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IIna3maneMma ocBellleHHbIX KiIeToK Characeae comep:XKUT Yepeaylolmecs y4acTKA ¢ aKTUBHOCTBIO
H"-nacoca 1 061acTi ¢ BEICOKOM TTpoBoaruMocThio 1t H/OH~, KoTophle TIPOITyCKaloT BCTPEYHO Ha-
rpaBjeHHble ToToku HY Mexay cpenoit n nurorasmoii. B 3onax ortoka H* u3 cpensl B kitetky, pH
Ha niosepxHocTu (pH,) Bo3pacraert, a pH nuroruasmel (pH, ), HanpoTus, cHuxaercsa. Hexatka npo-
HUKAIOIIEeTO cy6CTpaTa ¢dorocunresa (CO,) u Kuciblii capur pH, B 061acT Hapy>KHBIX HIETOYHBIX
30H CIIOCOOCTBYIOT MEPEKIIOUEHUIO TIepeHOoca 3JIEKTPOHOB B xJioporuiactax ¢ CO,-3aBUCMMOTO MyTU
Ha BoccTaHoBiieHUE O,, 4TO CONpPsIKEHO ¢ NoBbllieHHneM ApH B Tuinakounax u ycuiaeHueM HeOTOXHU-
muyeckoro TyueHus (NPQ) Bo30ykaeHHBIX cOCTOSTHUN xiopodusuia. Bausaue pH Ha myTtu nepeHo-
ca 3JIEKTPOHOB JIEXXUT B OCHOBE COMNIACOBAHHOIO HEOJHOPOIHOTO pacnpeneneHust pH, 1 akTuBHOCTU
doTocuHTe3a y Ki1eToK B nokoe. I1pu reHepanuu noreHunana aeiictsus (I1J1) mpomonbHbIi mpoduib
pH, BpeMeHHO criaxuBaercs, a pacnpeneneHue NPQ u aktusHoctu D CII ctaHOBUTCS pe3KO HEONI -
HopomHbIM. CripsIMJICHUE npod;n/mﬂ pH, obycnosneHo nonasnenreM H*-Hacoca 1 maccuBHOR H*/
OH-npoBoaMMOCTH ILIa3MaJIeMMBI IO BAUsSAHUeM noutu 100-KpaTHOro Bo3pactaHust yposHs Ca*

B LIMTOIIa3Me ([Ca2+]u) Bo Bpems [1]1. [Toseimenne [Ca? ], ctumynupyet oroBoccTaHoBIeHNE O,
B XJIOPOILIACTAX MO BHEITHUMH IIEJIOYHBIMHA 30HAMHU M B TO XK€ BpeMsI OCTaHABJIMBACT TCUCHUE ITUTO-
IJ1a3Mbl, UTO BBI3bIBaeT HakomieHue n3bdbiTka H,O, B LuTOIIIa3Me B yyacTKax MHTEHCUBHOM POAYK-
LMY 3TOTO METAbOIUTA MPU €C1a0OM BIMSIHUM Ha 30HbI accuMuisiiiy CO,. DTH U3MEHEHMS! yCUIIMBAIOT
HEOTHOPOITHOE pacmpeneiacHre (OTOCHMHTE3a W BBI3BIBAIOT IUINTEIbHBIC KOJAeOaHMsT (DIIyopecIeHIINT
xjopoduiia F,' 1 KBaHTOBOM 3(PPEKTUBHOCTH JIMHEHHOTO MOTOKA JIEKTPOHOB HA MUKPOYYaCTKax
KJIeTKM Ttocyie reHepanuu T1]1.

Kmouessie cioBa: Characeae, moTeHUMAaJ AeHCTBUS, TPAHCIIOPT MPOTOHOB, OCUWUISALIUY (PIyopecleH-
MU XJIopo(pmiuIa, TeUeHWEe [IUTOIIa3Mbl, JaJIbBHUM TPaHCIIOPT
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BBEIAEHHWE

B 2024 r. ucnnonnsiercst 40 net xxypHany «buonoru-
yecKkue MeMOpaHbl». B TemMaTuke XXypHalia 3aMeTHOe
MECTO 3aHUMalOT MeEMOpaHbl paCTUTEIbHON KIeTKHU
U XJIOpOoILIacToB. B ero BhITycKax HaIlLJIY OCBELIEHUE
TaKMe TeMbl, KaK BIIMSIHUE DJIEKTPUUYECKOTO MOTEH-
11aja TUJIaKOUIOB Ha (hIyopeCceHIINIO XJIOpOohUI-
na [1], moBpexeHue XJI0POIIacTOB 3JEKTPUIESCKIM
noJjem [2], cBeT03aBUCUMBIiA MEMOpPAHHBIN TPAHCITOPT
pEIOKC-aKTUBHBIX KATUOHOB [3], (pOTOTOKM TUIAKO-
WIHBIX MeMOpaH [4], TpUrrepHoe NPOHUKHOBEHUE
B KJIETKM KAaTUOHHOTO TIPOOKCUAAHTA [S], BIUSIHUE

BO30YAMMOCTHU Y T€YEHUSI LUTOILJIa3Mbl HA TPAHCHOPT
H™* u dorocuntes [6, 7]. Bonopociu Chara, 6iuskue
POICTBEHHMKM BBICIIUX paCTeHUH, IPEACTaBIISIOT
yIOOHBII U UHTEPECHbI OOBEKT AJIS1 U3YyYeHUsI MyTei
BHYTPUKJIETOYHOM perysuuu.

Knetku Mexmoy3iamnii XapoBbIX BOTOPOCEi JOCTU -
TaloT AJIMHBI 2> 10 CM M coYeTaroT TaKue HeopArHapHbIe
CBOICTBA, KaK BO30YIMMOCTb, BOSHUKHOBEHHE IIPOCTPAH-
CTBEHHBIX CTPYKTYP, OBICTPOE POTALIMOHHOE TeUeHUE
LITOILIA3MBI, a TAKXKE N3MEHEHMSI IIPOBOIMMOCTH KIIe-
TOYHOM MeMOpaHbI IPU TMIIepHosapu3almu. Bo3oynu-
MOCTb IPOSIBIISIETCS] B KOPOTKOIA (2—5 €) nenoisipu3aluu
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IJIa3MajIeMMBbI B OTBET Ha MEXaHUIECKIE, XUMUIESCKIE
U apyruve cTuMyibl. Ha mpakTuike moTeHiman aeiicTBus
(I1H) BBI3BIBAIOT MPOITyCKAHUEM JIETIOISIPUIYIOLIE-
ro nuMIysbea Toka (200 mc, 10 MkA/cm?). CKOpocThb
pacapoctpanenus 111 coctasnster ~1 cMm/c, 4TO 00€-
creyrBaeT Hanbosiee OBICTPYIO IIepenavyy CUTHAJIOB
B r'MraHTCKMX KiieTkax Characeae.

B OonbLIMHCTBE pacTUTENBHbBIX KJIETOK C pa3MepamMu
1o 100 MKM cMeIlBaHMe peareHTOB ¥ CUTHAJIBHEIC B3a-
MMOIEHCTBUS TIPOMCXOOAT 3a cueT quddy3nn. OgHako
I Py3nOHHBIN TpaHCIIOPT KpaitHe Hea(heKTUBEH Ha
OOJBIINX pacCTOSTHUSIX. B ciydae omHoMepHOI and dy-
31U CpeNHEKBAIPAaTUYHOE CMEILIEHNE MOJEKY (X) OT
HavaJIbHOM KOOPAMHATEI CBSI3aHO CO BpEMEHEM IIepe-
Hoca f cooTHoIeHneM x> = 2D, tne D — koabduimeHT
nuddy3un. 1o o3HavaeT, 4YTo Auddy3rss HU3KOMOJIe-
KyJIIpHbIX BentecTs (D = 1075 cM?/c) Ha paccTosgHuE 5
CM B IIpenenax KJISTKH IOTPeOyeT OKOJIO ABYX HEleb.
DIeKTpuIecKoe BO30YXKIeHUE IIPEOI0JIeeT TaKOe XKe
pacCTOsSTHME BCETO 3a 5 ¢, BbI3bIBask 3KCTPEHHYIO pe-
aKIIMIO Ha CTPECCOBOE BO3MEICTBHE.

Y XxapOBBIX BOTOPOCJIEH B IOKOE€ OCHOBHYIO POJIb
B MHTETpallMy MeTaboIM3Ma 1 TajlbHeil CUTHaIU3a-
LIUY UTPpaeT KPyroBoe TeYeHNe LIUTOTUIa3MBbl (IIUKII03)
co ckopocTbio 10 100 Mxm/c pu 25°C [8, 9]. IToTok
LIUTOILIa3Mbl TPOXOIUT BHYTPUKIIETOYHOE PACCTOSI -
HHE JUIMHOM B 5 ¢M 3a BpeMsI ~ 10 MIH, 9TO BEPOSITHO
IOCTATOYHO [IJIsI CBOEBPEMEHHOI peaKIIMKU KISTKHU
Ha MeJIEeHHO MeHsolleecs oKpyxeHue. TeueHue
OMBIBAET CJIOM TIJTOTHO YITaKOBAaHHBIX XJIOPOTLIACTOB
(XIT) ¢ ero BHYTpEHHEI CTOPOHBI, TII¢ K XJIOpOoIiacTaM
KpersaTcs akTuHOBBIe mmmaMmeHTsI [10, 11]. ITo atim
TsKaM 3a cueT ruaponusa ATP nBmKyTcs MOJIEKYITBI
MHO31Ha, Harpy>XeHHbIe Be3UKylaMu. JIBUKeHue
OpraHeJJ1 BMECTE C MPUMBIKAIOIIUMHU CIAOSIMU BOIbI
co37aeT MOTOK, KOTOPhIi oberdyaeT oOMeH MeTabo-
JIMTOB MeXIy XIT ¥ InTo30JIeM. CKOPOCTb TeUCHUSI
MaKCHMaJjibHa B ME€CTE MPUJIOXKEHMS IBYKYIIEH CUIIBI,
T.€. Ha TPaHMUIIE C HETTOABMXKHBIMU XJIOPOILJIaCTaMU,
Y CHUXKAETCS B HAIPaBJIEHUU K OCHU KJIETKU.

