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MMPOTOHHAA PETYJIALNA ITPOIIECCOB ®OTOCUHTETUYECKON
TPAHC®POPMALINN DHEPTNU

E.K. 30JIOTAPEBA

Hnemumym 6omanuxu um. H.I. Xonodnoeo HayuonanvHoii akademuu Hayk Yxpaurul
01601 Kues, ya. Tepewenkosckas, 2

TpaHcMeMOpaHHBIN MPOTOHHBIN IPaAUEeHT, (OPMUPYIOIIMICS B THJIAKOUIAX BCIEACT-
BUe (POTOCMHTETUYECKOTO TepeHOCa IIPOTOHOB, SIBJSETCS HE TOJbKO dHEPreTUYeCKUM
WHTePMEINATOM, HO W BBITIOJHSIET BaXKHYIO PETYISITOPHYIO M CUTHAJIbHYIO pojib. CBe-
TO3aBUCUMBbIe U3MeHeHMsI pH B KOMITapTMEeHTaX XJIOPOIJIacTa OKa3bIBAIOT BIMSHME Ha
CKOPOCTb MepeHoca 3JIEKTPOHOB MO (HOTOCMHTETUYECKOM 3JIeKTPOHTPAHCITIOPTHOM 1ie-
1, He(HOTOXMMHUYECKOE TyIIeHUe (IyopecleHIIMM XJIopoduuia, 00paTUMYIO peJoKC-
TpaHchOpMaIMI0 KCAHTODWIIOB (TaK Ha3bIBaeMbIi BUOJAKCAHTUHOBBIN ITWKII),
dyHkumnonansHoe coctostHue AT®-cuHTa3bl, aKTUBHOCTh (PePMEHTOB TEMHOBOW (ha-
3l (hoTOCHHTE3a. B 0630pe MpuBeAeHbl JaHHBIE O BEJIMYMHE W MPUPOJE MPOTOHHOMN
OydepHON eMKOCTU TUJIAKOMIOB, PACCMOTPEHBI BOMPOCHI OTPAHUYEHHON PO Iud-
(by3um B mepeHOCe TIPOTOHOB B KJIETKE, OPraHM3alUK CHCIU(PUISCKUX MyTeil TpaHC-
[opra IPOTOHOB OT LIEHTPOB BbicBoOOXAeHNsT HT Kk AT®-cuHrase.

Knriouesbie cnroea: GOTOCHHTE3, XJTOPOTUIACT, CONPSDKEHUE, TPAHCMEMOPAHHBII TIPOTOH-
HBIM TPATUEHT, TPAHCIIOPT 3JIEKTPOHOB, (poTodocdopuampoBaHue.

B xonme ¢oTOCMHTETHYECKOTO TPAHCIIOPTA 3JIEKTPOHOB U MPOTOHOB B TUJIAKO-
uaax GopMupyeTcs TpaHcMeMOpaHHas Pa3HOCTh BJIEKTPOXMMHUYECKOTO IMOTEH-
yajga MOHOB BOAOPOIA (Apy+) — OCHOBHOM SHEPreTMYECKUii MHTEPMeaMaT
XKuBoW Kietku [38]. I'eHepupyercss Apy+ PENOKC- WIM CBETO3aBUCUMBIMU
IMPOTOHHBIMU HACOCAMH, a UCIOJIB3YETCS SHEPronoTpeO oMy depMeH-
TamMu, B niepByio ouyepenb ATM-cuHTA30i1 (PUCYHOK).

ABTOp XeMHMOCMOTHYECKOI Teopur Mwutdemn (LuT. 1mo [3]) BBeaI MOHS-
e npotoHaBrxkyieit cuiabl (IT1C), onpenensieMoii Kak

MJC = Apy+/F = A, — 0,06 ApH, (1)

rae A,. — TpaHCMeMOpaHHasl Pa3HOCTb 3JIEKTPUYECKUX TOTeHIUanoB; ApH —
pa3HocTh pH ¢ AByX CTOpOH MeMOpaHHI.

B pesynbraTte okucienus Boasl U miacroruapoxuHona (PQH,) B momen
TWJIAKOMJA BBICBOOOXIAIOTCS MPOTOHBI U (opMUpyeTcsl TpaHCMeMOpaHHast
IIJC. 3ateM B xoae TpaHcrnopra npotuBouoHoB [58] T C xoHBepTUpyeTCs
MIPEUMYIIECTBEHHO B ocMOTHUeCcKyIO hopmy (ApH). Ilepenoc H u3 aomeHa
B crpoMy 4epe3 ATd-cuHTrasy npuBomguT K obpasoBaHuio AT®. CkopocTb
TpaHcnopra 2/1eKTpoHoB 0T PQH, uepe3 KoMILIEKC LIMTOXPOMOB b f oaaBis-
ercs nipu Boapactanuu I1[C. Boszoyxkxaenue anteHusl @C II perymupyercsa
SHEPro3aBUCUMBIM TYLUEHUEM (gg) (IIyopecLeHIMN XT0pOdUILIa, BCIEACTBUE
Yero M3OBbITOK JIyYUCTOI sHepruu TpaHcopmupyercs B Terio. Ilapamerp g
CBsI3aH ¢ MpoToHMpoBaHUeM Oeiaka PsbS m pH-3aBucuMoli akTuBanueii BUO-
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Cxema NyTe CBETO3aBUCUMOIO TEPEeHOCa MPOTOHOB B TWJIAKOUIAX:

B — BuonakcantuH; 3 — 3eakcaHTWH; A — aHTepakcaHTWH; BJI® — BuonakcaHTuHaesnokcunasa; PsbS —
cyobenuuuiia OC 11; PQ — mnacroxunoH, Llut — komruieke nuroxpomoB; PC — mmactorimanuH

JnakcaHTuHIeanokeunassl (BID) [48], KoTopasi KaTaau3upyeT BOCCTAaHOBJIE-
Hue BuosiakcaHTuHa (B) mo anTepakcantiHa (A) u 3eakcaHTuHa (3). Takum
00pa3oM, IccUnaLus Bo30Y:XIEeHUs Yepe3 g 3aBUCUT OT KOHLeHTpauuu H*
B JomeHe [40].

O6e xomnonentsl IIIC — u ApH, u A, 5KBUBAJIEHTHBI B 00ECIIEUEHUN
cunre3a AT® sHepreTUUECKU U, MO-BUIAMMOMY, KUHETUYECKU. B paBHOBec-
HBIX YCJIOBMSIX B XJIOpOIUIacTax B omimuure ot MmutroxoHapuii [T C cyiiecTBy-
€T MPEeUMYILIECTBEHHO B (hpOpMe OCMOTUYECKOi1 cocrapisitonieii (ApH), a Bkian
3JIEKTPUYECKOM COCTABJISIIOIIEH (Pa3HOCTH IOTEHIIMAIOB) HEBEIUK [69].

