT MEMOpPaHHOIO ITOTEHIIMalla B
nepuon paszputus 'O coszmaeT ABUXKYIILYIO CUITY
I nmoctymiaeHus: K B nuToruia3mMy yepes3 MeM-
OpaHy, obOsanmatouryio Bbicokoii K*-mpoBomumo-
ctbto. [Toatomy I'O MOXHO MCHONB30BaTh B Ka-
YecTBE WHCTPYMEHTa [Jis TOBBIIIEHUS YPOBHS
K* B nuTomiazmMe U u3y4eHus IOCJIENCTBUI BO3-
pactanust [ K*],. Ha coctossHue MCA.

B nanHO#l paboTe ucmonb3oBaiud CpaBHU-
TEJbHO [OJIUMe WHTEePBaJbl MEXIY TOKOBBIMU
nmiyiabcamMu (600 ¢), 4TOOBI He IPENSITCTBOBATH
BoccTaHoBieHUtO [K*],w pu mepexomax ot I'O
K COCTOSIHMIO TIoKOs. KieTku, mnomBeprHyThie
HeomHOoKpaTHOU reHepauun ['O B Xxome oIbITa,
COXpaHSJIM >XU3HECIIOCOOHOCTh Ha CJIeAYIOIINU
JIIeHb, a U3MepsieMble IapaMeTpbl — CKOPOCTh Te-
yeHus uutoruiasmel, adekTuBHblii KB OCII n
MOTEHIIMAJ TTOKOSI — OCTaBaJIMCh B Mpeeiax Hop-
Mbl. Kak mpaBuio, mepepacmnpeneieHue HOHOB
B cBsi3u ¢ reHepaunueid 'O He BbI3BIBAIO HEOO-
paTUMOTO ITIOBpEXAeHUs KIIeTKU. Bmecte ¢ TeM
reHepauus 'O nmpuBoauia K IJIUTEIbHON WHAK-
tuBaluu notokoB H*/OH-. B ¢usuonoruuec-
KMX YCIIOBUSX TpoBoaumocTh misg H/OH~ 3aBu-
cut ot ocpeuieHus. IToroku H*/OH-, BbI3BaH-
Hble TeHepauueid 'O, MposBASIMCh U Ha CBETY,
U, u3penkKa, B TeMHoTe. Bmecte ¢ TeM ocTaercs
HESICHBIM, 3aBUCST JIM IOTEHIIMATI-4YyBCTBUTEb-
Hble moToku H*/OH~ oT nokanuzauuu aHaau3u-
pyeMoro yyactka B (QOTOCMHTETUYECKU aKTUBHBIX
WJIM HEAaKTUBHBIX 00JIaCTsIX.

IMosbimienue [K*],,: camo 1o cebe sBiusieTcs
HeIoCTaTOYHbIM 111 BosaeiictBus Ha M®CA, Ho
OHO MOXET BJIMSITh HA MOHHBII COCTaB CTPOMBI PU
y4acTUU MEPEHOCUUKOB, JTOKAIM30BaHHBIX B 000-
JIouke Iuiactul. BHyTpeHHss1 MmemOpaHa 000J104-
ku comepxut K*/H*-antunoptepsr [13, 14, 30].
IIpu mnoBbiienun ypoBHS [K*],, TU TpaHC-
MopTephl JTOJKHBI IepeHocuTh K* B cTpomy
B 0OMeH Ha yaaieHue H' U3 cTpoMbl miaacTu,
npuueM akTuBHocTh KEAI1/2 coxpaHsieTcs u
B TemHoTe [31]. Ilosbimienue pH cTpombl, Kak
U3BECTHO, CTUMYJIUPYET peakuuu ¢dUKcaluuu
YIJIEKUCTOTBI, UTO MOXET CMECTUTh PEAOKC-CO-
CTOSTHME TUTACTOXMHOHA U aKlenTopa Qs B CTOpO-
HY OKMCJIEHUSI U MOHU3UTh (PaKTUUECKUIN BBIXOM
®n F’ (puc. 3). CornacHo mpearojaraeMoii cxe-
Me, 3aJepXaHHble u3MeHeHus1 F” u F,” B oTBer
Ha TUMNEPHOJSIpU3AlIMIO TIa3MaTUYECKO MeM-
OpaHbl o0ycnoBiaeHbl nHAYKUMeir K*/H"-ooMeHa
yepes3 000JI0UKY XJIOPOILIaCTOB.