AKTHBHOE T€YEHUE LIUTOILIA3MBbI SIBJISIETCSI HEOOXO-
JUMBIM YCJIOBUEM BO3ZHUKHOBEHMSI IIPOCTPAHCTBEH -
HBIX CTPYKTYp. Haxonsick Ha CBETY, KJIIETKU MEX10-
y3JIMii (POPMUPYIOT HA TIOBEPXHOCTU YePEaYIOLINECS
30HBI C HU3KMMH U BBICOKMMU 3HaueHus MU pH (~6.5
n 10) [12, 13]. DT 1aOUIBbHBIE CTPYKTYPHI CBSI3aHBI
C MPOTEeKaHWEM KPYTOBBIX 2JIEKTPUUECKUX TOKOB. PoJib
reHepaTopa Toka BeiroHsaeT ATP-3aBucumbnii H -Ha-
COC IJTa3MaJIeMMBbl, JIOKAJIM30BaHHbII B KUCIBIX 30HAX,
a Harpy3Koi1 CIIyKaT y4aCTKN MeMOpPaHBI B IIEIIOYHBIX
30HaX, 00JIaaroNnIMe BLICOKOI IMMacCUBHOM MTPOBOIM -
MocThio it HY mian nx sKBUBajeHTOB — aHUOHOB
OH™ [14]. ITnoTHOCTb KPYTrOBbIX TOKOB B 00JIaCTU
LIEJIOYHBIX 30H JOoCcTUTaeT 60 MKA/CM?; B KUCIIBIX

BYJIBIYEB, KPYITEHMHA

30HaX OHA 3aMETHO MEHBIIIE, YTO CBSI3aHO C OOJIbIIIEH
TUIOIIAAbBI0 3TUX 30H [12]. OTTOK NPOTOHOB U3 Cpe-
ITBI BBI3BIBAET 1IeI0UHOM caBur pH Ha moBepxHOCTH
kietku (pH,); mpu atom mocryruienre H B kietky
cmeaeT pH nuronnasmel (pH,) B Kuciyio cropo-
Hy [15, 16]. AHaoruyHo 3tomy, BeiBeneHue H' us
LIMTOIUIA3MBI CO3AAeT KMCJIbIE 30HBI B IPWIETAIOIINX
CJIOSIX HapY>KHOM cpemsbl (B aloIiacTe), HO CIBUTACT
pH,, B cTopoHy 11e104HBIX 3HAUeHUiA. Yepenytommecs
cnBury pH Ha MOBEPXHOCTU KJIETKU U B IIUTOILIa3Me
JIexXaT B OCHOBE HEOMHOPOIHOTO pacipeaeeHus ak-
TUBHOCTHU (POTOCHUHTE3A 110 JJIMHE KJIETKHU.

HepasnomMepHoe pacrnpenenenue pH u ¢porocun-
Te3a, a TAaKXKe BO30YANMOCTh U TeUEHHUE [IUTOILIA3MbI
TECHO CBSI3aHBI MEXIy CO00Ii M OKa3bIBAIOT CYIIIE-
CTBEHHOE BIIMSTHUE Ha IPYTUe KJIETOUHBIE IPOLIECCHI,
BKJIIOYAsl TaJIbHUI TPAHCITOPT, 3aIUTY OT N30BITOYHO-
IO OCBEIIEHHS 1 OTBETHBIE PEAKIIMU Ha MEXaHUYECKUE
noBpexneHus1. B naHHOM 0630pe Ha MpUMepe KJIETOK
XapOBBIX BOIOPOCIEil paCCMOTPEHO CONPSKEHHOE
BJIMSIHUE DJICKTPUYECKNX, MOHHBIX U MeTa0oIIe-
CKMX CUTHAJIOB Ha HEpaBHOMEPHOE pacIIpeaeicHIe
pH 1 poTocuHTe3a B KJIeTKaX 3eJICHBIX paCTeHUI
U TIpeUIoKeHa pabodast TUIoTe3a IS OObSICHEHUS
3TUX CBA3EMN.

30HAJIBHOE PACITPEJEJIEHUWE pH, 1 ETO
OBPATUMOE CITTAJKNBAHUE ITOCJIE
BO3BYXKAEHWA KIIETKHA

ITpodunu pH, usmMepsieMble CKAaHUPYIOLIUM
pH-MMKpO371€KTPOIOM Ha OCBEILIEHHOM MEXIOY3TUN
nnuHoit 50 MM (puc. la, kpussle I, 4), conep:xat 10
LIECTH 1LIEJTOYHBIX MOJIOC CO 3HaYeHussMu pH, okono
10.0, xoTopsle yepenyroTcs ¢ KUCabIMU 30Hamu (pH
6.2—6.5). B MOOABIX MEXIOY3IUIX 30HBI C HU3KUMU
1 BbIcOKUMHU pH  HE nMeroT BUaMMBIX OTImumii. On-
HaKO 3peJible Y CTapelolIe KJIETKU YacTO BBITJISIIST
MoJjiocaThIMU. B 3TUX KJIeTKax 3eJieHble HeKaJbLIMHU -
pOBaHHbBIE 001ACTU YEPEAYIOTCS C 30HAMU OCAKACHUS
KpUCTaJUIoB, NIaBHBIM 00pazom CaCO;, KOTOpbIE
MIPUOAIOT IIEJI0YHBIM 30HaM Oenecyro okpacky. He-
onHOponHbIH mpodwins pH dopMmupyeTcs TonbKO Ha
CBETY, Mcue3aeT 3a BpeMs ~20 MUH IToclie IiepeHoca
KJIETOK B TEMHOTY, a TAK>Ke CIPSIMIIIETCSI Ha CBETY IIpHU
noxaBJieHUU (pOTOCUHTE3a TMypoHOM. bpedennun
A (B®A) — MHrMOUTOP BHYTPUKIIETOUHOI'O BE3UKYJISIP-
HOT'0O TPaHCIIOPTa — OKa3bIBaeT CHJIPHOE TONABJISIONIEE
JIeCTBHE Ha IIEJIOYHBIC 30HBI OCBEIICHHBIX KIIETOK
[17]: Bennunna pH  cHuxkaercsa ot 9.5—10.0 Ha 2—2.5
en. B TeueHre 10 MMH Iocyie 1006aBIeHUs] 3TOro arcHTa
(puc. 16). Ha upiHemHuii neHbr BDA sasnseTcs Hau-
0oJiee CUJIBHBIM M3BECTHBIM MHTUOUTOPOM, NEMCTBUE
KOTOPOTI'O He CBSI3aHO C ITOIaBIeHNEM (POTOCUHTETHYE-
CKOTO TI0TOKa 371eKTpOoHOB. [1o-BranMoMy, Ipoliecchl
BUOJIOTUYECKMUE MEMBPAHBI Ne 5-6
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Puc. 1. Ceero3aBucumsblii mpodwis pH B mpumembpaH-
HBIX ciosx cpeasl (pH,) o ainHe MHTEpHOLAIBHOMI
kinetku Chara U 9yBCTBUTEIBHOCTb HApYKHBIX IIET0U-
HBIX 30H K BO30YXIEHUIO TUIa3MaIeMMbI 1 UIHTUOUTOPY
BHYTPUKJIETOYHOI'O BE3UKYJISIPHOTO TpaHCIOpTa Gpe-
dennuny A. a — IIpodunn pH, B nokoe (cruromrHas
kpuBas [), a Takxke yepe3 2, 9 u 45 MuH nocie reHepa-
umu 11 (kpuBbie 2—4 COOTBETCTBEHHO). 6 — CHIXEHUE
pH, B 1€JI0YHOI 30HE OCBELLEHHO KJIETKH MTOCIIE 3a-
MEHBI KCKYCCTBEHHOI IIPYIOBO BOABI HA AHAJIOTMYHBIIA
pactBop ¢ nobapnaeHreM 70 MkM opedennuna A (BFA);
UHTEHCUBHOCTD CBETA — 25 MKMOJIb/(M? C).

9HJIO- U DK301IMTO3a, MoAaBIsieMble OpederguHoM
A, HeoOXoAUMBI AJ1s1 MOAAEPXKAaHUS TPAHCHOPTHBIX
CHCTEM, YIACTBYIOIINX B TpaHCMEMOPaHHOM IepeHOCce
npoTtoHoB. KpoMe Toro, HeogHOpoaHbIi Mpoduias pH
BpPEMEHHO McYe3aeT I0CIe TeHepaluy OMUHOYHOTO
3JEKTPUUECKOro UMMYJbCca Ha miaazMaieMme [18]
(puc. la, xpussie 1—3).

IMorenuwman geiicteusa (I1) B KJieTKax xapo-
BBIX BOJOPOCJIE U IPYTHUX 3eJIEHBIX PACTEHUI ObLT
MpeaMeTOM MHOTOYMCIEHHBIX paboT 1 0030poB [11,
19—22]. bonee 40 net Hazam MeTOAOM (bUKCALIUU
HanpsDKeHUS Ha KJleTKax Mexxnoysiauii Nitellopsis
OBLIO TTIOKA3aHO, YTO AeTIOISIPU3aIIAs MeMOpaHbl Ha
dponre T1]T o6ycnosnaeHa nocryruieHueM Ca’* o
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IMOTEeHIIMAI-3aBUCUMBIM HECEIeKTUBHBIM KaTHOHHBIM
KaHajlaM U3 Cpelbl B IIUTOILUIa3My, KOTOPOE MOXKET J10-
NoJNHATbCA MoTokoM Ca’" M3 BaKyoIu B LIMTOILIA3MY
[23]. YcTaHOBIEHO TaKXKe, YTO MOBBILIEHNE YPOBHS
Ca’' B uuroruiazme ([Ca”]u) aktuBupyet Boixon Cl~
13 HUTOIUIA3MBI B CPENy, YTO OTBEYAET 32 IIMKOBYIO
JeToJIIpU3allnio I1a3MaaeMMbl. Bo3BpaliieHue MmeM-
OpaHHOrO MOTEHIIMAJIa K UCXOIHOMY WJIM 00Jiee HU3-
KOMY 3HAYEHUIO CBA3aHO C BBIXOAAIIMM ITOTOKOM K™
10 KaHajlaM, aKTUBUPYEMBIM IIpH ACTIOISIPU3alInN.

B nutepartype Hepenko BbIIBUTAIM IPEATIONIOKEHUS,
YTO U3MEHEHUS YPOBHS [Ca”]Il BBI3BaHbI HE MOCTY-
meHneM Ca?* u3 cpenpl, a BoicBoOboXaeHneM Ca*
13 BHYTPUKIIETOYHBIX JCIIO IO BIMSIHUEM NHO3M-
TOJI-3-pochaT-uyyBCTBUTENBLHOM cUCTEMBI [24, 25].
OnHako MHOTY€ aBTOPbI OTCTaUBaJIM TOUKY 3pEHUS, UTO
noBbiteHne [Ca?*], 00yc/IOBIEHO BXOISILINM TOTOKOM
Ca’* o kaHanam rasManeMmsl [26, 27]. K Tomy xe
aHAJIN3 HYKJICOTUIHBIX ITOCICI0BATEIBHOCTEM B ICHO-
Max pacTeHUil He BBISIBUII IIPUCYTCTBUS PELIEIITOPOB
MHO3UTOJI-3-pocdara (uut. no [11]). BmecTe ¢ Tem
HeIaBHO MTOKa3aHa BO3MOXHOCTb BBICBOOOXKIECHMS
Ca’" U3 3HI0IUIA3MATUYECKOTO PETUKYIYMA B YCTHUIIAX
Arabidopsis on BivistHreM riotoka H 13 cpefpl B uro-
IJ1a3My I10 SKCIPEeCCUPOBAHHBIM (POTOUYBCTBUTEIBLHBIM
H*-cenextuBHbIM KaHanaM [28]. [Tomumo Ca’*, Cl~
n K", He6GoJ1b1110#1 BKJIa[ B MOHHBIE TOKHU, U3MEPSIEMbIE
B pexXuMe (hUKCAIK HAIIPSDKEHMsI, MOTYT BHOCUTh
TOKM, CO3/IaBaeMble TpaHcropToM H™ B ocBelieHHBIX
kuerkax Chara B nokoe. Toku H' (30—60 MKA/cM?)
HMMEIOT 3HAYUTEIbHO MEHBIIIYIO BEIMUUHY, YEM MTUKO-
Bole 3HaueHund Cl~ Toka (10 1 MA/cMm?) [27].