M3-3a HU3KOI 2IEKTPUUYECKON eMKOCTU THIIAKOMIHBIX MEMOpPaH M OTHO-
CHUTEJIbHO BBICOKOI MPOTOHHOI Oy(depHOi eMKOCTHU JIIOMEHAa U CTPOMAJIbHOTO
KOMIIAPTMEHTA XJIOPOILIACTOB Apy+ TEPBOHAYATBHO 3aracaercsd IOYTH MC-
KJIIOUMTENBHO B popme A, [39, 56]. BosHuKIIee 3/1eKTpUUYECKOE MOJIE UHIY-
LUpYET MepeHoC IPOTUBOMOHOB — Haubonee BepoaTHo Cl-, KT u Mgt [66],
YTO HapsSILy ¢ POTOCMHTETUYECKUM TIEPEHOCOM MPOTOHOB KOMIIEHCUPYET BO3-
HUKIIAA A, ¥ B T€YEHUE HECKOJIBKMX CEKYHI II0CJIE Hayajla OCBEIUEHUS
OosblIad 4acTh Ay, pacnamgaercs, a Apy+ KOHBepTupyercs B (popmy ApH.

CoriacHoO UMeIIMMCS JaHHBIM, PH cTpOMBI MHTaKTHBIX XJIOPOILIACTOB
B TEMHOTE COCTaBJIIET OKOJIO 7, a Ha cBeTy Boapacraer g0 7,5—8,0 [17, 26,
72, 75]. Takue xe 3HaueHus pH xapakTepHbl M IJisI MHTAKTHBIX pacTeHUM
[24]. BToT muana3zoH pH onTuMaieH ISl aKTUBHOCTU CTPOMAJIbHBIX (DepMeH-
TOB, U3 KOTOPBIX T10 KpaitHeil Mepe 4 dhepMeHTa BOCCTAHOBUTEILHOIO MEHTO-
30ocaTHOro 1MKIA aKTUBUPYIOTCS Npu pH cylliecTBeHHO 6oJiee BBICOKHX,
yeM pH cTtpoMbl xi0oporiacToB B TeMHoTe. Tak, onTuMaibHbiii pH a1 pabo-
Tl DpyKTO30-6UC-DhocdaTa3sl cocTaBiseT 8,5—8,8; rauiepanbaerua-3-doc-
datnerunporeHassl — 8,0, cemorenTyne3o-ouc-pocdarazel — 8,5, pochopu-
OynoxkuHaszel — 7,9 [74]. [losTroMy yBeauuyeHue pH cTpombl mpu ocBellleHUU
XJIOPOIUIACTOB in Vivo UIrpaeT BaXKHYIO pOJib B aKTUBALUMU (PEPMEHTOB IIMKJIA
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KanbBuHa 1 B peryisiuuu Metaboau3ma Kietku B 1esaom [30, 49]. IIpu ocse-
LIEHUU W30JMPOBAaHHBIC TWJIAKOWIB aKKyMYJMPYIOT Ha CBeTy A0 1 MKMOJIb
H*/mr xinopodummia [29].

B pesynabTare 5THX MPOLECCOB BHYTPUTHIAKOMIHOE IPOCTPAHCTBO MOMI-
kucasiercsa no pH 4,7—5,0. I1pu Hachlaloleir ”THTEHCUBHOCTU CBeTa KOJIJe-
CTBO TMOIJIOLIEHHBIX U3 MEXTUIAKOMIHOTO MTPOCTPAHCTBA ITPOTOHOB COCTAaBJISI-
er 1 H" Ha omny monekyiny xmopodwnia npu pH 6,0 u menee 0,2 H' npu pH
8,0. I1pu 3TO0M cooTHOlIeHHe H' /e~ B HaTUBHBIX YCIOBMSIX paBHO 3 [8].

O6p1uHO BenmmurHa ApH B xjmoporuiactax in vitro oueHuBaetcs B 3,1—3,9
emquuul pH [9, 57], u, cooTBeTCTBeHHO, 3HaUeHUsI pH BHYTPUTUIAKOUIHOTO
IMPOCTPAHCTBA MPHU HACHILIAOIIEM ocBellleHnn — 3—4. Kpamep B Liukie pa-
00T, MOCBSILIEHHBIX U3MepeHU0 BeauuuHbI [T C in vivo mpy U3MeHEeHUH yC-
JIOBUI CylllecTBOBaHUS pacteHuit [6, 11, 31, 36, 38, 64, 72], ycTaHOBWI, 4TO
BeJIMUYMHA BHyTpuUTWIakougHoro pH He mamaer Huxke 5,8. CormacHo ero xe
OLIEHKaM, TP OCBEIIEHUM MHTAKTHBIX PACTeHUN B PaBHOBECHBIX YCIOBHSIX
BeaM4MHa A, coctapiseT oT 10 o 40 MB. DToT InMamasoH A, COOTBETCTBYET
2—22 % Apy+ npu ApH 3 enunnnst u 8—33 % npu ApH 2 eauHunel. Takum
0o0pa3oM, U3MEPEHUS, BBIMIOJIHEHHBIE in VivO C UCMOJIb30BAaHMEM HEUMHBA3VB-
HBIX CIIEKTPAJIbHBIX METOMOB [55], MOKa3aiu, 4TO XOTS A, COCTABJISIET TOJBKO
4acTb OOLIEro Ap+, OHa MOXET CHUJIbHO M3MEHUTb DHEPIreTUYECKMIA OamaHC
pacrenus. CoxpaHeHMEe 4aCTU SHepruu B (OpME A, IO3BOJIAET U30eXKaTh
YpPE3MEPHOTO 3aKUCJICHUS JIIOMEHA U, TaKUM 00pa3oM, MHruouposaHusi pH-
3aBHUCHUMBIX IIPOLIECCOB, HETATUBHO BJIMSIONIEro Ha (hOTOCUHTE3 [65].

Caasp mexny ApH u Ap,,+ B xsmopomnactax. OnuH U3 IOAXONOB K OLEH-
Ke JIIoMeHaibHOro pH cocTout B onpeneieHnn BEIUYUHBL A+, HEOOXOMM-
MOM TSI DHEPreTUUYECKOTO O0ECIeYeHMsT peaklMyd CHUHTe3a WIM TUAPOJIM3a
ATO:

A®3~ + HPO?™ + H* - AT®* + H,0;

+ +
nH™ — nH™

IIpu pH 8 dakTop ¢ ~ 1, a ¢akTOp # YMCIEHHO PaBEH KOJIMYECTBY IPO-
TOHOB, TIEPEHECEHHBIX M3HYTPU TUJIAKOMAOB HAPYXKy MpU CUHTe3e (TUIPOJIU-
3e) omHo# MoeKynbl AT®. 3aBUCMMOCTb ABMXKYIIEH cuiibl hoTodochopuin-
poBanus (mn ruaponnsa AT®D) oT Ap+ ONUCHIBAETCSA YPABHEHUEM

AG = AG, — nApy+ (n = H*/AT®), )

rmue AGp — docdaTHbIN MOTEHIIUA.

Cunre3 AT® Bo3MoxkeH, eciu AG < 0; B ciyyae AG > 0 o6pa3oBaBILIMii-
ca panee AT® runponusyercs [3]. Korna AG = 0, ckopocTu 060uX Tpoliec-
COB PaBHBI HYJIIO, M MOXKHO OIpeAeNUTh NapaMeTp #. YeM BoIlIe #, TeM 0OJIb-
ure BeM4rHa AG,1q MU JAHHOTO Apy+. OT BEIMYMHBI 7 3aBUCUT YPOBEHb
AG,r1q, IPU KOTOPOM HAaYMHAETCS OOpaTHas peryssiuus yepes ApH. Mamepe-
Hue Benmuunbl n 11 CF,CF, npoBoanioch Ha MPOTSKEHUU MOCIEAHUX JIET,
B paHHUX paboTax ee 3HaUYeHUe ompenessiu Kak 2 [51], mo3nHee — 3 [5] u 4
[34, 35, 62].

