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PaGora mocssiiiieHa 0030py MEXaHM3MOB PETYIISIIMU 3JEKTPOHHOIO TPAHCIIOPTAa B XJIOPOILIACTAX B KOH-
TEKCTe CTPYKTYPHO-(GYHKIIMOHAIBLHON opraHu3aiuu GOTOCHMHTETUYECKOro arnmnapara pacTeHuid. OCHOB-
HO€ BHUMaHUeE YIeJIeHO OKHMCIECHUIO TJIACTOXMHOJIA IIMTOXPOMHBIM bg/~-KOMITIEKCOM — JIMMUTUPYIOIEH
CTaIuM IEepeHOCca IEKTPOHOB MexXay doTocructemamu 2 1 1. KpaTko ommcaHbl IIPOLECCH 3JIEKTPOHHOTO
TpPaHCIOPTa IO LEMSIM HEUMKIMYECKOro, IIMKIMYECKOrO U MCeBIOLMKIMYECKOrO TPAHCIIOPTa 3JIEKTPO-
HOB, MX CBSI3b C CO3JIaHUEM MPaHC-TUIAKOUTHONW PA3HOCTHU 3JIEKTPOXUMUYECKUX MOTEHIINAIOB MOHOB
BOIOPOJA B XJIOPOIUIACTaX, 0OCYKIa0TCsT MeXxaHu3Mbl pH-3aBucumMoil perymsiun QyHKIIMOHUPOBAHUS
LIMTOXPOMHOTO bgf-KoMIIeKca. PaccMOTpeHbI TPOILIECCHI JIEKTPOHHOTO MepeHoca, CBSI3aHHbIE C yUacTHU-
€M aJIkTePHATUBHBIX PEIOKC-MEeIMaTOpoB — MOJIEKYIsIpHOTO Kuciaopoaa (0,) u ackopbara.
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BBEJIEHHNE

OKCUTeHHBI1 (OTOCUHTE3 — BaxKHEUIIMIA
npoiecc B ouocdepe 3emian, KOTOpbIii odecrneyn-
BaeT BbIAEIEHUE MOJIEKYIsIpHOro kuciaopoaa (O,)
n dukcanuio CO, 3a cyeT ZHEPruu COJHEUYHO-
ro cBeTa, IONIOIIAEMOTO CBETOCOOMpPAIOIIUMU
MUITMEeHTaMU pacTeHUM, BoAOpOCHei M IuUaHO-
O0akTepuii. DOTOCMHTETUYECKUI ammapaT 3THUX
OpraHu3MoB comepKuT nBe dortocucteMbl (PC) —
NMUrMeHT-0eaKoBble KoMInuiekcbl DPC1 u PC2,
LIUTOXPOMHBIN Komruieke bgf u ATP-cuHTa3HbII
komruiekc CF,—CF,, karanusupytoiuuii odbpazo-
BaHue ATP u3z ADP u optodocdara P;. IlepeHoc
JIBYX OJIEKTPOHOB OT BOJAOOKHUCISIOIIET0 KOM-
miekca @C2 kK NADP* (TepMyUHaIbHbBIN aKLENTOP
anektpoHoB B PC1) obecrieumBacT BOCCTaHOB-
senue NADP* no NADPH. ATP u NADPH —

MaKpOd3pruyecKrue IPOAYKThl «CBETOBBIX CTa-
IUit» (OTOCUHTE3a — UCHOJB3YIOTCS B peaKIIMsIX
nukna KansBuHa—bencona (LIKDB) nng c¢dukca-
uuu CO, [1, 2].