Bo30y:kneHue KiIeTKY BbI3bIBA€T BpEMEHHYIO OCTa-
HOBKY TPAaHCMEMOpPaHHBIX BCTPEYHBIX TOTOKOB H™,
YTO TMPOSIBISIETCS B IIPOTUBOIOJIOXHO HallpaBieH-
HBIX ciBUTax pH y IToBepXHOCTH KJIIETKHU B IIEJIOYHBIX
1 KUCHBbIX 30Hax [18, 29]. Xotsa casuru pH, B pas-
HBIX 30HaX MMEIOT Pa3HyIO HaIllpaBJIE€HHOCTb, OHU
CUHXPOHHO TOCTUTAIOT 3KCTPEMaJIbHBIX 3HAYECHUIA
M COMTaCOBAaHHO BOCCTaHABIMBAIOTCS IO 3aBeplie-
HuU nepexogHoro nepuoaa. Ilocne reHepanuu I
BennurHa pH B IIeT0YHBIX 30HAX CHIDKAETCS TTOYTH
Ha 3 efl., a B KMCJIBIX 30Hax Bo3pacTtaeT Ha 0.2—0.4 en.
HepasHomepHblii npoduns pH, critaxusaercs B Te-
yeHue 5—10 muH nociue reHepauuu I/ (puc. 1).

IllenouHbIe MMKY BOCCTAHABIMBAIOTCS B TEUCHUE
35—40 mun ot MmomeHTa I1]I, mpuyem nx UCXooHOE
MOJ0XEHNE COXpaHIeTCs. YCTOMYMBOE TOJIOXKEHUE
LIEJTOYHBIX MTOJIOC OOBSICHSIOT TEM, UTO BEIPABHUBAHKE
npoduist pH npoucxonut Ha ¢poHE HEpaBHOMEPHO-
o pacnpeneieHus Apyrux napaMmeTpoB, TAKMX KakK
OTJIOXKEHUSI KPUCTAJIJIOB KaJIbIIMS Ha TIOBEPXHOCTU
KJIETKM B yyacTKax ¢ BbicokuM pH [30] unu npenumy-
IIeCTBEHHAsI JIOKAIM3AIINsI B KMCIBIX 30HAX OpraHell
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XapacoM, KOTOPhI€ IIPEACTABIISIOT COOOI MHBarmHa-
LMK TUIa3MasieMMBl, oboraiieHHbsie H-ATP-asoii [31].
Pacteopenue kpucramios CaCO, nocie criiakKuBaHus
LIEJIOUHBIX 30H COMPOBOXAAETCS JJOKAIbHBIM IO~
BollIeHWEM pH, T.e. cmocobcTBYyeT (DOPMUPOBAHUIO
HOBOI 11I€IOYHO# 30HbI Ha MpexkHeM MecTe. Pacripe-
nenenue H*-Hacocos, onpenenseMoe cTabMIbHOM
JloKaJau3aleil xapacoM, TakKe He IpeTepIieBaeT
“3MeHeHuit nocie reHepauuu I11. AKTUBHOCTb 3TUX
HaCcOCOB, BEPOSATHO, BOCCTAHABIMBACTCS ITO MEPE CHU-
KEHUS YPOBHS [C32+]u B IIepUO/J Iepexoaa K IMOKOI0
nocJye reHepauuu I/1.

OcobeHHO HEeOXMAAHHBIM 0Ka3aJjics TOT (PaKkT, 4To
pacIpeneneHre XapaKTepUCTUK (POTOCHHTe3a — KBaH-
TOBOTO BBIXOAA MepeHoca 371eKTpoHoB YII n HedoTo-
XUMUYECKOTO TYIIEHMS (hIyopecUeHIIMU XI1opodusuia
NPQ — B otinume ot npodusa pH, He crnaxuBaeTcs,
a CTAaHOBUTCS 0oJiee HEOTHOPOIHBIM IIOCTIe TeHepa-
umu [1]1 [29]. DTa 0cOOEHHOCTH BHIIISIIUAT Ha ITePBHIi
B3IVISI YIUBUTEIbHOM, IIOTOMY UTO B TIOKO€ MPOGhUIn
YII u NPQ cTporo corinacoBaHsbl ¢ mpoduiieM pH.
I[IpuunHb cormacoBanus npoduieit pH n poro-
CHHTE3a B IIOKOE 1 HapyIIEeHUsI TAKOI KOOPIMHALINA
nocie reHepanun [1]1 paccMoTpeHsI HITKe, ITocie 00-
cyxnenus simsgnaus 1] na H*-tpancnoprupyrorme
CHCTEMBI IJIa3MaJIeMMBI.

IMonasnsitoniee Biusinue [Ca?*] Ha H -Hacoc
IUIa3MajJeMMbl U3BECTHO yXe 1aBHO. OHO MpeAIio-
JIOXUTEIBHO onocpenobaHo Ca?t-3aBucuMbIM doc-
dopunuposanrem H*-ATP-asb1 [32, 33]. Monsr Ca’*
CBA3bIBAIOTCS ¢ 14—3—3-0enkamu, Hapyiasi ux Gusu-
oslornueckoe B3anmoneiicreue ¢ H -ATP-a30ii, He-
obxonumoe Ut aktuauu H*-Hacoca [34]. OnHako
piusiHue T111 Ha pH y moBepxHocTu kiietku Chara He
cBOIUTCA TONBKO K Ca?t-3aBUCMMOMY MTOIABIEHUIO
H*-nacoca ria3majieMMBI, O 4eM TOBOPAT PE3YJILTaThI
IMapauIeIbHBIX U3MEPEeHUIT COIIPOTUBIICHNS IIa3Ma-
JeMMbl (R,,), MeMOpaHHOTO MoTeHLMaa Kietku 1 pH
B artoriacte. B yyacTkax ¢ Hapy>KHbIMU KUCJIBIMH 30~
HaMHU CJIeIOBbIE U3MEHEHMS R, TTociie BO30YXIeHUsI
OBLIM He3HAYNTEILHBIMY, a B IIEJTOYHBIX YIaCTKaX
M3MEHEHUS R, 0Ka3aJiCh HEOXUIAHHO OOJIBILIMMM.
B cocrostHumM nokost NpoBOAMMOCTS I1a3MaieMmbl G,
(G, = R,™") BOGIACTH IIETOYHBIX 30H ObLITA BHICOKOM
1 cocrasisuia okoJio 10 CM/M?2, 4TO COOTBETCTBYET
paHee oIyoIMKOBaHHBIM TaHHBIM [35]. Ha tmke T1]]
MIPOBOAMMOCTH MEMOpPaHbI JOMOJIHUTEIBHO BO3pacTa-
Jia B HECKOJIBKO pa3 B CBSI3M C aKTUBalMeil XJIOPHBIX
U KaJIUeBBIX KaHAJIOB.

Opnnako nocne nuka [1/] mpoBoguMocTs mjiazma-
JIEMMBbI B IIEJIOYHBIX 30HAX PE3KO CHUXXAJACh: B TeUe-
Hue 30—60 ¢ BennunHa G, yMeHbLIANACh IOYTH HA TO-
PSIOK TI0 CPaBHEHUIO C UCXOMHBIMU 3HAYEHUSIMU B TIO-
Koe [36]. [TapannensHo ¢ naneHueM G,, MIPOUCXOANIIO
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cHuxeHue pH , oTpaxarolee 0CTAHOBKY BXOISILETO
nmoroka H-3KkBUBaeHTOB, 1 pa3BUBaIaCh MEPEXOI-
Has rUnepnossipusanusa Memopansl Ha 50—60 mMB [37].
DTO CBUAETENLCTBYET 00 MHAKTHUBaLMK HT-1poBo-
JUMOCTH TIJIa3MajeMMBbI B IIIETOYHBIX 30HAaX ITOCe
paszsutus I1J1. MemOpaHa 3Tux y4acTKOB BpEMEHHO
TepSET BBICOKYI0 H -IpoBoaMMOCTh, HO COXpaHsI-
eT K" -nmpoBoauMoCTh, 4TO cABUTaeT MEMOpPaHHBII
MMOTEHLIMAJ OT 3HAaYeHMI, OJIM3KUX K PABHOBECHOMY
H*-norenumany (E,), B cropony E,. UcxonHbie 3Ha-
YEHMSI TPOBOIMMOCTHY BOCCTAaHABIMBAIOTCS 3a BpeMs
>15 MuH nocse ogHokparHoii reHepauuu [11. Dot
IIepHOI, II0-BUINMOMY, HEOOXOIUM ISl BOCCTAHOBJIE-
HYS1 HU3Koro ypoBHst [Ca?*], ociie ero BospactaHusi Ha
nuke T1. ITpuMepHO Takoii e epuos, nocie Bo30yK-
nenus (~10 muH nipu 21°C) HeoO6X0mMUM IS TTOJTHOTO
BOCCTAHOBJIEHUSI TeUeHUsI LIMTOILIa3MBblI [38], KoTopoe,
KaK U3BECTHO, KpaifHe YyBCTBUTENIHLHO K [Ca2+]u. ITo-
BBIIIIEHNE CBETOBOTO TTOTOKA B mHTepBayie 10—150 Mk-
MOJIb KBAaHTOB/(M? C) CIIOCOOCTBOBAJIO 60JIee OBICTPOMY
BOCCTAaHOBJICHMIO IIEIOYHBIX 30H, YTO, IIPEAIIONIO-
KUTEJIbHO, OOYCIOBJICHO YCKOPEHHBIM CHIDKEHHEM
[Caz*]Ll Ha IPKOM CBETY B CBsi3U ¢ nontonieHueM Ca>*
OCBEIIEHHBIMU XJIOoporuiacTaMu [39].