IIpenmnonaoxuB, UYTO 3IEKTPOXMMHUYECKUII TpagdeHT B XJIOpPOILIacTax
MpeacTaBiIeH TOJbKO (OpPMOIl TpaHCMEMOPAHHOTO MPOTOHHOTO TrpaaudeHTa
ApH, AG,1q = 40—50 x[Ix/moinb, pH cTpomsl 7,8, a peakuus cuHTeza ATD
OJM3Ka K paBHOBECHIO, 3HAYEHMSI BHYTpUTWIaAKOUAHOro pH, paccumTaHHbIe
no ypaBHeHUusiM (1) u (2), BapbUpPYIOT OT 2 10 4 B 3aBUCUMOCTH OT 3HAYEHUS
mapameTpa #. Eciu n = 4 wnm 6onee, ApH cocransger 1,8—2,2 enunui pH,
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torma Kak npu n = 2 ApH oyner 3,5—4.,4 [6, 39]. CiaenoBaTelbHO, CUHTE3
AT® B0o3MOXEH MPU OTHOCUTEIBLHO HEOOJBIINX 3HAYECHUSX TpaHCMEeMOpaH-
HOTrO TIPOTOHHOIO TpamueHTa, a 3HaueHue pH B JrOMeHaJbHOM IPOCTPAHCT-
Be TWJIAKOMIOB IIPY OCBEILUCHUM He MafgaeT Huke 5,6. OT KOHIIEHTpaLKK CBO-
OOOHBIX MOHOB BOHOPOIA 3aBUCSIT KaK aKTUBHOCTb (PEPMEHTOB TEMHOBOM
¢asbl PoTOCHHTE3a, TOKAIM30BAHHBIX B CTpOME, TakK U (PYHKIIMOHAIBHOE CO-
CTOSTHME TIEPEHOCUMKOB 3JIEKTPOHOB M HEKOTOPHIX pH-4yBCTBUTETBHBIX O€IKO-
BBIX KOMIIOHEHTOB, 00OpallleHHbIX B JIloMeH. KpoMme Toro, 3akucieHue JioMeHa,
corpoBoxnamliee ¢hopmupoBanue ApH, siBisieTcsl ieHTpaIbHBIM KOMITOHEH-
TOM OOpPaTHO# CBSI3U B PETYJISTOPHBIX cUcTeMax dorocuHTe3a [38].

Ceasp Mexny Apy+ M akruBHocTbio H'-AT®a3pl. TpaHcTUIaKOMIHBIN
App+ HEOOXOIUM HE TOJBKO st obecneyeHus: cuntesa AT®, HO u s ak-
tuBauuu AT®-cunTtazel. CuHTe3 AT® oCcyllecTBIsSIeTCS B X0 PaBHOBECHO-
ro oToCHMHTe3a, TaK UYTO HWXKHUI Tpeaes TpaHCTHIaKouaHoro ApH mMoxHo
OLIEHUTb, UCXOS 13 TTOPOrOBOr0 YPOBHS, KOTOphIN akTuBUpyeT ATM-cuHTAa-
3y. Xanraprep [23] 3axkmouni, yto AT®-cuHTa3a, peryisiTopHasl y-cyobeau-
HUIIA KOTOPON HAXOMMTCS B BOCCTAHOBJIEHHOM WJIM CBETOANAITUPOBAHHOM
COCTOSIHUM, CTAHOBUTCS aKTUBHOM Npu AG,1q = 45 KIX/Mob. OTMETHM,
YTO B Mpeaesax olMOKY SKCIepUMEHTa, 10 KpaifHel Mepe, YacTUYHas aKTH-
Bauus umMeeT MecTo Tpu 38—45 kJIxk/Moab. DKcrepuMeHTH 1o pH-ckauky B
M30JIMPOBAaHHBIX TUJIAKOMAAX IMoKaszaiau, 4to ApH okono 2 emuHuIl HEoOXO-
UM JUIS aKTUBALUK y-CyOBeNMHUIBI BoccTaHOBIeHHOU AT®-cuHTasnl [28].
B MHTaKTHBIX pacTeHUsIX y-CyObenuHUIIA BoccTaHOBIeHHONH ATd-cuHTa3bI
XJIOPOTIJIACTOB MOXET OBITh aKTMBHPOBAHA OMHOW IIOJIyHACHIIIAIOIIEH
BCIBILKOM [37]. B 00LIEM OLEHKM BEIUYUHBI Apy+, OCHOBAHHbBIE HA aKTH-
Baruu AT®-cuHTa3bl, yKa3blBalOT Ha Goyee HM3Kui mpenen ApH (1,7—2,6
€IVHUL) B 3aBUCUMOCTH OT BeJIM4YMHbl 1 — 4 wiau 3. Ecam A+ cyluecTByer
TOIBKO B hopMme ApH, BepxHss rpanuiia pH qoMeHa (mpu HU3KOM OCBEIEH-
HOCTH, KOTJIa CKOpOCTh (POTOCHMHTE3a HEBEJIMKa) cocTapiser or 5,2 mo 6,1 (B
MPEenoaoKeHNN, YTo cTpoMaibHblli pH paBeH 7,8) [39]. MoxXHO 0OXUAATh,
YTO TPU HACHIIIAIOIINX MHTEHCUBHOCTSX cBeTa pH MtoMmeHa 1o kpaiiHeit me-
pe Ha eIUHUILY HIKE 3TOrO IMOPOTOBOIO YPOBHSI.

B Hactosiee BpeMs BBIIESIOT cienyroiiue pH-3aBucumbie POLECCHI,
MPOTEKAIOLIKe B JIIOMEHE TWJIAKOMAOB (CM. PUCYHOK): 1) aKTMBHOCTH LIUTO-
XPOMHOTO b f-KOMILIEKCA, ABJIAIOIIErOCs «UE€HTPaJbHBIM» TPOTOHHLIM HACO-
COM B 2JIGKTPOHTPAHCIIOPTHOM I1I€TH, 3HAYUTEIBHO YMEHBIIAETCS yKe IpH
pH < 6,5 u3-3a «obparHoro gasiaeHus» ApH, mostoMy GopMupoBaHue BLICO-
kux ApH Ha MemOpaHe MPUBOIUT K 3aMEIJICHUIO KITIOUEBBIX (DOTOCHHTETHYE-
ckux peakuuii [7, 18]: 2) sHeproszaBucrUMOe He(POTOXMMMHYECKOE TYyIIECHIE
BO30YXKIeHUs XI0popuia (g;) — Mpouecc 0e30MacHON IUCCUTIALMK U30bIT-
Ka CBETOBOM 3HEPruM B TEIUIO, aKTUBUPYETCS MPHU 3aKUCICHUM JoMeHa [13,
53]; 3) mpoTOHUpPOBaHMWE OCTATKOB SKCIOHUPOBAHHOIO B JIIOMEH IUTMEHT-
cBasbiBatoliero 6enka anteHHel DC 11 PsbS [41, 27] obecrnieunBaeT ycio-
BUS I He(POTOXMMHUUYECKOro TyIIeHUs ¢ayopeclueHUnn; 4) aKTUBaALIUSI
BUOJAKCAHTUHIEIMOKCUAa3hl — (epMeHTa, JOKAJIM30BaHHOTO B JIOMEHE,
KaTaJIM3UpPYIOIIero MpeppalleHre BUOJaKCaHTMHA B aHTepaKCaHTUH U 3ea-
KcaHTUH [13, 44].