Bwmecte ¢ TeM runepnoyisipusyionme uMIyab-
Chbl 2JIEKTPUUYECKOrO TOKa IMOTEHIUAJIbHO MOTYT
BJIUATbL HA BOAHBII OallaHC KJIETKU U XJIOPO-
miactoB. Ecinum mnpocBer K*-kaHanoB miasma-
JIeMMbl HeceT (PUKCHPOBaHHbBIE OTpPUIIATEJIbHbIE
3apsiibl, HEJb3sl WCKIYaTh 2JIEKTPOOCMOTHYE-
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CKOTO TTOCTYIUIEHUS BOIBI B LIMTOILIA3MYy KJIETKU
U COIIyTCTBYIOIIETO HaOyXaHUs XJIOPOILJIACTOB.
PacnipeneneHue rpaHaabHO CUCTEMBI B 0OJIbIIIEM
o0beMe, BO3MOXKHO, JIEXKUT B OCHOBE OBICTPOTO
Bo3pactanust I’ B kjetkax N. translucens, oTiav-
YaIINXCS MOBBIIIEHHBIM OTHOILIEHWEM ILIOIIA-
I TIOBepXHOCTU K o0beMy (S/V). Kpome Toro,
noctyrmieHue K B cTpoMy 1iactua B oOMeH Ha
BeIxon H™ MoXeT Takke CONMpOBOXIATHCS OCMO-
THMYECKOH peryisiueil oO0beMa XJIOpPOILIaCTOB.
Yyer Bcex CONyTCTBYIOIIMX (haKTOPOB Oymer
CIOCOOCTBOBAThH OoJiee IIyOOKOMY ITOHMMAaHMUIO
MEXAaHWU3MOB BIIMSIHUSI 3JIEKTPUUYECKUX ITpOIeC-
COB IIJIa3MajJieMMBl Ha COCTOSIHME U aKTUBHOCTH
XJIOPOTLJIACTOB.

Tuneprnonsipuzanysi co3naer ABMXYIILYIO CUITY
He ToJbKo s Bxoma K*, HO m s mocTtyruie-
Husg H* B muromnnasMy. BausHue caiBUTOB MeM-
OpaHHOro moTeHuMana Ha pH uwmTO30Js Mpen-
CTaBJISUIOCh BEPOSITHBIM, ITOCKOJIbKY ILIa3Ma-
nemMma Chara conepXWT IacCHUBHBIE ITyTH, MpPO-
Bonmsue H mnu OH- [5, 27]. Panee kputepuem
cymiectBoBanusg H*/OH--npoBommMocTy I1uias-
MaJIeMMbI CIY>XKMJIO 0Opa3oBaHUE Y3KUX IIEI0Y-
HBbIX 30H Ha TOBEPXHOCTU KJIETOK MPU HU3KOM
conepxxaHuu K* B HapyxXHOI cpene M SIpKOM
OCBEILEHUHU, T.€. B YCIOBUSIX LIUMPKYISILUU KPY-
TOBBIX 92JIEKTPUUYECKUX TOKOB M HU3KOH K*-
npoBoauMOCTU. B naHHOII paboTe moOKa3aHbI
notoku HY, BbI3bIBacMble TUIIepIIOIsIpU3aLdeit
npu Bbicokoii K*-mpoBoauMocTH Iia3zMaaeMMbl
(puc. 61 7).