MMPO®UIU ®OTOCUHTETUYECKON
AKTUBHOCTH B I[TIOKOE U ITPHU
BO3BYXAEHUN

O CKOpOCTH IMHEITHOTO (hOTOCUHTETUYECKOTO M0~
TOKa 3JIEKTPOHOB HA MMKPOYYacTKaX MHTEPHOAATbHOM
KJIETKM MOXKHO CYIWTD IO BeTUYUHE 3P PEKTUBHOTO
KBaHTOBOTO BbIxoAa peakunu porocucteMsl 11 (YII).
®ryopuMeTphl ¢ UMITYJIbCHO-MOIYJINPOBAHHBIM OC-
BEIIICHUEM ITO3BOJISIIOT pacCUMTaTh BennuuHy Y1l mo
dopmyne YII =(F,'-F")/ F,', tne F'— BbIX0xn dury-
opecleHIINU XJIopoduljia Ha NeCTBYIOIIEM CBETY
0€3 NOIOJHUTEIbHON MOACBETKH, a F,' — MaKcu-
MaJIbHBIH BBIXOH (PIyOpPECIIEHIINM B TEX XKe YCIOBUSIX
IIpY JeMCTBUM HACHIIIAIOIIETO CBETOBOIO MMITYJIbCA.
B cranmonapHoM coctosiHuu potocuctemsl I u 11
(®CI u ®CII) padoraror cormacoBaHHo. [ToaTomy
peanuuHa YII orpaxkaeT 3¢p(peKTUBHOCTDb JTUHE -
HOT'0 MOTOKAa 3JIeKTpOoHOB 1o Beeit DT, B koTopoit
nocaenoBaresbHO yyacTByoT @ CII u ®CI. MeTton
HACBHIIIAIONIMX BCIBIIIEK JAeT TaKXKe CBEICHUS O He-
dotoxummyeckom tywenun (NPQ = (F, - F,")/ F,"),
oKa3aresieM KOTOPOTO SIBIISIETCS] MAKCUMAJTbHBII BBIXOI
¢dyopecueHumu F,' Ha NeCTBYIOIIEM CBETY B CpaB-
HEHUU C MAKCUMAJIBHBIM BBIXOIOM F.. B OTCYTCTBUE
TyweHus. Yem Huxe F,' mo cpaBHeHUIo ¢ F,, TeM
BhIIIe 3HaUeHnsT NPQ.

¥ ocBelleHHBIX KJIETOK B COCTOSSHUH ITOKOSI IIPO-
¢dumm pH,, xBanTosoii apdextusHocTr PCII (YII)
1 NPQ no mivHe KJIeTKM YeTKO CKOOPAUHUPOBAHBI.
BUOJIOTUYECKHWE MEMBPAHbBI Ne 5-6
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POJIb MEMBPAHHOI'O TPAHCIIOPTA ITPOTOHOB...

B ocHOBe KOOpIMHAIINY JICKHUT pa3Has IPOHUIIAE-
MOCTB IJIa3MaJIeMMBI JIJIST 3apsDKeHHBIX ¥ He3apsKeH-
HbIX (popM HeopraHnuueckoro yriepona (C,), koauye-
CTBO KOTOPBIX BapbUPYET 110 IJIMHE KJIETKU B COOT-
BeTcTBUU ¢ npodwieM pH, [29, 40]. OTHOcuTeNnBHOE

conepxanue annoHoB (HCO,~, CO;>") u HeliTpabHOI

(opmel (CO,) 3aBUCHT OT JIOKAJIbHBIX 3HaYeHUi pH

" KOHCTaHT aucconuanmu (pK) yrieknciorsr u 6u-
kap6oHara (pK, = 6.3 u pK, =10.3). [IpoH1LIaeMOCTh
OMCJIOMHBIX TUMUAHBIX MEMOpPaH JJIs1 HEATPaTbHbIX

mosekya CO, B 107—108 pa3 Bbiiiie, yeM [J1s1 aHMOHA

HCO;™ [41]. B kucaibIX 30HaX 3HauuTeNIbHAA YacThb C;

npucytctsyeT B BUuie CO, — HelTpaIbHOY CBOOOIHO

MpOHMKAIOIIEH yepe3 MeMOpaHbl (pOpMBbI, YTO 00e-
CIIEYMBAET XJIOPOIUIACTHI JOCTATOUHBIM KOJINIECTBOM

aToro cyocrpara potocruHTe3a. HapyXHbIe 111eJI0UHbIe
3oHbl JnweHbl CO, U coaepxkar JUIlb HEIIPOHUKAIO-
e noHHsie hopmbl C, (HCO;~, CO,27). [Moatomy
CO,-3aBuUCHMBIIi MyTh ITEpeHOCA JTEKTPOHOB 00-
JIeTyeH B XI1, JIeXKaIlnX Mo Hapy>KHBIMU KUCIBIMU

30HAMM, U 3aTpyaHeH B XII LIEJOYHBIX 30H. JIumMu-
TUpOBaHHOE NocTyruieHrue C, U3 HapyXXHOM cpenbl

B 00J1aCTH IIEJIOYHBIX 30H YACTMYHO KOMITCHCHPYETCS

JIOCTAaBKOM 3TOT0 cyOCTpaTa C MIOTOKOM LIMTOIIa3Mbl

Y3 YYacCTKOB, Ine conepxxanue C; MoBbILLEHO BCIE-
cTBUe noctatoyHoro npuroka CO,.

He meHBIIYIO pOJIb B KOOpOAWMHALIMY IIPOGUIei
pH u poTocuHTETHYECKOTO TpaHCTIOPTA SJIEKTPOHOB
urpatot paszauuus pH muTomnaa3Mel B 30HaX IpUTOKa
H™ B KJI€TKY 1 B 30HaX aKTUBHOTO BbIBeneHuss H.
ITorok H"-3KBUBaJIEeHTOB BHYTPh KJIETKU B 00JIACTH
1LIEJIOYHBIX 30H MOHWXaeT pH 1uTOoIIa3Mbl, a BbIBE-
nenve H* B oGmacty Kucibix 30H noseimaet pH,, [15,
42]. N3-3a nexBatku CO, B LLEJOYHBIX 30HAX U BCJIE -
CTBUE MOHIXEHHOTO pH | mepeHoC 2/1EKTPOHOB B 3THX
yyacTkax yactTuyHo nepekimtouaercs ¢ CO,-3aBUcH-
MOTo MyTu Ha BocctaHoBiieHue O,. OntumyM pH mist
(oToBoccranoBaeHuss O, UHTAKTHBIMU U30JIUPO-
BaHHBIMU XJIOPOILJIACTaMM JIEXKUT B KUCJION 001acTH
(pH 5.0) [43]. Kucawie 3Hauenust pH o6aeryaroT mpo-
TOHUPOBAHUE CYIIEPOKCUI-aHUOH-paarKalia v CITo-
coOcTByIOT BoccTaHosiaeHuto O, 1o H,0,. B cBoro
ouepens, H,O, BbIcTynaer Kak akLienTop B peakluu
Xwna [44]. Tak kak noTok 31eKTpoHoB Ha H,0, He
cBsi3aH ¢ nmorpediieHueM ATP, oH moBbIIIaeT 3HEP-
TM3alMI0 TUIAKOMIHBIX MeMOpaH (rpagueHT Ay, ™)
n ycunmBaeT HedoTtoxummudeckoe TymeHue (NPQ)
duyopecueHIMU xnopoduiria. Bo3pactaHue TeIIOBbIX
MoTepb CHIXKAET 3((HEKTUBHOCTH (DOTOXUMUIECKOI
peakuuu (rmapametp YII), 4To COOTBETCTBYET 3aMe/ -
JIEHUIO IMHEMHOTIO ITOTOKA 3J1eKTpoHOB. I1pm Toit
XK€ OCBEILIEHHOCTY YPOBEHb SHEPrU3aluu MeMOpaH
B X1, rne npeobnanaet accumwisiuusa CO,, ocraer-
csl CPAaBHUTEIIBHO HU3KMM, a BeanunHa NPQ — He-
3HauUMTeNbHOM. TakuM 00pa3oM, B Ipeaeaax OmHOM
Ne 5-6
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U TOM K& MHTEPHOJAAbHOM KJIETKU XII IIPOSIBISIIOT
He TOJIbKO pa3Hble 3HaueHus YII, HoO M KauecTBeH-
HbIE pa3JINYMs B MyTIX MEepeHOCca 3JIEKTPOHOB. DTO
HaxoIMT MOATBEPXKICHUE B 36pKAJTbHO CUMMETPUY -
HBIX TTPOIOJIbHBIX Mpoduiasax pH 1 KoHLeHTpauuu
O, y nosepxHocTH KieTku [40]. Konuenrpauus O,
B LIEJIOYHBIX 30HAX 3aMETHO MOHMXKEHA, YTO BEPOSITHO
o0ycinoBieHo ¢hoToBoccTaHOBIEHHEM O, B 3TUX 30HAX.

B otniuume ot npoduisa pH, KOTOPEIii criaxuBa-
ercs rmocire mpoBeneHud [1J1 (puc. 1a), TpomonbHBIH
npodwib POTOCHHTE3a CTAHOBUTCS 00JIee KOHTPACT-
HBIM (pUC. 2). DTO NPOSBISIETCS B BO3paCTaHUM Mepe-
manoB 3 dexkTuBHOro KBaHtoBoro Beixoga @ CII (YII)
1 ypoBHeil NPQ Mexny pa3anyHbIMM y4acTKaMU IO
mmiHe KieTku [29]. Ha puc. 2 nokazas npoguias NPQ,
KOTOpBI#l MPY HU3KOI MHTEHCUBHOCTU OCBEILIEHUS
OBUT IIPaKTUIECKU CIIPSIMIICH Y KJIETKU B COCTOSTHUU
nokos. [Tocne reHepauuu I/l B MOMEHT BpeMeHU
t= 0 BenuuuHa NPQ B 001aCTU 111€IOYHBIX 30H BO3-
pocia no 3HayeHuit 0.9—1.5 en., Torna kak B oba-
CTU KMCJIbIX 30H 3HaUeHUs1 NPQ ocTanuch HUBKUMU
(~0.05). CooTBeTCcTBYIONIME U3MEHEHUS TIPeTepIIeBal
u riponobHbIi podwis YII. ITocne renepanmu I
3¢ GeKTUBHBINA KBaHTOBLIN BhIxon poTopeakimm OCII
CHMXaJcd B 30Hax Bo3pactaHust NPQ, Ho MeHsIcs
HE3HAYUTEIbHO B 30HAX C HU3KUMU 3HAYCHUSIMU
NPQ. Ycunenue nmpocTpaHCTBEHHON HEOTHOPOI -
HOCTHU (DOTOCUHTETUUYECKOI'O MOTOKA 3JIEKTPOHOB
nociye Bo30yxXaeHUs KJIeTKU 00YCIIOBJIEHO IBYMSI
dbakropamu: BiusiHueM nosbiteHust [Ca**], Ha myTu
(poTOCHHTETHYECKOTO IIepEeHOCAa BJIEKTPOHOB U BIIH-
STHUEM [C32+]u Ha CKOPOCTb T€UEHUSI LIUTOIJIa3MBI.