HBa mocnenHux pH-MHAyIMpOBaHHBIX Ipollecca, aKTUBUPYSCh COIJIa-
COBaHHO, BbI3bIBAIOT Takue udmMeHeHus B OC 11, B pe3ynbTaTe KOTOPBIX XJIO-
podur MoxeT TepenaBaTh M30BITOK SHEPTUM BO30OYXKIECHUS 3€aKCAHTHHY,
KOTOpBI, BO3BpaIllasicb B OCHOBHOE COCTOSIHUE, AUCCUITUPYET <«JIHUIIHIOI»
BHepruio B Terwio [27].
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DTO 0COOEHHO BaXKHO JJISI TOHMMAHUS OCHOB IPOAYKTUBHOCTH pacTe-
HUI, TTOCKOJIBKY B CTPECCOBBIX YCIOBHUSIX U30BITOK CBETOBOM SHEPIUU MOXKET
HapyLIaTh PEryJIsITOPHbIE IIPOLIECCH, BhI3bIBasl (hoTonHrnbuposanue [36]. Ca-
MO MO cebe 3aKUCIeHUE JIIOMEHA, €CIM OHO HE OTPEeryJUpOBaHO MOJLKHBIM
00pa3oM, MOXET CeHCUOMIM3UpoBaTh (porouHrnoupoBanue PLI. Dtu cBsI3mu
HeoOX0AMMO OXapaKTepU30BaTh KOJUUYECTBEHHO, YTOOBI MOHAThH, KaK aKTUB-
HOCTb (POTOCHMHTETUYECKOTO aIrapara COOTHOCUTCS CO CKOPOCThbIO OMOXUMMU-
YeCKHUX TPOLECCOB B paCTeHUHU B MpOIeCCe amanTaluyd M aKKJIMMaTU3aluud K
U3MEHSIIOIIMMCST YCJIOBUSIM BbIpAIIMBAHUSI.

IIporonnas OydepHas eMKocTh xjopomiactoB. MizameHenue pH B 6uoso-
TMYECKUX CHCTeMaX SIBJISIETCS MOIIHBIM MOAYISTOPOM (DYHKIMOHAIBHOM aK-
TUBHOCTU MHOTMX (pepMeHTOB. JlmMara3oH 3THX M3MEHEHWI 3aBUCUT OT Oy-
¢epHOli eMKOCTHM, BeJUYMHA KOTOPOH CWJIBHO OTIMYAETCS B pa3IMUHBIX
KOMITApTMEHTaX KJIETKW U OMpeIessieTcss KOHIEHTpalMel TOABUXKHBIX Oy-
¢epHBIX coeaMHEeHUI (TakuX, Kak (ocdar, aMUHOKMCIOTHI, HYKJICOTUIbl U
T.1.), UMMOOWIM30BaHHBIMUA Oy(EepHBIMU TpyIIaMd MeMOpaHHBIX OEJIKOB U
dochomunuaos.

CornacHo Xesny U coaBT. [26], BennunHa OydepHoi eMKocTu (B) cTpo-
MaJIbHOTO TMPOCTPAHCTBAa MEHbIIIe, YeM [ BHYTPUTWIAKOMIHOIO 00beMa M30-
JIMPOBAHHBIX MHTAKTHBIX XJIOPOILIACTOB, a CpeAHUe 3HayeHMsT pK 3TUX ABYX
Oy(epHBIX CHCTEM COCTABIISIIOT COOTBETCTBEHHO 5,5 u 6,8. [Ipenmosaraercs,
yro pH BHyTpM TWiIaKOMIa CHMXKAETCS MPU OCBELICHUM C 8 10 5, BHYTPUTU-
JIAKOUIHBIA OOBEM COCTABJISAET 2 MKM?>, CTPOMAJIBHBIA 00beM — 30 MKM3,
BHYTpUTUJIAKOMIHAS OydepHast eMKOCTh B muana3zoHe pH mexnmy 6,5 u 8§ —
30 umonb H*/(Mxm3-en. pH) npu pH < 6,5 [66, 71].

IOnre [29] Tak Xe, Kak ABpOH W c0aBT. [71], cuuTas, 4To BHYTpUTHIA-
KougHas 0yhepHOCTh 00ecreunBaeTCsl B OCHOBHOM 3apsDKEHHBIMU OEJIKOBHI-
MU rpynmnaMu ¢ pK okono 5,2. KoHleHTpauus BHYTPUTUIAKOUIHBIX Oydep-
HeIX rpynn mpu pH 7,2 cocrasnsiet ot 0,8 o 1 MM [29]. dum [17] oueHun
BKJIaJ, aMMHOTPYIII JIM3MHA ¢ aHOMaJIbHBIM pK B Oy(epHYI0 eMKOCTh THJIAKO-
WUIOB U mokKa3zaj [14], uTo BeJIMYMHA MTPOTOHHOI Oy(hepHOI eMKOCTH THIaKO-
UaHbIX MemOpaH rpu pH 7,8—8,2 cocrapnser okoio 150 umone HY/Mr xio-
podwmina, u3 koropoit 30—40 HMOJb TIPUHAUIEKUT JTU3MHOBBIM OCTAaTKaM C
aHoManbHO HuskuMm pK, (~7,5), a ocraBuwiasicsas Oy(hepHOCTb CKOpEE BCETO
obecrieynBaeTCsd KapOOKCUJIBbHBIMU TpynramMu. Takoil pe3epByap MpPOTOHOB
MOXET OBITh UCIIOJIb30BaH I aKKyMyasaiuu HY, HeoOXomuMbIX 11s1 obecrie-
yeHUs peryasauun U cuHte3a AT®. IIpu 3TOM CYIIECTBYIOT BO3MOXHOCTU
IBVKEHUS IIPOTOHOB 4epe3, BAOJIb WJIM BHYTpM MeMOpaHBI IMyTeM CMEHBI HX
CBSI3bIBaHUS OTPEACTIEHHBIMIA MPOTOHAKLENTOPHBIMU Tpyrnamu [17].