PesynbraThl, mpeactaBieHHbIE Ha puc. 6 u 7,
BBISIBJISIIOT ABa MPUHLMITMAIbHO Pa3IMYHbIX TUIA
u3MeHeHuil pH, Tmocie BBIKIIOYEHUS BXOMASI-
1ero Toka. MrHoBeHHasi CMeHa 3Haka U3MeHe-
HUuil Ha nuke pH Ha puc. 7 u npogoKawoiieecs
HapacTaHue pH 1ocie 3aBeplueHUsT MMITyJbca
TOKa Ha pucC. 6 TOBOPSIT O TOM, YTO BbI3BaHHbIE
runepriojisipusauneii n3mMeHeHus: pH Bkioua-
0T CTaJuu, MUMEIoIIe pa3Hoe MPOUCXOXICHUE.
Caourun pH, MeHsolMe HarpaBieHUe TOCie
CMElLIeHWsT MeMOpaHHOIro MOTEHLMala K HyJle-
BbIM 3HA4YEHUSIM, ITO-BUIUMOMY, OTpaxKaloT I10-
TeHUMal-3aBUCUMBI nepeHoc H™ (unu OH™) mo
MPOBOIAIIMM TYTSIM TIazMajieMMbl. B oTauuue
oT 3TOro, u3MeHeHus pH, mpomoskaronuecs c
MOUTHU TIPEXHEH CKOPOCTBhIO IOCe YCTpaHEHUS
NBIKYIIEH cvitbl (puc. 6), TOBOPST 00 MHOM Mpu-
poze MOCT-TUIEPIIOIIpru3aluoHHOro capura pH.
Takoe Hapactanue pH uMeeT 4epThl CXOICTBa
¢ oOpa3oBaHHWEM JIOKAJbHOI IIEJIOYHOM 30HBI
B oOylactTu MuKpoykona kjieTtku Chara mochne
JateHTHoro mepuona ~ 30 c [32]. Ilapannens-
Hble M3MEPEHMS JOKAJIbHBIX cIBUTOB pH 1 KoH-
neHtpauuu O, B 00JaCTU MUKPOITOBPEXICHUS
KJIETKM B KOHTpPOJIe W TpU AEHCTBUU MHIUOU-
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TOPOB yKa3blBaJIM Ha TO, 4TO Bo3pacrtaHue pH,
COIIPOBOXIAeMOE PE3KUM TajgeHueM YpoBHS O,
OOYCJIOBJICHO TEPEHOCOM 3JIEKTPOHOB 4Yepes
mia3MaiemMMmy or NADPH na O, u nocnenyio-
muM notpebseHueM H* B peakuuym BOCCTaHOB-
nenus O3 no H,O, [33]. C yueToM 3TUX CBeAeHUI
MOXHO caejaTh BBIBOA, YTO B 3allelauydBaHUU
Cpenbl MpU TUNEPHOJSIPU3ALIUMM ILIa3MajeMMbl
MOTYT y4acTBOBaTh pa3Hble MEXaHWU3MbI: TPaHC-
MeMOpaHHbIl nepeHoc H* mon BausiHUEM 3JeK-
TPOXMMUYECKOrO I'pajueHTa MPOTOHOB, a TaKXe
KOMOMHMPOBAHHBIA MEXaHMU3M, BKIIOYAIOIIUI
OMOXMMHUYECKUEe CTaiuM, HEYYBCTBUTEIbHBIE K
TpaHcMeMOpaHHOMY rpaaueHty H™.

WHTepecHO oTMeTUTh, uTo caBuru pH, Bo3-
HUKaJIM JIMIIb B OTBET Ha NeEpBbIi (pexe, U Ha
BTOPOI) MMMYJIbC TOKa, TOrAa KakK IOCJenylo-
IIME CTUMYJIBI IPAaKTUYECKU HE OKa3bIBaIU BIIUSI-
Hus Ha pH,. ITockonbky BaussHue I'O Ha mapa-
MeTphl (piryopecueHuun F’ u F,,” IposiBIsUIOCH B
OTBET Ha MPUJIOXEHUE HE TOJbKO MEPBOro, HO U
MOCJIEAYIOIIUX 3JEKTPOCTUMYIOB, MOXHO Ipen-
rnoJjiarath, 4To MOTOKM H™, BbI3bIBacMble THUIIEpP-
noJisipu3alueil, He urpaid KpUTUUYECKOH posu
B Mepefaye CUrHajiza oT ruia3MalieMMbl K XJIOPO-
IUIacTaM B YCJIOBMSIX HEOIHOKPATHOTO IPUIOXE-
HUS cTUMyJja. BMecTe ¢ TeM, yuuThiBass BO3MOX-
Hble caBuru pH muToriazmel npu passutuu 'O,
MpeNCTaBlIsIeTC BaXHBIM B JajbHEUIIEM BHU-
MaTeIbHO MCCJIeNOBaTh UX POJb B INEpPecTpoOii-
kax OCA.