IloBhllIeHUE [Ca2+]u, OpoucXosiliee BO BpeMs
I, Topmosut accummisiumio CO, B peakuusx LUK-
na KanbBuHa [45—47] u B TO ke BpeMsl OKa3bIBacT

Puc. 2. ®opMupoBaHre HEOTHOPOTHOTO MPOIOJIBHOTO
npoduist HepoToxummdeckoro TyieHust (NPQ) B xiopo-
TU1acTax MHTepHOIaabHO KieTku Chara nocjie OmHOKpaT-
HOT'0 BO30Y:X/IeHMSI T1a3MaTniecKoit MeMOpaHbl. B mokoe
(ripu ¢ < 0) mpocdus NPQ 6bUT OMHOPOMHEBIM, HO TTOCITE
redepanuu [T o cmeHwics npoduiieM ¢ MHOXECTBEH-
HeiMU ukamMu NPQ. MowmeHT renepauuu I/ pu £ = 0
OTMEYeH Ha AMarpaMMe IMTPUXOBO JIMHUEH.
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CTUMYJIMpYIOIee BIUSHIE Ha (POTOBOCCTAHOBJICHHUE
0, [48]. HauGonbmrast Ca**-3aBrcuMast CTUMYJISIINAST
BoccraHoBieHus1 O, u nponykuuu H,O, oxunaercs
B y9aCTKaX LIMTOILIA3MBbI 101 IIEJIOYHBIMU 30HAMM,
rIe KUCyble 3HaYeHus pH,, IpuOIMXeHbI K ONITUMYMY
pH nnsa dporosoccranosienus O,. Tak kak nepeHoc
anekTpoHoB Ha O, u H,0, He cBsi3aH ¢ noTpebiaeHreM
ATP, on nosbiiiaetT ApH B T1akougax, 4To yCUIU-
BaeT NPQ B o61acTit Hapy>XKHBIX IIEJIOYHBIX TTOJIOC.
B nmuroruiazMe mom KMCIBIMM 30HAMU, I€ BEIMYMHA
pH,, ontumansha s pukcaunn CO, n notpedneHus
ATP, Bemmumaa NPQ MeHsieTcsT CpaBHUTEIBHO CI1a00.

Kpome Toro, octaHoBka IOTOKa IMTOILIa3MBbl
B MOMEHT BO30Y:KIeHUS U miuTeabHoe (10 10 MuH)
BOCCTaHOBJIEHIE CKOPOCTHY TeYECHUs] YCUIMBAIOT CaMu
1o cede HeomqHOopoaHoCcTh npoduieid YII u NPQ [49].
DTO MOXHO ITOSICHUTD, MCIIOJIb3ys aHAJIOTUIO MEXITY
MpepbIBaHMEM T€UEHUS LIUTOIJIa3Mbl 1 OCTAHOBKOM
paboTarolero JeHTOUHOTo KoHBeliepa. [lepemMekaro-
1IHecs YYacTKU KJIETKU ¢ pa3HOit (h)OTOCMHTETUYECKOM
aKTUBHOCTBIO OTJIMYAIOTCS ITI0 CKOPOCTU 3KCIIOpTa
Metabosuros (H,0,, NADPH) u3 xi1opormnuaactos
B IIOTOK IIUTOILIa3Mbl. JIBUXKyIIIasicsl HUTOIIa3Ma
BBICTYIAET KaK TPAHCIIOPTHOE CPENCTBO, aHAJIOT Y-
HO€ IBMXYIIEics JeHTe MPOU3BOACTBEHHOIO KOH-
Beiiepa [50]. IToxg Hapy>KHBIMU KMCJABIMU 30HAMU,
7€ B XJIOpOIlIacTax MpeodiagaeT MOTOK 3JIEKTPOHOB
10 aCCUMUJIUPYIOIIEMY ITyTH, TTOO0YHAs MPOTYKIIMS
H,0, He3HauuTebHA, 8 BOCCTAHOBUTEJIbHBIE 9KBHBA-
nenTsl (NADPH) ucnonn3ytorcest B peakuusix pukca-
unu CO,. B xsoporuiacrax 1oz mesJo4yHbIMU 30HaMU,
€ YacTh BJIEKTPOHOB YXOIUT Ha (DOTOBOCCTAHOBJIE-
Hue O,, morpebiieHre BOCCTAHOBUTEJIEN TTIOHMXKEHO,
a npoaykuus H,0, — nosblilieHa. XJI0pOIu1acTbl 3TUX
Y4YaCTKOB CJTy>KaT UICTOYHNKOM ITOCTYIUIEHUS yKa3aH-
HBIX META0OJIMTOB B IIUTOILIA3MY.

ITpuHATO CYMTATD, UTO MEPEHOC BELIECTB B IOTOKE
LIMTOILJIa3Mbl CIJIAXKUBAET JaTepajibHble TpagueHThI
KOHLIEHTpALMK MEXIy 00JIaCTSIMU C pa3HBIM YPOBHEM
MeTaboauToB [51, 52]. B TakoM ciyyae BHe3ammHoe npe-
KpallleH1e MOTOKA LIMTOIIa3Mbl B MOMEHT FreHepaLuu
I1J1, aHalorMyHOE OCTaHOBKE JICHTOYHOI'O KOHBeiiepa,
JOJKHO TIEPENOIHSITh LIUTOIIAa3MY 3KCIIOPTUPYEMbIMU
MeTaboJIMTaMU B 30HAaX UX UHTEHCUBHOTO MPOU3BOI-
ctBa. IIpu 3TOM B yyacTkax, rae 3KCIOpT OTCYTCTBYET
WA MUHUMAJICH, COCTaB LIUTOIIa3Mbl U3BMEHUTCS
HE3HAYUTETbHO. MOXHO OXUIaTh, YTO Mepernaabl
koHueHTpauuii H,O, B uuToriasme Mexay 30HaMu
C ero MHTeHCUBHOM 1 ci1aboii mpoaykKuueit Bo3pac-
TalOT MOCJe OCTAaHOBKM LIMKJI03a. DTO BO3pacTaHue,
BEPOSTHO, M OTBEYAET 32 YCUJICHWE TIepernaaoB MEX Iy
MaKCHUMaJbHBIMU 1 MUHUMAaJbHBIMU MOKAa3aTeIsIMU
B npopwisix F,', NPQ u YII nocne renepauum I1/1.
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KOJEBAHUA ®JIYOPECHEHLIMN
N ®OTOCUHTES3A XJIOPOIIJIACTOB
MMOCJE BO3BYXAEHWA KIIETKH

Bo3pactaHue npocTpaHCTBEHHOM HepaBHOMEP-
HOCTH COCTaBa IUTOITIA3MEBI BCJien 3a TeHepareid [T
1 BpeMEHHOI OCTAaHOBKOM TeYEHUSI LINTOTLIA3MBbI TTPH-
BOJIMUT K €11Ie OMHOMY MHTEPECHOMY IOCeNeHCTBUIO —
JUTUTENIbHBIM KosleOaHusIM (iryopeclieHIMK F,' M KBaH-
TOBOTO BbIxoAa Y1I mmpy n3amMepeHnsIX Ha MUKPOYJACTKE
kieTku [49, 53]. OmHoKpaTHOE BO30YKIeHME Ta3Ma-
JIEMMBI BBI3BIBAeT KoJiebaHus F,' ¢ aMILIATY10i1 10
40—50% ot BennuuHbI F,,' B TOKOE, KOTOPBIE MPONOIIKA-
toted B TedeHue 20—30 muH (puc. 3a). O6 yuactuu H,O,
B BO3HUKHOBEHUM KOJIEOAHUI TOBOPSIT OIBITHI C BO3-
OyXKIeHreM KJICTKH B IPUCYTCTBUI METHJIBHOJIOTCHA.

MetunsuonoreH (MB) uszBecteH Kak 3(p(PeKTuB-
HbII akuenTop 37eKTpoHoB oT MCI. OH Kataau3upyet
BoccTaHoBieHue O, 10 CyNepOKCUI-aHUOH-paguKaa,
KOTOpBIii B jasibHelieM oopasyetr H,O, B peakuyu nuc-
MyTaiuuy. OcBelleHre U30IMPOBAHHBIX XJIOPOILIACTOB
B IpucyTcTBUM MB ripuBonuT K ObICTpOMY 00pa30BaHUIO
akTuBHBIX (hopm kucnopona (ADK), skmouas H,O,,
IIpUYeM ONTUMAaIbHBIe 3HaYeHus pH mist hoToBoccTa-
HoBjieHUs O, B HOpMe U B IpUCYTCTBUU M B cyniecTseH-
Ho pasnmuuatores: pH 5 u pH 8, coorBeTcTBeHHO [43].

IIna3matuyeckass MeMOpaHa XapoBOil BOZOPOCI
B ITOKO€ He IIPOITyCKaeT ABYXBaJIeHTHBII KaTrioH MB
(MV?%) [5, 54]. Tak, MHKyOaLus KJIETOK B TEYEHUE
30 muH B nipucytcteuu 0.1—0.5 MM MB 6e3 anekTpu-
YeCKOU CTUMYJIALIMY He Hapylllaia MHIYKIIMOHHBIE
KpUBbIe (DOTOOKUCTIEHHUS XI0pODUIIa peaKIIMOHHOTO
uentpa ®CI P700 u kBanToByio a3pdektuBHOCTb (Y1I)
B MHTaKTHOM KJIeTKe. BMecTe ¢ TeM omHOKpaTHasI re-
Hepauwus T1]1 Be3biBaia ObICTpoE MpOHUKHOBeHe MB
K yJ4acTKaM ero CBSI3bIBAaHUS B XIT, UTO ITPOSIBIISIIOCH
B pe3KoM nageHuu kBaHToBoro Beixona (YII) B 00-
JIACTY KHCJIBIX 30H, a TAKXKE B 3aMEHE XapaKTepHOM
MHoroda3Hoi KuHeTuku potookuciaeHus P700 Ha
MpocCToii cTyneHeoOpa3HkbIii nepexon [5]. [To-Buan-
MOMY, KaTMOH MV?* romnanaeT B KJIETKY 110 HECEJIeK-
TUBHBIM KaTUOHHBIM KaHajlaM, OTKPbIBAEMBIM IIpU
JIenoaspusanuu Bo BpeMs passutus [111. U3BecTHO,
YTO 3TU KaHajIbl TpoBoaaT MoHbl Ca’’, ruaparHblii
panuyc KoTophbix coctapisieT 0.41 HM. MrHoBeHHOe
TOSIBJICHHE KATAJIMTUIECKOI aKTUBHOCT M B B xJ10p0-
IUIacTax nocje ogHoKpaTHoi reHepauuu I1/1 roBoput
0 TOM, 4TO MOHBI MV?* ¢ pagnycom 0.33 HM Takxke
MPOHUKAIOT B KJIETKY Uepe3 3TH KaHajbl. [lockobKy
MB neiicTByeT Kak KaTaau3aTop B LIMKJIaX BOCCTa-
HOBJICHUSI—OKHUCIICHUS, IIOCTYIUICHHE B KJIIETKY JaXe
HeboJbIMX KoandectB MB 3a Bpems I1]1 oka3biBa-
€TCs JOCTAaTOYHBIM U1 nepekmoyeHus CO,-3aBucu-
MOTO ITOTOKa 3JIEKTPOHOB Ha (D)OTOBOCCTAHOBIICHUE
O, c oopazoBanueMm ADK. B utore renepauus I1/1
BUOJIOTUYECKMUE MEMBPAHBI Ne 5-6
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dbotoBoccranoBneHue O,. B ycnoBusix cralimoHap-
HOTO ITOTOKA XUAKOCTU COCTaB LIMTOIIa3MbI Ha JII0-
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Puc. 3. I'enepanus I1J1 B craHmapTHBIX YCAOBUSX (MH-
TEHCUBHOCTb cBeTa 39 MKMOJIb/(M? C)) MHAyLUPYET (a)
JUTUTEIbHBIE TTIEPUOINYECKIE KOJeOaHust DIyopecieH-
uuu F', HO BBI3BIBAET (0) ycToitunBoe TyueHue F,,' npu
Hanuuuu B cpene 0.5 MM metunBuonoreHa (MB). Mo-
MeHT reHepauuu 1] oTMeYeH BEpTUKAIbHBIMHU IITPH-
XOBBIMM JIMHUSIMU 1ipu ¢ = 50 c.