Opranu3anusa myreii nepesoca npoToHoB. ONMH U3 TTOCTYJIATOB XeMHUOCMO-
TUYECKOU TEOPUU COCTOUT B TOM, UTO CKOPOCTb NU(MGY3UM IMPOTOHOB B BOAE
OYeHb BHICOKA [14], mMO3TOMY MPOTOHHI C BLICOKMMU CKOPOCTSIMU IT€PEHOCSIT-
cg yepe3 BoaHyo a3y B HampabieHUn AT®P-cunrasbl. [IpoTuBomosoxHast
TOYKA 3PEHUS COCTOSUIA B MPEATIONOKEHNH CYILIECTBOBaHUS CEIU(UIESCKHUX,
JlaTepajbHBIX MyTEW TpaHCIOKaLMK MPOTOHOB [17]. BhicKa3biBaavCh Mpeamno-
JIOKEHUSI OTHOCUTEJIBbHO CYIIECTBOBAaHMS B THJIAKOMIHBIX MeMOpaHaxX Tak
Ha3bIBAEMBIX «IIPOTOHHBIX JOMEHOB» [52] — yYacTKOB C IOBBIIICHHOW KOH-
LIEHTpalMeil MPOTOHAKILIENTOPHBIX TPYII, HE HAXOMSIIUXCS B PAaBHOBECHU C
BogHOI (aszoit [43, 67, 70]. [IpOoTOHBI, MOCTYITAIOIIE OT CBETO3aBUCHUMBIX
TeHEPUPYIOIIMX TOMII, B KOHEYHOM CYETe BBIHOCATCS M3 TUJIAKOMIa 4depe3
npotoHIpoBoaduii myte AT®-cunTrasel. Borpoc, kKakum o6pa3omM opraHu-
30BaHa TPaHCIOKAIMSl MPOTOHOB MEXAY TeHEepUPYIOIIel W MOTpeOsIoneit
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IMOMIIaMH, CTajl OJHUM M3 HamboJjiee TUCKYCCHUOHHBIX MPU OOOCHOBaHMU
XEMMOCMOTHYECKON TeOpUU 3JeKTpoxuMmudeckoro comnpstkeHus [3]. Cornac-
Ho wmutu [17], OydepHbIe TPyIIIbl TUJIAKOMAHBIX MEMOpaH, y4acTBYIOIINUE B
CBETO3aBUCUMMOM ITOIIOLIEHUU MPOTOHOB M (DOPMUPYIOIIME CrielnpUuIecKuit
IIPOTOHIIPOBOASIIMUIA ITyTh, O0ECIIEYNBAIOT TPAHCIOKALIMIO IIPOTOHOB oT H*-
TeHEePUPYIOIIMX LIEHTPOB K MPOTOHHBIM KaHaitaM AT®-cuHTa3. Ha npotsoke-
Huu 1noutu 40 JIeT BONPOC OpraHM3alMu IyTeil TpaHCIOKAIlMM ITPOTOHOB
MEXIy TeHepUpYIOIlIei 1 MOTpeOIsAIoNIeil MTPOTOHHBIMY TIOMIIAMU TIpUHAJIe-
XajJ K Hambosiee oOcy:kaaeMbIM IMpobiemaMm 6uosHepreTtuku [3, 73]. Cropo-
HaMU OUCKYCCUU BBICTYNAIU MPUBEPXKEHIIBI OCMOTUYECKOTO TIPUHIIMIIA pac-
MIPOCTPAaHEHUSI IPOTOHOB Yepe3 00beM OOBOIHEHHOIO KOMITapTMeHTa |3, 38]
U CTOPOHHUKHU TEOPUH «JIOKATBHOTO COIpsLKeHUs» [33, 73], cumTaBlIne, 4To
MMPOTOHBI TPAHCIIOPTUPYIOTCS MO BBIACICHHBIM MyTSIM B MeMOpaHe WM IpU-
MEMOpPaHHBIX CJIOSIX.

B mocnegHue roapl B CBSA3U C MOSIBAEHMEM HOBBIX 3KCIIEPUMEHTATbHBIX
MaHHBIX TIPOOJEMe OpraHu3allM MepHOcCa MPOTOHOB MEXIY IPOTOHTEHEPU-
PYIOIIIMMM KOMIUIEKCAaMHU M TIPOTOHHBIMM KaHaJlaMH, OTCTOSIIIIUMM OT UCTOY-
HUKa Ha 3HAYUTEJIHLHOM PACCTOSIHMM, BHOBB YIEJSeTCs OOJIbIIoe BHUMaHUE
[2, 10, 17].

B nmepByto ouepenn cieayeT YIIOMSHYTh paOOThl, B KOTOPBIX OLIEHUBAET-
cg cKkopocTh auddy3un IMPOTOHOB B MaTpuKcax XuBou kietku [19, 30, 49].
LuTonnaszmMa m MaTpUKC, 3aKJIIOYEHHBIH B O0OBeMax pa3IMUHBIX OpraHelul,
MPEACTaBISIOT CO0O TOBOJBHO KOHILIEHTPUPOBAHHBIE OEIKOBBIE PAcTBOPHI,
coepKalllie 3HaYMTeNIbHbIE KOHIEHTpauuu ¢docdarta, aMUHOKUCIOT U JIPY-
TUMX COeNMHEHUI, MMeIoINX OydepHbIe TPYMIbI, CIIOCOOHBIE K MPOTOHUPO-
BaHUIO TNpU (pusnonorndeckux 3HaueHUsX pH. OOBIYHO MX KOHLEHTpALMS
cocrasiser ot 1073 no 1072 M. TTostomy auddy3usi HOHOB U HU3KOMOJIEKY-
JIIPHBIX COEIUMHEHUI BHYTPU KJIETOK IPOMCXOAUT ropasio MemjeHHee, YeM B
BOJIHBIX pacTBopax [4]. Tak, B MuonuTax Kaxyuuiicsa KosaduuueHT nuddy-
31 nmpotoHoB coctasisier D = (8—12,5)-1077 cm?/c, uto Gonee yem B 200
pa3 menblre, yeM DH B Bome. B HekoTopbix ciydasix 3amemieHne aubdy-
31U TIPOMCXOAUT M3-3a CBSI3bIBAHUS MOHOB MJIM MOJIEKYJI C OTHOCUTEBHO He-
MOJABIDKHBIMU BHYTPUKJIETOUHBIMU KOMIIOHEHTAMM, TAKUMU KaK MeMOpaHO-
CBSI3aHHBIE OpraHesUIbl WM DJIEMEHTHI IIUTOCKeneTa. Eciu 3To cBsI3BIBaHUE
JIMHEHO M 00paTMMO, TO KOHILIEHTpAalLMs CBSI3aHHBIX MOJIEKYJI BCErdga Ipo-
MOpPLMOHAJIbHA KOHLIEHTPALIMU CBOOOAHBIX MOJIEKYJT C KOHCTaHTOU R. B aToM
ciayJae Kaxyuuiics KoadouimeHt nuddysun paseH D/(1 + R), roe D — Ko-
a¢duLmreHT cBoboaHONM MMMGY3UU B LIMTOILIa3Me (3HaUYEHHE KOTOPOTO TOJIK-
HO OBITh MEHBIINM, YeM B BOJHOM pacTBOpe M3-3a (pU3UUYECKUX (PaKTOpOB,
TaKHUX Kak OoJiee BbICOKAsl BSIZKOCTh). MOHBI M HU3KOMOJIEKYJISIPHBIE COEIV-
HEHMST MOTYT TaKXe CBS3bIBAThCS C MOIBMXKHBIMU BHYTPUKJIETOUHBIMU KOM-
IMOHEHTaMM, HalpuUMep ¢ aHHMOHaMHu docdaTa WIM APYTUMU HU3KOMOJE-
KyJSpHBIMM aHUOHAMU. DTOT TUI CBSI3bIBAHUS TAKKe BJIMSIET Ha 3HAUYECHUE
Kaxyierocs koagpduunenrta nuddysun. BeipaxkeHue 1151 KaxKyierocs: Koag-
¢unmenTa 1udhy3un MPOTOHOB TIPU HATUYWH TTOABWKHBIX 1 UMMOOMIN30BaH-
HbBIX OyepHBIX IpyIr, O0bUTo BeiBeaeHO FOHre n MakJlaymuHowm [30]:

+ D HM [M 06Lu]
Kwu

+KM+KF

Dy

H —
D Kax

1
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rae Dy — xoshduuuent nuddy3un cBOOOIHBIX POTOHOB B BOAHOI (ase;
Dy — xoodduuvent muddysur noarxkHbx Oyhepos; [My, | — obuuas
KOHILEHTPALMs MOJABIXKHBIX OybepHbIX rpymir; [F 5 | — oOlas KOHLeHTpaus
(buKcHpoBaHHBIX Oy(epHbIX Tpym; K — KOHCTaHTa MOHM3aLUMU TOIBIXHbIX
OydepHbIX rpynm; Kp — KOHCTaHTa MOHM3AUMK (MKCUPOBAaHHBIX Oy(hepHbIX
TpyMIIL.

DTO BBIpaXXeHUE CIIpaBeUIMBO TOJIBKO TIpY 3HaYeHUsIX pH, 3HauuTe1bHO
npeBbianx pK OyGepHBIX TPyMHIl, U WLIIOCTPUPYET TPU OCOOEHHOCTH
muddy3un mpoToHOB B OydepHbIX pacTBopax: 1) Kaxylmuiics KoadduimeHT
nud@y3un MpoTOHOB BCeraa MeHbllle, ueM KoadduiueHT quddy3un cBoOOI-
HBIX TIPOTOHOB; 2) YBeJIWYEHHE KOHIIEHTPAlMXM MMMOOWIM30BaHHBIX Oydep-
HBIX IpyINn Beerga ymeHbiaetr DH; 3) yBennueHre KOHLEHTPALNK TTOABHX-
HBIX Oy(epoB MOXET yBEIMYMBATDH DHKa}K MpU HaJTUYUUM UMMOOUIM30BAHHBIX
Oy(epHBIX TPYIII.

Teopetnueckuii aHaau3 mnpolecca AUGOy3un MPOTOHOB B PacTBOpPAX
OeJIKOB M1 MHOTOYMCJIEHHBIE 3KCIIEPUMEHTAIbHBIE MCCISIOBAHUS CBUAETEIb-
CTBYIOT B I0JIb3Y TOrO, YTO CBOOOAHAas AU dy3us IBIIeTCS T0BOJBHO HEI(D-
(PEeKTUBHBIM MEXaHM3MOM TpPAHCIIOPTa MPOTOHOB M3-3a TOTO, B YaCTHOCTH,
YTO TIpU (PUBMOJOTMYECKMX 3HaUeHUsIX pPH 1 B cTallMOHApHBIX YCIOBUSIX Tpa-
IHUEHTHl KOHIIEHTpallMi MOHOB BOIOpOJA B IIpelneaX KOMIapTMEHTa He mpe-
Boimaitr 1077—1078 M [18]. Koadduuument auddys3nn cBOGOIHBIX IIPOTOHOB
B BOAHBIX pactBopax npu 25 °C cocrasiser 9,3:1075 cm?/c [4], B pusnonoru-
YECKMX YCIOBUSIX KOHLEHTpauus OydepHbIX BewiecTs — oT 1073 go 1072 M.
Takue pas3auuus B KOHLEHTpauuu HT compoBOXMAIOTCS pasHUIIEH B KOH-
LIEHTpAllU MOHOB BOIOPOJA, CBA3AHHBIX ¢ Oy(epHBIMU TPYIIIaMu, IO Kpaii-
Heil Mepe or 1073 10 1072 M wim Gosiee. DTa 3HAYUTENBLHO 0OJIEE BBHICOKAS
pa3HMlIa KOHIIEHTpALMi CBSA3aHHBIX IPOTOHOB KOMIIEHCUPYETCSI HU3KUMM
3HaUeHUAMU KO3 duumeHToB 1uddy3nn MoOUIBLHBIX 0y(hepoB: Ko3hhUI-
eHT nuddy3un Takoro MoABMXKHOro 0ydepa, Kak docdaT, UMeeT TOT XKe MOo-
PANOK BeanyuHbl, 4to 1 HCO,™ (7,0-1076 cm?%/c). Kaxk nokasaau T'upc u I'poc
[19], obaeryenHslii auddysueii ¢ocdara mepeHoc MPOTOHOB Oosiee YeM B
10 000 pa3 saddexkTrBHEE, yeM cBoOomHas nuddysus HT. BeicokoaddekTns-
HBIM CIIOCOOOM TpaHCIOpPTa MPOTOHOB SIBJISIETCS] HE TOJBKO AUpDy3us HU3-
KOMOJIEKYJISIDHBIX Oy(epHBIX BellecTB, HO U AuGdy3us OeIKOBBIX OydhepoB
[2]. C yyacteM o4eHb OOJBIIMX OEJKOBBIX MOJEKYI OOJEeTYeHHBIN TpaHC-
IOPT MPOTOHOB MPOUCXOAUT I(PGHEKTUBHO HE TOJBKO IPU ITOCTYIATEIHLHOM,
HO U TIpY BpalaTeJIbHOM IBIKeHUU Oeyika. [TokazaHo Takke, 4To auddy3us
IPOTOHOB SIBJISIETCSl 00s13aTEIbHON COCTAaBHOM YacTbio oOJieryeHHOU mudady-
sun HCO,™ u onnospemennoit muddysun CO, [20].

IIpu oO6cyXaeHUM BO3MOXHOCTU UM KUHETUYECKUX TMPEUMYILIECTB JaTe-
paJbHOIO TepeHOoca MPOTOHOB MO MOBEPXHOCTU MeMOpaHbl WIM IO TPaHUIIE
paznena a3 MeMOpaHa—BoOAa BBICKA3bIBAJIMCh IPEATONIOXKEHMSI, YTO JaTe-
PaJIbHBINA TIEPEHOC MPOUCXOIUT ¢ 00Jiee BHICOKUMU CKOPOCTSMHU, YeM ITpocTast
muddys3us yepes odbemHywo ¢azy [2, 10, 22, 25, 32, 33, 45, 47, 50].