Ilepexonnuwvie cmenieHus F,,’, BbI3bIBacMble
I'O, cxomHbBI B HEKOTOPBIX YyepTax ¢ U3MEHEHUS -
MU F,’, BO3HMKAOIIMMM Tocjie reHepauuu T[]
MpU YMEPEHHON WHTEHCUBHOCTU OCBEIEHUS.
M3BecTHO, 4YTO TUMEpPIOAIpU3alMsI MOXET ak-
tuBupoBath Ca?'-mpoBomsiine KaHaiabl [34],
OTKpbIBasi MyTh i noctyrmieHuss Ca?" B LuTo-
wia3my. CorjacHO OOHOW M3 TUIIOTE3, CTaaus
nenossipusanuu rociae nuka 'O B kamje 1uTo-
IJIa3MbI XapOBBIX BOAOPOCIIeil aHaTorndyHa (poH-
Ty HOTEHLMajda NeHCTBUSI MHTAKTHBIX KJIETOK U
CBsI3aHa C TIOBBIIEHUEM KOHILICHTPALMM LIUTO-
miasMatuyeckoro Ca?t [22]. B mpumeHeHMU K
MHTAKTHBIM KJIETKaM 32Ta TUIIOTe3a HE BIIOJIHE
yOenuTeabHa, IOCKOJIbKY TEUYEHUE IUTOILIa3Mbl
He mpekpainaercsd Ha nuke 'O, XOTd CKOpoOCTb
LIMKJI03a KpaiiHe 4YYBCTBUTEJIbHA K IIOBBILIE-
nuto [Ca?"] B uuromiasme [35]. O perymsauun F’
u F,” npu ydgactum ApH TuiakomgoB TroBOpUT
TOoT (pakT, yTo BiusHUe 'O Ha 3TU MapaMeTphl
MPOSIBISUIOCHh TOJBKO B OCBEILIEHHBIX KJIETKax U
rUcye3ajgo B TEMHOTE BMECTE C MpeKpalleHueM
(OTOCMHTETUYECKOTO TpPaAHCIIOpPTa 3JIEKTPOHOB
(puc. 3 u 5).

BYJIBIYEB u np.

CyuiecTBoBaHUW€e JUIMTEJBHOTO Jiar-mepuo-
na, mnpenuiectByoliero ['O-uHAYUMPOBAHHBIM
n3MeHeHusM F’ u F,,’, oTpaxaeT MHOroctamuii-
HOe IIpeoOpa3oBaHUE 2JIEKTPUUECKOTO CHUTHaja
IUIa3MajieMMbl 10 OTKJIMKa (hJIyopeCcLeHIIUU B
MeMOpaHax TuiakounoB. IIpenrosaraembie mpo-
MEXYTOUHbIE CTaAuM BKJIOYAOT CABUT [K*|yr,
oomMen K*/H*' uepe3 000J04Ky XJIOpoILIacTa,
MOIYJISLIMI0O aKTUBHOCTU CTPOMAJIbHBIX (DepMeH-
TOB U BausHue pH Ha TpaHCHOPT 371€KTPOHOB
U TylueHue QIyopeclieHIIMY B aHTEHHE.

TakuM oOpa3zoMm, B pabOTEe BBISIBJIEHBI HO-
Bble B3aMMOIEUCTBMUS MEXIYy IJIa3MaTUUECKOM
MeMOpaHO M XJIOpOIUIaCTaMM, KOTOpPbIE OTIO-
CpeloBaHbl MOTOKAMU MOHOB B OTBET Ha BJIeK-
TPUUYECKUE CUTHAJbI KJIeTKU. PesynabraThl moka-
3bIBAIOT, UTO TUIEPIOJSIpU3AIMS TIJIa3MaJeMMbI
B COCTOSIHUM C BbICOKOI K'-mpoBoammocThio
MPUBOIMUT K 3aMETHBIM M3MEHEHUsSM diyopec-
HeHuuu xjopodunna F' u F,’. DTH n3MeHeHUs
YKa3blBalOT Ha CYILIECTBOBAHMUE PETYISITOPHBIX
CBsI3eif, KOTOpbIE OTIMNYAIOTCS OT paHee oOHapy-
JKEHHOT'O MYTH, CBSI3aHHOTO C TeHepallueil MoTeH-
1uajga neicTBusi. DKCIepUMEHTaJlbHble HaOI0-
JIEHUsI COIJIACyIOTCSI C MPEACTaBICHUEM O TOM,
yro K*/H*-o0mMeH Ha BHyTpeHHelli MeMOpaHe
000JIOUKM OKa3bIBaeT PEryIsaTOpHOE HeiCTBUE
HE TOJIbKO B JOJTOBPEMEHHBIX OIbITAX (HApPH-
Mep, INPHU BbIpAIlIMBAHUM PACTEHUI B YCIOBUSIX
3aCOJIEHUST), HO M TPU OTHOCUTEIbHO KOPOTKMX
BozneicTBusx. s Oojee ITyOOKOTO IOHUMAa-
HUS BBISIBJIEHHBIX BHYTPUKJICTOYHBIX B3aUMO/IE -
CTBUII M MEXaHU3MOB BIMSHMS 3JEKTPUIYECKUX
MPOILIECCOB TJIa3MajJeMMbl Ha COCTOSIHUE U aKTHUB-
HOCTb XJIOPOILIACTOB HEOOXOAMMBI HajbHEHINe
HCClIe0BaHUS.