CIIYy>KUT TPUITEPOM ST OBICTPOTO MEPEKITIOYESHUS
CO,-3aBUCHUMOTrO MYTH NEpeHOca 3JIEKTPOHOB Ha
(oroBoccranosienne MB u O, [55].

BHeceHue B cpey METUIBUOJIOTEHA YCTPAHSIIO
KoJjiebaHus F,' B OTBET Ha BO30yxaeHue (puc. 36).
I'enepauus 111 B mpucyrcTBuu MB BhI3bIBasia HE0Opa-
TUMOE cMelleHue F,' K Hu3komy ypoBHIo [49]. [1o-Bu-
JUMOMY, YCTOMYNBOE HEPOTOXUMHUIECKOE TYIIIEHUE

F,, npu renepauuu 1/l B npucyTcTBUM penoKc-Me-

auatopa MB orpaxaet Hakoruienne AOK (H,0,),
Torna Kak kosnedanus F, ' nocne [1/1 B orcyrctBue MB
00YCJIOBJIEHBI TPOCTPAHCTBEHHO-HEPABHOMEPHBIM
obpazoBanneM ADK.

ooM y4acCTKE KJICTKHU NMOAACPKMBACTCA ITIOCTOAHHBIM
HE3aBUCUMO OT BPpEMCHU HB.6JIIO,Z[CHI/I${, XOTs OH MO-
2KET BapbHUpOBATh 110 JJIMHE KJICTKH. KapI[I/IHaI[beIC

W3MEHEHMST HACTyMaloT Mocje BbI3BAHHOM MOTEH-
1IMaJIOM JeHMCTBUS OCTAaHOBKU T€UEHUS IIUTOILIa3Mbl
1 BO3pacTaHUS IEPEIangoB B IIPOIOIbHBIX TPODIMIISIX
conepxanusg ADK. N3BectHO, 4TO MeMOpaHBI 000-
JIOYKU xJioporuiacta npoHuuaemst it H,O,: B 30He
SIPKOTO OCBEIIEHUS IEPOKCUI BRIXOOUT U3 XJIOPO-
IUIACTOB U IIEPESHOCUTCS BAOJIb KJIETKU C IOTOKOM
uuTorniaasMel [56]. Mem6panHslit Tpancnopt H,0,,
MO-BUAMMOMY, OIIOCPEIOBaH aKBallOpMHAMM BHY-
TpeHHe# MeMOpaHbI 000JIOUYKU XJIOPOIUIAcTOB [57—59].
ITo Mepe nepeMeleHNs MOPIUN IIUTOIUIA3MEI C BhI-
COKMM U HU3KUM conepxanueM H,O,, HermoaBuxHbIe
XJIOPOILIACTHI MOJIYYalOT 13 II0TOKA TO OOJIbIINE, TO
MeHbIIHe KommdecTBa 3T1oii ADK, 4TO BRI3BIBAET KOJIe-
6aHus yposHe#t F ' u NPQ. CortacHo npemiaraemoii
rurnorese, ocumwALMu dayopecueHunu F'u YII
OTpaxaroT BEI3BAHHOE OCTAHOBKOI IIMKJI03a yCHUJIe-
HUE HEPaBHOMEPHOTO MPOIOJIBHOTO pacipeneieHust
H,0, u npyrux meTaboanuToB, KOTOPOE COXPAHIETCS
JuMTeNnbHOe BpeMs nocie reHepanyu [1/1. Konebanus
(ryopeciieHIIMY IIpOomoJEKaOTCI IpuMepHO 20 MIH,
YTO ITOYTH BABOE MIPEBBIIIACT IIEPUOI BOCCTAHOBIICHUS
nukiao3a. CiaenoBaTe/lbHO, YCTAHOBICHUE CTALIUO-
HApHOTO IIPOIOJILHOIO pacIpeaeIeHIs MeTab0IUTOB
(H,0,, NADPH) tpe0GyeT 60ibLero BpeMeH!, 4eM
BO300OHOBJIEHUE LIMKJIO3a.

Posb HepaBHOMEPHOTO COCTaBa IBMXKYIIEICS LIMTO-
IJIa3MBbI KaK IPUIMHBI OCHUIAINNA DIIyopecleHITNN
F.' u xBanTOBOro Bbixona YII nocne renepauun I1/1
MpoBepsiiv ABYM MyTsiMu. O6a OCHOBaHBI Ha Orpa-
HUYEHUM MPUTOKA MeTabOJUTOB B aHAJIM3UPYEMbIit
YYaCTOK KJIETKY M3 COCEMHUX 00JIacTe MEXXIOY3IIHS.
B nepBom BapuaHTe cpaBHUBaIu BiausgHue I1J1 Ha
dayopecueHIMIO XJI0poduIa B yCTOBUSIX OOIIETO
OCBEIIECHUSI 00BbEKTa U IIPU JTOKAJTHbHOM OCBEIIEHUM
MaJIoro y4acTKa KJIETKH 110 HeHTPY 00J1acT! U3Me-
peHus [49, 60]. OO1ee ocBeleHNE 00eCIIeYnBaET
(oTonHAYIIMPOBAHHBIN 0OMEH METAOOIMTOB MEXITY

HETIOIBIDKHBIMU XJIOPOIIACTAMHM 1 IIUTOILIA3MOI1 110
BCell KIeTKe, a IIMKJI03 CIOCOOCTBYET pacrpocTpa-
HEHUIO 3TUX METaO0OJIMTOB Ha JajJbHUE PACCTOSHUS.
Pexxyim ToKaIbHOIO OCBEIIEHMS OTCEKaeT JajlbHUeE
B3aMMOIEICTBYSI, TaK KaK 3aTeMHEHIE OOJIBIIIMHCTBA
X1 mpekpaiaet obpazoBaHue B HUX (hOTOMETa00IM -
TOB M MHAKTHMBUPYET CBETO3aBUCUMBbIE TPAHCIIOPTE-
PBI 000JT0YKHY (MaJIaTHBIN KJallaH 1M TPaHCJIOKAaTOp

ITpu Bo306y:xneHuu B oTcyTcTBUEe M B, nmepena- tpuoszodocdaron). ITosToMy nepexon oT o01Iero

bl B cogepxanuu H,O, (akuentop 371eKTpOHOB
B peakuuu Xuja [44]) Bo3pacTaloT MeXay 30HaMU
accumuiaunun CO, 1 o61acTamu, rae NpOUCXOLUT
Ne 5-6
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2024



420 BYJIBIYEB, KPYITEHMHA

iasMajeMMbl U XIT OrpaHUUYMBAIOTCS Y3KOI 30HOM
OCBEIIEHUSI.

CyXeHue OCBEeIaeMOro yJyacTKa KJIETKH 10 ThaMe-
Tpa 1 MM IIPUBOAMIO K NICUC3HOBEHUIO IIUTEIbHBIX
ocuwutsiuumii F' v YII mocne renepatuu [11, npuyem
(nyopecuenuus F,' ocraBanach Ha BBICOKOM YPOBHE
(cp. puc. 3 u 4). OueBUAHO, YTO MpPOTEeKaHUE POTO-
CHUHTE3a B TIpenenax JOKaJTbHO OCBEIIEHHOM 001acTh
HCKJIIOYaeT BOBHUKHOBeHUE KoseOanuii F ' YII
B OTBET Ha BO30yxkneHue KieTku. CiemoBaTenbHO,
IUJISI TIOSIBJICHMSI OCHMJUISIMIA HEOOXONMMbI OOMEH
MeTabOJIMTOB 3a IpeneaMu 00J1acTU U3MEpPEHUS,
a Takke MUKPOQIIynIHas TOCTaBKa 3TUX META0OIUTOB
W3 TaJIPHUX YaCcTeH KJIETKU B UCCIIEAYEMYIO 00JIaCTh.

Bo BTOpOM BapuaHTe OIBITOB BAMSHME ITOTOKA
LIMTOILIa3MbI Ha Tepefady CUTHAJIOB OT TIa3MaIeMMBbI
K XJIOpOITIACTaM IIPOBEPSUIM C IIOMOIIBIO0 MHITOUTOPA
LIMKJIO3a ¥ ITOJIMMEpHU3alliy aKTHHA — IIMTOXaJIa31Ha
D (CD). CssassiBanue CD ¢ akTHHOBBIMUA MUKPO(DU-
JIaMEHTaMU MPEISITCTBYET B3aUMOAEMCTBUSIM aKTUHA
1 MMO3WHA, 1, CKOpEe BCEro, HapyllleH!e 3TUX B3au-
MOIEHCTBUIA, a He MEIOJIMMEPU3aLIsI aKTUHA O0BSIC-
HSIET OCTAHOBKY TeYeHMs LuToIuiasMbl y Chara [61].
ITpu ymepenHnom ocBemeHuu CD He oka3bIBaeT MH-
rMOMPYIOILEro NeMCTBUS Ha KBaHTOBBIN Bbixoq @ CII
(YII) u nuHEeHBIA NOTOK 371eKTpoHOB [62]. ITona-
BJICHHE TCUYCHUS IIMTOIIa3MBI HUTOXana3uHoM D
COIIPOBOXKIAIOCH ITOJIHBIM YCTPAaHEHUEM JUINTEIbHBIX
kosebanumii ' u YII. U3menenus F,' u YII 3auacryio
OCJIA0JISITNCH CIIMIITKOM CYJIBHO Y HE MOTJIM CITYKUTh
HaJEeXHBIM ITOKa3aTteaeM Bo30yKaeHMs KieTKu. [103-
ToMy o reHepanuu [1]I cynmmy 1mo n3aMepeHnsIM MeM--
OpaHHOI0 MOTEHIIMAaJIa [Ia3MaJIeMMBbI C TIOMOIIBIO
BHYTPUKJIETOUHBIX MUKPO3JIEKTPonoB. OKa3aiock, 4YTO
BO30YIMMOCTbh KJIETKH COXPAHSIETCS B IPUCYTCTBUM
CD, a kone6anus F' u YII nonHocTsio ncuesarort [49].
bonee Toro, oTMbIBaHME KJIETKHY OT LIMTOXajdazuHa D
MPUBOIMIIO K BOCCTAHOBJEHMIO 1IMKJIO3a U BO30OHOB-
JIEHUIO JUIUTENbHBIX ocuusutsaunii ' n YII.