PesynbTaThl psga 3KCIeprMEHTOB TTOKa3alu, YTO KaXYIIUICS TOK Yepes
€IMHUYHBINA MPOTOHHBIN KaHaJl BO3HMKAET PaHBIIE, YeM MOXHO OOBSICHUT,
UCXOMST U3 MAKCUMAIBHOM TEOPETUYECKU BO3MOXKHOW CKOPOCTHU IPOCTOU
nuddy3nn MpoToHOB K KaHany [12]. B He3a0ydepeHHBIX pacTBOpax TOMUHU-
pYET MOBEPXHOCTHAsI MPOBOAMMOCTb, TOrAa Kak B OydepHbIX Mpeobanaro-
L1 TyTh 3aBUCUT OT KOHILIEHTpaLMX IPOTOHUpYyeMoro Oydepa u apdpeKkTruB-
HOTO pa3Mepa MpoToHcoOupalollieil «aHTeHHb» [21, 54]. IToHsATHE TPOTOHHAS
«a@HTeHHa» Cc(OPMUPOBATIOCH MPU aHAIU3e MepeHOoca IMPOTOHOB BAOJbL IO-
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BEPXHOCTH, UMEIOIIell MHOXECTBEHHbIE OTPUIATEILHO 3apsiKeHHbIE LEHT-
PBI, KOTOpPBIE MOTYT «COOMPATh» MPOTOHBI U MEPEHOCUTb MX K MPOTOHHOMY
kaHairy. CKOpOCTb peakiMM MPOTOHUPOBAHUS OOBIYHO YPE3BHIYATHO BHICOKA
U JAMUTUPYETCH TOJbKO AUPPYy3ueil ¢ TUMMYHON KOHCTAHTOU CKOPOCTHU
1,6:10%0 (Monb - ¢)~! [21, 54]. OgHoit U3 Hanbosee OLICTPBIX U3BECTHBLIX Pe-
aKUUil peKoMOMHAIMK siBisieTcss pekoMouHausg HT u OH™ (koHcTaHTa CKO-
poctu 1,4:10'"" (mosb - ¢)7! [15]. OgHako B GMOJIOrMYECKUX MEMOpaHAX UHO-
roa HaOsromaloTcd elle 0osiee BBICOKHME CKOPOCTH IMPOTOHUpOBaHUS. Tak,
aHOMAaJIbHO BBICOKAsI KOHCTaHTa CKOPOCTH MPOTOHUPOBAHUS 3aperUCTPUPOBa-
Ha i Cat-kanana — 410! (Monb - ¢)™!, 4TO OOBACHAETCA OTPULIATEBHBIM
3apsiIoM caiiTa M COMMKEHUEM CWIOBBIX JIMHUM 3JeKTPUUYECKOTO TOJIs U3-3a
JIOKaJIM3alrK caiiTa B y3KOM MpPEIIBEPUN KaHajla, BCIASACTBUE YErO DIEKTPU-
yeckoe mputTskeHue ycunuBaetcs [12]. Ecau aBe 3apskeHHBIE TPYIIIBI pac-
MOJIOKEHBI JOCTATOYHO OJM3KO OTHOCUTEIBHO NAPYT JApyra Ha MOBEPXHOCTHU
MeMOpaHbl, UX KyJOHOBCKHE PaIUyChl MEPEKPHIBAIOTCA M KaKyIIascs KOH-
CTaHTa CKOPOCTM BTOpPOrO TOpSIIKa, XapaKTepu3ylolllasi CKOPOCTh IepeHoca
[IPOTOHA OT OJHOWM TPYIIbI K APYroif, MOXET HOCTUraTh 3HaueHmil 10'2 —
6-10'2 (monb - ¢)~! u Gonee Bbicokux [21, 54].

BeposiTHOCTB TOTO, YTO MPOTOH, CBS3aHHBIN Ha IpaHUIlIe pasaeia MemMO-
paHa—BoJa ¢ LIEHTPOM, MMeEIIIUM 3apsia —1, OydeT nepeHeceH 0e3 BhIXoja
B BOAHYIO (ha3y K COCeTHEMY CaiTy, TakKKe MMeloleMy 3apsa —1, pacCUnThI-
BaeTcs 1o ypaBHeHMI0 [Iebass—CMOoIyxoBCKOro U coctasiseT moutu 100 %,
€CJI pacCcTosgHKe MexXay 3apsaaamu 1,2 HM u cHuxkaercst 1o ~40 %, ecnu pac-
cTostHMEe MexXay 3apsaaMu 6,0 HM [54]. Takum oOpa3oM, NMEIOLINECST JaHHbIE
MOATBEPXKIAIOT, UTO B TUIOCKOCTU MEeMOpaHbl BO3MOXEH OBICTPHIN JaTepasib-
HBI mepeHoc mpoToHoB. HemaBHO MynKUIKaHSIH 1 COaBT. [2] 0OHapyKUIH,
YTO OOMEH IPOTOHAMM MEXIY IMOBEPXHOCTbIO MeMOpaHbl U OOBEMHON BOJI-
HOM (pa3oil mpoucxomuT 3a BpeMsl >1 Mc M3-3a HaJU4YUSI KUHETUUECKOTO
O6apbepa 119 MOHOB. B To ke BpeMs nuddy3usi MpOTOHOB BAOJb TTOBEPXHOC-
T MeMOpaHBl OCTaeTCsI CBOOOAHOI U OKLICTPOI; OOMEH IIPOTOHAMM MEXIY
coceIHUMHU (hepMEeHTaMU TTPOUCXOIUT 32 MUKPOCEKYHABI. DTU JaHHBIC MOMI-
TBepxkaatoT runoredy Kesa [33], KoTopslil paccMaTpuBagl BO3MOXKHOCTD ObI-
CTPOTO «PaCIpOCTPaHEHUS BHIOPOIIIEHHBIX» MIPOTOHOB IO TMTOBEPXHOCTU MEM-
OpaHbl B YCJIOBMSAX 3aTPyIHEHHOTO IIPOTOHHOIO YpPaBHOBEIIMBAHUS C
BHEIIIHe# BogHOM (pa3oil. B aToM ciyyae maxke B CTAlMOHAPHOM COCTOSIHUM
3HauYeHMe JoKaabHOro pH Ha mosepxHocTu MeMOpansbl (surface pHS) moxer
ommyatkest o1 pH BoaHoit (aser (bulk pHB).

Takum o6pa3om, mpobjeMa opraHu3allMyd MepeHoca MPOTOHOB B TUJA-
KOMIHOI MeMOpaHe TpeOyeT NOMOJHUTEIbHOIO CEPhe3HOTO U3YYEeHUS B CBSI-
31 ¢ OTKPBIBLIMMUCS B TOCJeIHee BpeMsl HOBBIMU (pakTamu. B yacTHOCTH,
HEOOXOIMMO MCCIenoBaTh Bo3MoxHoe ydyactue CO,-OuKapOOHATHOI cucTe-
MBI B O0JIETYeHUM TIepeHOCca MPOTOHOB OT IFe€HEPUPYIOLINX MTPOTOHHBIX ITOMIT
K TIpOTOHHBIM KaHajgaM AT®-cuHTa3bl U poOJb MHOXKECTBEHHBIX (hOpM Kap-
6oanruapassl (KA) B 3TOM TIpoliecce.

TunakoumgHble MEMOpPaHBI y3Ke MOCJe UX BbIICICHUS U3 UHTAKTHBIX XJI0-
pOIJIaCTOB conepkaT 3HAUMTEJbHbIE KOJIMYECTBA CBSI3aHHOIO OMKapOoHaTa
[61]. B mocnenHue rombl MOSIBUJIACH CEpUSl pabOT, BBHITOJIHEHHBIX C IIPUBIIE-
YeHHeM MeTona KOH(OKaIbHOI MUKPOCKOIMU M MOKAa3aBIIMX, UYTO MEePEeHOC
IMPOTOHOB BO BHYTPEHHEM KOMITAPTMEHTE MHUOILIMTOB 3HAUMUTEIbHO OOJerdya-
eTcsl IIpY HaMuuu OGukapboHaTHOro Oydepa [60, 76]. IIpu M3ydyeHMH pOIH
CO,/HCO,~ BO BHYTPUKIIETOYHOM IEPEHOCE NPOTOHOB MOKa3aHo, 4to CO,-
OrKapOOHATHBIM OOMEH, KaTaau3upyeMblii BHyTpeHHe KA, B HECKOJIbKO pa3
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ycKopseT nuddy3rio IPOTOHOB U, YTO OCOOEHHO BaXKHO, 00eCIIeUnBaeT Mpo-
CTPaHCTBEHHYIO ogHOponHocTh pH B mpenenax kommaprmenTa [60, 76].