Bxkaan aBropoB. A.A. bynblueB — o01IMi TUTaH
paboT, poBeeHNE OINBITOB U HAMMMCAHUE CTaThU;
C.10. lanury3oB — BBINOJHEHUE DKCTIEPUMEH-
TOB M oOpaboTKa pe3ynbraToB; A.B. AnoBa — 00-
CYXXJIEHUE PEe3yJbTaTOB U PYKOBOACTBO pabOTOI
o npoekty POOU.

®unancuposanne. Pabora BbIMosHEHA NpPU
(uHaHcoBoil mnomaepxke Poccuiickoro ¢GoH-
na (QGyHIaMEHTAJIbHBIX MCCIEeNOBaHUi (IpaHT
Ne 20-54-12015), a Takke B paMKax Hay4HO-
ro MpoeKTa TocydapCTBeHHOro 3amaHus MIY
Ne 121032500058-7.

KondaukT uHTEepecoB. ABTOpHI 3asBISIIOT 00
OTCYTCTBUY KOH(JIMKTA MUHTEPECOB.

CooOmonenne sTmyeckux Hopm. Hactosinas
CTaThsl HE CONEPKUT KaKUX-TU0O0 UCCIeTOBAHUIM C
y4acTUEM JIIOJIeH 1 XKMBOTHBIX B KaueCTBE 00BbEK-
TOB UCCJIEOBaHUSI.
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ELECTRICAL SIGNALS OF THE PLASMA MEMBRANE
AND THEIR EFFECT ON CHLOROPHYLL FLUORESCENCE
IN Chara CHLOROPLASTS in vivo

A. A. Bulychev*, S. Yu. Shapiguzov, and A. V. Alova

Faculty of Biology, Lomonosov Moscow State University,
119234 Moscow, Russia; e-mail: bulychev@biophys.msu.ru

Action potentials of plant cells are involved in regulation of many cell processes, such as photosynthesis
and cytoplasmic streaming. Excitable cells of characean algae submerged in media with elevated K* con-
tent are able to generate hyperpolarizing electrical responses. This active response of plasma membrane
arises upon the passage of inward electric current comparable in extent to natural currents circulating in
illuminated Chara internodes. It remains currently unknown whether the hyperpolarizing electrical signals
in Chara affect the photosynthetic activity. Here we show that the negative shift of cell membrane poten-
tial, which causes the K* influx into the cytoplasm, is accompanied by a delayed decrease in the effective
chlorophyll fluorescence yield (F”) and maximal yield (F") under low background light (12.5 umol m=2s71).
The transient changes in F” and F” were evident under illumination only, which indicates their close re-
lation to photosynthetic energy conversion in chloroplasts. The passage of inward current caused an in-
crease in pH at the cell surface (pH,), which reflects a high H*/OH~ conductance of the plasmalemma and
points to the decrease in cytoplasmic pH due to H* entry into the cell. The shifts in pH, arising in response
to the first hyperpolarizing pulse disappeared upon repeated stimulations, thus indicating the long-term
inactivation of plasmalemmal H*/OH~ conductance. Despite the suppression of plasmalemmal H* flux-
es, the hyperpolarizing responses and the analyzed chlorophyll fluorescence changes did not disappear.
The results indicate the participation of K* flows between the outer medium, cytoplasm, and stroma in
chloroplast functional changes that are reflected by the dynamics of F”and F.".

Keywords: Chara, electrical signals, hyperpolarization, plasma membrane K*-conductance, chlorophyll fluorescence
changes, H* transport, plasmalemma—chloroplast interactions
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