Tot ¢akT, uto reHepauus I1/1 BbI3bIBaET NEPUOIU-
yeckue usmeHenus F,' (NPQ) u YII npu aktuBHOM
T€YEHUM IIUTOILIa3Mbl, HO HE OKa3bIBaeT TaKOTo 3¢h-
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Puc. 4. Bo30yxneHue mia3sMaTuyeckoit MeMopaHbl (Tpu
t = 50 ¢) B uHTepHOnaabHOIt KineTtke Chara MpUBOIUT K
JUIATENIbHBIM Kosie6aHusIM F_' Ipu 0011ieM OCBelLLeHUHN
BCEi KJIETKM, HO HE BBI3BIBAECT CYIIECCTBEHHBIX OCIIMII-
Jgsiuuit ' Ipy JIOKaJIbHOM OCBELIEHUH yyacTKa JuaMe-
TpoM 1 MM ¢ LIEHTpPOM B 00J1aCTU M3MepeHUs (yopec-
HeHuMu. a — U3meHeHus gayopecueHIUU XJIOpoduii-
na F.' B otBeT Ha reHepauuio I1J1 npu ¢ =50 ¢ (MOMEHT
BO30YXIeHUS OTMEUYEeH BEPTUKATBbHON IITPUXOBOM JTH-
HUIi) TTpU OOIIIEM U JIOKAJTbHOM OCBEILIEHUU; 6 — U3Me-
HEHUS TpaHCMEMOPaHHOTO MOTeHIIMAJIa TIJIa3MaJleMMBbl,
BbI3BaHHbIe TeHepalueit [1]] pu ob1eM 1 JoKaIbHOM
OCBEIIICHUH.

(exTa 1mocse oCTaHOBKM IOTOKA, TOBOPUT O BaxkHOi OTMEYEHO yCUJIEHUE HEOTHOPOIHOCTU (DOTOCUHTE-
pONN DaAbHUX MUKPOMDIIYUIHBIX KOMMYHUKALIU THUYECKOU aKTUBHOCTH U COCTaBa LIUTOILIA3MbI IIPU
B BOBHUKHOBeHUU KoyiebaHmil. ClieqoBaTeiabHo, 1- BO30YXXIEHUU KaK CIEICTBUE OCTAHOBKY IUKII03a
ToIlIa3Ma, IIPOTEKAOIas Yepe3 001acTh UBMEPEHU Y CTUMYJISILUU poToBOCCcTaHOBIEHUST O, IPU BO3-
B TeueHne 100—800 ¢ mocsie Bo3OyxaeHus miasmanem- pactaHuu [Ca**],.

MBI, XapaKTepu3yeTcss HEOMHOPOIHBIM COepKaHNEM
psiZia KOMIIOHEHTOB (I1pearnosnoxurenbHo, H,O, npu
MTOBBIIIEHHOM OCBEIICHHOCTH ¥ BOCCTAHOBUTEIBHBIX
SKBUBAJIEHTOB Ha cj1aboMm cBety). Ha puc. 5 anBezLe; BO3BYXJIEHUS
Ha IpearoiaraeMas cxema ConpsikeHust moTokos H

yepes riasMajeMMy ¢ (POTOCUHTETUUECKON aKTUB- HN3MmepeHus: payopeclieHIMM HAa MUKPOYYacT-
HOCTBIO XJIOPOILJIACTOB B IIOKOE M IIPY BO3OYKICHNHU. KaX KJIETKU B COYCTAHNM C JIOKAJIBHBIM OCBEILICHUEM

I[TPOITYCKHAA CITOCOBHOCTb
[TJTASMOJECM B I[TOKOE U ITOCIJIE

BUOJIOTUYECKHWE MEMBPAHBLI Ttom4l Ne5-6 2024
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H' + HCO, = CO,

(xuci. 3oHa) pH 6.5

H+
pHLL /]\ pHLl Q/

Hoctaska C; u ypoBeHb pH Hexsartka C;, nuskuit pH,
ONTUMAJIbHBI JJIs1 hUKCALIUU u poct [Ca®'] mpu 1]
Co,

®CI > 0, > H,0,
ApH ™ NPQ

®CI-> NADPH +ATP >
accummsinus CO,

Y

OCTaHOBKa TCYCHU A

Puc. 5. ®yHKIIMOHAIBHBIC OTJUYUS «KUCIBIX» U «IIEJIOYHBIX» 30H MHTEPHONAJIBHBIX KJIeTOK Chara B TIOKOE U TIOCJIE Te-
Hepauuu ]I Ha mIasMaTruecKoilt MeMOpaHe. B Kucibix 30Hax Ha cBeTy paboraeT ATP-3aBucumbiii H*-Hacoc, uto cme-
naet pH, B c1abokuciyio o61acTb 1 crocoocTByeT npeodpa3zoBaHuio HenpoHuKatouiero anmona HCO;™ B HeliTpasibHyIO
npoHuKaouyio dopmy CO,. BeiBenenue nporonos H-Hacocom noxnepxusaet ciaboenoynoit pH muroruiasmsr (pH,),
cnocoberBytonmnit pukcaunu CO,. [lyroBasi cTpenka B IepUILIa3MaTUYecKOM MTPOCTPAHCTBE N300paxaeT MpoTeKaHue
3JIEKTPUUECKOrO TOKA Ha BHEKJIETOUHOM CETMEHTE KPYroBoii 1emnu. sl ea0uHbIX 30H KJIETKM XapaKTepHbI BbICOKas
H*-mpoBoarMocTh Tta3sMaieMMBbI, HeoOXomuMast IS TIOMIEPXKaHWs CyMMapHoTo 6anadca HY B uToIIasmMe, oTCyTCTBIE
npoHuKarolei popmel yrepona CO,, ocaxaenue kpucraanos CaCO; v cpaBHUTENbHO HU3KME 3HadeHus pH . M3-3a He-
xBaTku CO, 1 noHmxeHHoro pH, (OTOCMHTETUYECKHMIA TIOTOK IEKTPOHOB YACTUYHO MEPEKITIOYEH C aCCUMUIUPYIOLIETO
IIyTU Ha BoccTaHoBieHue O, ¢ obpazosanueM H,0,, KOTOpBIit JEHCTBYET KaK aKLeNTOp peakluy Xuia, BbI3biBast HehoTo-
xumndeckoe tyieHne (NPQ) dpayopecuenunn xinopodwmnia. Hakormnenne H,O, B xi0poruiactax conpoBOXIaeTCst €r0 Bbl-
BEIEHMEM B TEKYILYIO LUTOIUIa3My U pacnpoctpaHeHrueM H,O, ¢ moTokom no mimHe Kietku. Peskoe Bo3pactanue [Caz*]Ll
TIpY BO3OYXIEHNY BBI3bIBaeT MomasieHre H-Hacoca 1 H -nipoBomnMocTH, 9TO MPOSIBIISIETCA B CIIIAXKUBAHWY IIETOYHBIX
MMMKOB, BO3pAaCTaHNUU COMPOTUBJICHNSI MEMOPaHbI B 00JIACTH ILEJIOYHBIX 30H U B TEPEXOTHON TUTIEPITONSPU3ALINHT KIETKH.
[NoBbllIeHHE [Cal”]Ll Bo BpeMs [1J] ctumynupyet poroBocctanoBienue O, u odbpazosanue H,O, B yuacTkax ¢ MOHUXKEH-
HbeIM pH,;, a TaKXe BBI3BIBAET OCTAHOBKY TeUeHHUs LuToLIa3Mbl. Oba (hakTopa yCHUIMBAIOT HEPABHOMEPHOE pacrpeeeHne
A®K (H,0,) no iMHe KJIeTKU ¥ OTBEYalOT 3a MOSIBICHUE JUTMTETbHBIX OCUMILISALNI 3(p(EeKTBHOr0 KBAaHTOBOTO BBIXOIA
YII u MakcumanpHoii dutyopecueHunu F,' Kak noxkasareins Heoroxumuyeckoro TyieHus (NPQ) npu HabmoneHun Ha
MMKPOYUJACTKAX KIETKH.

y4acTKa B CTOPOHE OT 00J1aCTH U3MEPEHMS TTO3BOJIIOT  JIOKAJIBLHOTIO OCBEIIEHMS B TEKYILYIO LIUTOILIa3My 3KC-
CJIEONTH 3a Mepenadyeil MeTaboJIMYeCKOro CUTHaIa U3 TOPTUPYIOTCS (hOTOMETAa00IUThI, KOTOPhIE C TOTOKOM
SIPKO OCBEIIEHHBIX XJIOPOIUIACTOB B IUIACTUILI, DKC- [JOCTUTAIOT 00JIACTU U3MEPEHUS U BBI3BIBAIOT NIEpe-
[MOHUPOBAHHbIE Ha C1A00M UM YMEPEHHOM CBETY. XOIHbIe U3MEHEHUs PaKTuueckoii uyopecueHumm F”
J17151 3TOIA LieIM TTIOABOMIAT JTOKAIbHBINA (GOTOCTUMYA Y MaKCUMaJbHOM (iiyopecueHumn £ ' [63, 64].

(mnametp yya 400 MKM, UHTEHCUBHOCTD ~500 MKMOJIb B omocpenoBaHHBIX IMKIJIO30M M3MEeHEHUIX F”
KBaHTOB/(M? ¢), 1uTenbHOCTh 30 €) K y4acTKy, KOTO- U F,,” y4acTBYIOT META0OJIUTHI IByX TUITOB: BbI3BAH-
PBIi pacrojiaraeTcs B IIOTOKE IIMTOIIA3MBbI BBIIIIE, YeM  Hble UMY U3MEeHEHUS (PITyopecLieHIIMY UMEIOT Pa3HyIo
o6mactb n3mepenus gpiayopecteHuny (OD). B3oHe HanpaBleHHOCTh U OTIANYAIOTCS 110 KWHETUYECKUM
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xapaktepuctukam [65]. Bo3pacranue F’ mocie oc-
BEIIEHUS COCETHETO yJyacTKa 00YCIOBIEHO 3KCIIOP-
TOM U (PIIYUIHBIM TPAaHCIIOPTOM BOCCTAaHOBJIEHHBIX

coenuHeHuit (mpenmnoyioxureabHo, NADPH); oHo

BbIpaxkeHO HauboJjiee CUIbHO TpU caaboii (GOHOBOM

noncsetke (~10 MkMoub/(M? ¢)). BiusaHue nokaabHO-
r'0 OCBeIIeHMS Ha F' TIpOSIBIISIETCSI HE3aBUCHMO OT TOTO,
HaIIpaBJIEH JIM JIyd Ha y4aCTOK C KMCJIOM WU IIEJIOYHOMN

30HOI. OmHaKo n3MeHeHus F mipu tokam3auu O

B IIIEJIOYHOM 30He OBLIM HAMHOTO c/1abee, 9eM IpU pac-
nonnoxxeHnu OU @ B kucioii 30He [64]. OrpaHnyeHHOE

MOCTYIIJIEHE BOCCTAHOBUTES B XJIOPOILIACTHI 101

IIEIOYHBIMA 30HAMU, BEPOSITHO, OOYCIOBIIEHO OTCYT-
CTBHEM COOTBETCTBYIOIIIETO TpaIieHTa KOHIICHTPAIIN

Ha MeMOpaHax 000JIOUKMU.