Hcxonsa us Toro uro 0ydep CO,/HCO,™ ecTh BO BCeX 3yKapUOTUYECKUX
KJIeTKax, ero yJacTue B 00JierYeHU MOIBUKHOCTH BHYTPUKIIETOUHBIX TIPOTO-
HoB H™ BepoATHO mrpaer (yHIaMeHTalbHYIO pojib. Ui peanrusaluu 3Toi
ponu Heobxomuma aktuBanus KA [1, 46, 61], uro cBsI3aHO ¢ HU3KHMMM CKO-
POCTSMM HEKATAIUTUYECKON xummyeckoil unHrepkonsepcun CO,/HCO;™.
Jlnsa noctxenus pasHosecus B peakuuu CO, + H,0 <> HCO;~ + H* 1peOy-
eTcs 1o kpaitHeit Mepe 30 ¢, a TIpU HaJIMYUM BHYTPUKIIETOUHBIX Oy(hepoB —
3HAYUTEJIbHO OoJibllie BpeMeHu (5 muH) [63]. [JoKa3aTeIbCTBO yYaCTUSI BHYT-
pukieTouHoit KA B peryisuuu BHYTPUKIETOYHON moasmxHocT HY u, cie-
JIOBaTeJIbHO, B IIPOCTPAHCTBEHHOM BBIPABHUBAHUU BHYTpUMKIETOYHOTo pH
OBLIO MOJIyYEHO METOIOM KOH(MOKAIBbHON MUKPOCKOIMU MPU U3YYEHUHU TPO-
CTPaHCTBEHHBIX HEOAHOPOAHOCTeH pH,. , MHAYLMPOBAHHBIX MEMOPAaHHBLIM
TPAHCIIOPTOM YTJIEKUCIOTHI B SMUTEIUATBHBIX TyOAEHATbHBIX SHTEPOLIUTAX U
MMOLIUTAX CEPAECYHOI MBIIIIBI Pa3IMYHBIX OpraHu3mMoB [60, 63, 76].

B mocnenHue roasl moka3zaHoO, YTO XJIOPOILIACTHI BBICIIIMX PAacTeHUM CO-
nIepkaT MHOXECTBEHHBIE (hOPMbI KapOOaHTUApa3bl — pacTBOPUMBIE U MeMO-
paHocBsi3aHHbIe [1, 42]. @yHKIIMOHaNbHAs pojib KA XJI0poruiacToB He BIOJ-
He BblsicHeHa [46]. Cobcem HenaBHO ycraHoBieHO, uto poib HCO,™ n KA,
nokanuzoBaHHo# BOM3u DC 11, cocTouT B 00Ier4yeHUM yaaJieHus IIPOTOHOB,
00pa3yoIIMXCs TIPU Pa3IoKeHUU BoAbl [59]. DTU cBedeHMS HalOT OCHOBAaHUE
Mpearoaaratb, YTo OMKapOoOHaT BHOCUT BKJIAA B Oy(epHyI0 eMKOCTb THJIaKO-
WUI0B, a MHOXeCTBeHHBbIe (popMbl KA y4yacTBYIOT B MOAIEPKaHUM BBICOKOM
BHYTPUTUJIAKOUIHOM KOHILIEHTpALlMM OuKapOoHaTa U opraHu3alun (poToCUH-
TETUYECKOTO TPAHCIIOpTa MPOTOHOB.
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IMMPOTOHHA PETVYJIALISA MPOLECIB ®OTOCUHTETUYHOI TPAHCO®OPMAIIIT
EHEPTTI

0.K. 3oaromapvosa

IacTUTYT G0TaHiKM iM. M.I'. XomogHoro HamioHansHOI akageMii Hayk Ykpainu, Kuis

TpancmMeMOpaHHUIT TPOTOHHUI TPaiEHT, SIKUiI DOPMYEThCS Y THJIAKOigaX YHACTIIOK (DOTOCUH-
TETUYHOTO TIEPEHECEHHSI TMPOTOHIB, € He TUIbKM €HEepreTUYHUM iHTepMeaiaToM, a i BHUKOHYE
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BaXJIMBY PETYJIATOPHY i CUTHAJIbHY poiib. CBiT/o3aexHi 3MiHM pH B KoMmapTMeHTax XJI0poIuia-
CTY BIUIMBAIOTh HA LIBUIKICTH MEPEHECEHHS €JeKTPOHIB M0 (POTOCMHTETUYHOMY €JIeKTPOHTpaH -
CTIOPTHOMY JIAaHIIOTY, HedOoToXiMiuHe raciHHs dyopeclieHilii xjopodiny, 060pOTHY pemaoKc-
TpaHcdopMalliro KcaHTODIMiB (TaKk 3BaHWI BiOJIAKCAHTUHOBUI NWKII), (DYHKIIOHATBbHUIA CTaH
AT®-cuHTa3u, aKTUBHICTbL (epMEHTIB TeMHOBOI (a3 (orocuHTedy. B orrsimi HaBemeHo maHi
PO BEJIWYMHY i IPUPOLY MPOTOHHOI Oy(hepHOI EMHOCTI THIAKOIIIB, PO3IJISIHYTO IMUTAaHHS OOMe-
JKeHoI pouti mudy3ii B mepeHeceHHI IPOTOHIB y KIIITHHI, OpraHi3alii criemn@ivHuX HUISIXiB TpaHC-
ITOPTY MPOTOHIB Bil IeHTpiB BuBLIbHEHHST HT 10 AT®-cHHTa3m.

PROTONIC REGULATION OF THE PROCESS OF PHOTOSYNTHETIC ENERGY
TRANSFORMATION

E.K. Zolotareva

N.G. Kholodny Botany Institute, National Academy of Sciences of Ukraine
2 Tereshchenkivska St., Kyiv, 01601, Ukraine

Transmembrane proton gradient formed in thylakoids in the process of photosynthetic proton
transfer is not only energetic intermediate, but also plays important regulatory and signaling roles.
Light-dependent pH-changes in chloroplast compartments are affected the rate of electron trans-
fer in photosynthetic electron transport chain, nonphotochemical quenching of chlorophyll fluo-
rescence, reversible redox transformation of xanthophylls (so-called violaxantin cycle), functional
status of ATPsynthase, the activity of enzymes of dark phase of photosynthesis. The data con-
cerning the value and nature of thylakoid proton buffer capacity, the limited contribution of free
diffusion in the intracellular proton transport and specific pathways from the centers of H* release
to ATPsynthase are presented in the review.

Key words: photosynthesis, chloroplast, coupling, transmembrane proton gradient, electron trans-
fer, photophosphorylation.
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