Tywenue F,' B OTBET Ha ylaJ€HHOE JIOKAJIbHOE
OCBellgHHE MPOSIBIIsAeTCS TTPU (POHOBOM OCBEILIEHUMN
MOBBIMIEHHON MHTEHCUBHOCTH (~40 MKMOJIB/(M? C)),
KOTOpasi cama Mo cede HeI0CTaTOuHA /11 CHYKEHUST
F_'. BO3MOXHO, YTO 1OMOJIHUTEIBbHOE MOCTYIIEHNE
A®K 13 06J1aCTH JIOKAJIBLHOTO OCBEIeHNST Ha (OHO-
BOM CBETY TaKOM MHTEHCUBHOCTH MoBbIIaeT ApH
JI0 TIOPOTOBOTO YPOBHSI, TPU KOTOPOM MTPOUCXOAUT
cUJIbHOE He(hOTOXUMUUYECKOE TYyIIIEHUE.

MeTon MPUJIOXKEHUS JIOKAIBbHBIX CBETOBBIX UM~
myJIbcoB B cTopoHe oT O D 11071€36H TaKKe IJIsT U3Y-
YeHUsI MEXKKJIETOYHOIO TpaHCIIOpTa METab0IMUTOB [66].
st 9TO¥ 1IeTTN BasKHO 00eCTIeunTh (DPUMKCUPOBAHHOE
pacCTOSTHUE MEXIY ONITOBOJIOKHOM, IT0 KOTOPOMY
MOABOMST JOKAIbHbIIA CBETOBOI UMMYJbC, U O0JIa-
CcThIO U3MepeHus ¢iyopecueHunu. [1pu aTom 11e-
IMOYKY M3 ABYX MHTEPHOIAIbHBIX KJIETOK ITO0YEPEIHO
CMEIIAIOT TaK, YTOOHI B OMHOM CJIy4yae ONTOBOJOKHO
u O @ pacrnoysaraimch HaPOTUB OTHOM KIJIETKH,
a B IpyroM ObLIM 0OpallleHbl K COCETHUM MEXI0Y3-
M. M3MepeHnsT Ha CIBOCHHBIX MEXKIOY3/IUSX IIPH
cl1aboii (poHOBOI MOICBETKE MOKA3aIU, UTO Y3JIOBOM
KOMILIEKC mpomyckaet 10 30—45% BocCTaHOBIEHHBIX
MeTabOoJINTOB, SKCIIOPTUPOBAHHBIX 13 XJIOPOIIACTOB
KJIETKH-TOHOpAa, IpUIEM JJIs UX IIPOHUKHOBEHUS
yepe3 y3JI0BOM KOMITIEKC HeOOXOIUMO BpeMsI OKOJIO
12 c. B otimame ot 3T0T0, (hOTOMETA0OMUTHI, BHI3HI-
BaloLMe CUJIbHOE TylleHue F ' Tpyu ux MUKpodIy-
HWIHOM TPaHCITOPTE B MpeAesax OMHOTO MEXKI0Y3Hs,
He 00HApYXUBAJIM TaXe CIa00ro MpOHUKHOBEHUS
yepes y3J10Boi KoMILIekc [67].

Kpartyaitimmit myTh CBSI31 MEXKAY COCETHUMU MEX-
JIOY3IUsIMK 00pa30BaH ABYMsI INIOCKMMU KJIETKAMU,
PACIIOJIOXKEHHBIMU B IIEHTPAJIbHOM YaCTH Y3JI0BOTO
KoMIuIekca (IuT. 1o [68]). Pe3ynbrarsl ONBITOB ro-
BOPSIT O CEJICKTMBHOCTU MEXKJIETOYHBIX KOMMYHHM -
KalMii, OoCpeTOBaHHBIX YY4aCTUEM TIa3MOIECM,
KOTOPBIE MPENCTaBISIOT CO00M HaHOPa3MepPHbIE TSLKU
LIMTOILIA3MBbI, IIPOHU3BIBAIOIINE TOJICTHIE KIIETOYHBIC

BYJIBIYEB, KPYITEHMHA

creHKH. CTaHOBUTCS OY€BUIHBIM, YTO TUIA3MOIECMBbI
MPOMNYyCKAaIOT BOCCTAHOBJIEHHBIE COSNMHEHMS, BbI-
3bIBalOIIME Bo3pacTaHue F’, HO HEMPOHUIIAeMBI JIJIsI
areHTOB, BbI3bIBAIOLIMX TylIeHUE (QIyOpeCcLeHIUN
F_'[67]. K TakuM areHTaMm, MPeaoa0XKUTEIbHO, OT-
Hocsitest APK (H,0,).

Wcrnonb3ys napbl MHTEPHOOATBHBIX KJIETOK B CO-
YETaHUU C METOIOM JIOKAJIbHEIX CBETOBBIX MMITYJILCOB,
MOXHO 13y4daTh BausiHue I1J] Ha mepeHoc BOocCTaHO-
BUTEIbHBIX 3KBUBAJIEHTOB Uepe3 MiazMoaecMbl. Ocra-
HOBKA TeUEHUS LIUTOILJIa3Mbl, BbI3BaHHAsI FeHepaluei
I1[1, 3amepxxuBaeT qoctaBKy MeTabomtoB B OUD, urto
HCKaXaeT TUIIMYHYIO OTBETHYIO PeaKIInio F”Ha JIOKaJlb-
HOE OCBelIeHNE OTIAJIEHHOIO y4acTKa KjieTku [69]. TTuk
MEePEXOIHOr0 Bo3pacTaHust F” CHIKAeTCsT U JOCTUTA-
€TCsl CO 3HAYUTENIbHBIM 3aMo3aaHreM. BMmecte ¢ TeM
OTBETHAs peakuus [/, m3mepsieMasi IIocje IMPOXOXIe-
HUSI CUTHAJIa Yepe3 y3JI0BOI KOMILIEKC, IToaBepraiach
ele 0oJyiee CWIbHOMY HEMTPOIIOPIIMOHAILHOMY ITOIaB-
JneHuto nocie reHepauuu I10. Pe3yasraTbl TOBOPSIT
0 TOM, 4TO BiausiHue T1J1 Ha mpOImyCKHYIO CITOCOOHOCTh
IJIA3MOIECM HeNb351 OOBSICHUTD TOJIBKO N3MEHEHUSIMU
CKOPOCTH Te€UE€HUS LIUTOILIa3MBl.

Ilo-BuauMoMmy, y310BOM KOMILJIEKC BeAeT ceOs
KaK IIPOMyCKHAs CUCTeMa, B KOTOPOI BpeMsI IIpO-
XOXIEHUST MeTaboIUTa OIpeneIsieTcs CBOMCTBaMU
TUIa3MOJIECM, a He CKOPOCTBIO TEUEHUS KNUIKOCTH
B MHTEpHOIAJbHBIX KJIeTKaX. MHTepeCHBIM Kaue-
CTBOM 3TOI IIPOITYCKHOI CUCTEMBI SIBJIIETCS TO, UTO
KOJIMYECTBO NMPOHUKAIOUIUX META0OJUTOB 3HAYM -
TeJBbHO YMeHbIIaeTcst moclie reHepanuu 11, Torma
KaK BpeMs ITlepeceueHNsT 3TOro bapbepa MoaBEPracTcs
HEOOJIBIINM U3MEHEHUAM. 3aKPBITHE ITIA3MOIECM IS
MEXKJIETOUHOTI'O IPOXOXKISHUS IIPUPOTHBIX META00-
JIUTOB Ipu reHepaumu I B cocemHUX MeXI0y3IUsIX
MOXKET OBITh (PU3NOJIOTMIECKI 3HAUYMMOI peaKiIuei,
HampasJIeHHOI Ha MepepacIipene/icHIe BOCCTaHO-
BUTEIbHBIX 9KBUBAJIEHTOB MEXIY COCEAHUMMU MH-
TEPHOMAJbHBIMU KJIeTKaMU. B yCIIOBUSIX TTOKOS 3TU
MeTa0OIUTHI TPAHCITOPTUPYIOTCST U3 MECT MX M30BITOY-
HOI1 reHepally B 30HaX SIPKOTO OCBEIIEHUS K CJ1a00
OCBEIIIEHHBIM COCETHUM KJIETKaM, HY>KIaIOIIUMCS
B NADPH nnsa accumunsiuuu CO,. I'enepanus 11
MOXET CUTHAJIU3UPOBATh O MOBPEXACHNN KJIETOU-
HOM CTEHKU M HEOOXOIUMOCTH BOCCTAHOBUTENCH IS
yCcTpaHeHUs AedeKTa Ipy yIacTUH I1a3MaJIeMMHOM
NADPH-oxkcunassl [70]. IlepekintoueHue myTeit e-
peHoca BOCCTAHOBUTEIBHBIX SKBMBAJICHTOB Ha BHY-
TpeHHUE HYXIBI 32 CYET OTPaHUYEHHOTO KCIIOpTa
B COCEIHME KIIETKM MOXKET CIIOCOOCTBOBATH 3aXK1B-
JIEHUIO MECTHBIX TTOBPEXIEHUIN KIIETOYHON CTEHKMU.

KondumkT uHTEpECcOoB. ABTOPBI 3asIBJISIIOT, YTO Y HUX
HET KOH(JIMKTA UHTEPECOB.
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Role of Membrane H" Transport and Plasmalemma Excitability in Pattern
Formation, Long-Distance Transport and Photosynthesis of Characean Algae
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Illuminated giant cells of Characeae comprise alternating areas with H* pump activity and zones with
high conductivity for H*/OH~, which create counter-directed H* flows between the medium and the
cytoplasm. In areas where H* enters the cell, the pH on the surface (pH,) increases to pH 10, while
the cytoplasmic pH (pH,) decreases. The lack of the permeant substrate of photosynthesis (CO,) and
the acidic pH, shift in the region of external alkaline zones redirect electron transport in chloroplasts
from CO,-dependent (assimilatory) pathway to O, reduction. This electron transport route is associated
with an increase in thylakoid membrane ApH and an enhanced nonphotochemical quenching (NPQ)
of chlorophyll excitations, which underlies strict coordination between nonuniform distributions of pH,
and photosynthetic activity in resting cells. When the action potential (AP) is generated, the longitudinal
pH profile is temporarily smoothed out, while the heterogeneity of the distribution of NPQ and PSII
photochemical activity (YII) sharply increases. The damping of the pHo profile is due to the suppression
of the H" pump and passive H* conductance under the influence of an almost 100-fold increase in the
cytoplasmic of Ca?* level ([Ca®*],) during AP. The increase in [Ca?*]_ stimulates photoreduction of O, in
chloroplasts under external alkaline zones and, at the same time, arrests the cytoplasmic streaming, which
causes the accumulation of excess amounts of H,O, in the cytoplasm in areas of intense production of
this metabolite, with a weak effect on areas of CO, assimilation. These changes enhance the nonuniform
distribution of cell photosynthesis and account for the long-term oscillations of chlorophyll fluorescence
F,, and the quantum efficiency of linear electron flow in microscopic cell areas after the AP generation.

Keywords: Characeae, action potential, proton transport, chlorophyll fluorescence oscillations,
cytoplasmic streaming, long-distance transport
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