CTpyKTypHO-(PYHKIIMOHAJIbHAsI OpraHU3alus
(boToCMHTETUYECKOTO allliapaTa pacTeHUId XOpo-
o mu3ydeHa [3—21]. B To ke Bpems ocTaloTcsl He-
pEIIEeHHBIMU HEKOTOpbIe MPOOJIEeMbl, CBSI3aHHbIE
¢ peryisiiueil POTOCUMHTETUYECKHMX MPOLIECCOB U
akKJIMManueit oTOCHMHTETUUYECKOro anrmnapara K
U3MEHSIIOIIMMCSI YCIIOBUSAM cpelbl. B HacToseM
0030pe KpaTKoO pacCMOTPEHBI CTPYKTYypHasi opra-
Hu3alusa (GOTOCUHTETMYECKOro arrapaTa OKCH-
TF€HHBIX OPraHM3MOB W OCHOBHBIE MEXaHW3MbI
pPeryJsiiiii 3JeKTPOHHOTO M TMPOTOHHOIO TpaHC-
nopra, obecrneyrmBamIINe BBICOKYIO 3(D(PEeKTUB-
HOCTb TpeoOpa3oBaHMsI CBETOBOW DSHEPruyd B
xJioporiactax. B mepBoit yacTu ctaTbu ONMucaHbl

[Mpunsareie cokpamenus: AQK — akruBHbie hopMbl Kuciaopona; PC1 u @C2 — potocucrema 1 u porocuctema 2; LIKb —
uukn KanpBuHa—bencona; [IOT — nuknndeckuit saeKTpoHHBIN TpaHcropT; DITP — ayeKTpOoHHBIM MapaMarHUTHBIN pe30-
HaHc; OTLL — anekTpoH-TpaHcmopTHas 1enb; Asc, MDHA, DHA — tpu penokc-dopMbl ackop6aTta (ITOTHOCTHIO BOCCTAHOB-
JIeHHAasI, CEMMXMHOHHAsI U MOJIHOCThIO oKucieHHas); ISP — xkene3ocepnbiit 6enok, Bxomsiuii B ®C1; Fd — deppenokcuH;
FNR — ¢peppenokcun-NADP-penykraza; NDH-1 — NAD(P)H-nerunporenasa xjgoporuiactoB tuna 1; Pro 1 Peso — IepBUUHBIE
noHopsl 31ekTpoHa B PC1 u PC2; Pc — mnacrounanuH; PGRS5 u PGRLI1 — 6enku, yyacTByolie B MIUKINISCKOM TIEPEHOCE
251eKTpoHOB BOKpyr ®C1; PQ — mnacroxunoH; PQH, — mnacroxunon; PTOX — TepMuUHaabHas oKCHaasa XJopOoIjIacToB.
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BJIEKTPOHHBIM TPAHCITOPT B XJIOPOTTJTACTAX

MPOLIECCHl HELUKINYECKOro, IUKINYECKOIO U
TCEeBAOLMKINYECKOrO MepeHoca dJAeKTPOHOB, UX
pOJb B CO3MAaHUU MPAHC-TUIAKOUAHOM Pa3HOCTU
BJEKTPOXUMHUYECKUX TTOTCHIIMAI0B MOHOB BOIO-
pona (Aiy+), a TakxKe 00CYXKIaloTCs MeXaHU3MbI
pH-3aBucumoit peryasiiuuu  GyHKIMOHUPOBA-
HUS LIUTOXPOMHOTO KOMILIeKca bgf Xjoporiac-
ToB. Bo BTOpOIi YacTu paccMOTpeHbI MPOLECCHI,
CBSI3aHHBIE C YYaCTHEM MOJICKYJISIPHOIO KHUCJIO-
pona (O,) u ackop6ara (Asc) B Ka4eCTBE MeaUaTO-
POB MepeHoca 3JIeKTPOHOB B XJIOPOILIACTAaX.

CTPYKTYPHO-®YHKIMMOHAJIbHAS
OPTAHUBAIIUA POTOCUHTETUYECKOI'O
AITITAPATA PACTEHUU.

HEITIb SJIEKTPOHHOI'O TPAHCIIOPTA

Y pacteHuii mpoluecchl CBETOMHAYLUPOBAH-
HOTO TpaHCIOpTa 3JEKTPOHOB M TpaHCMeMOpaH-
HOTO TepeHoca MPOTOHOB MPOTEKAIT B XJIOPO-
MjacTax — DHEPrornpeoOpasylommnx opraHeniax
pactutenabHoi KieTku [ 18—21]. XnopormaacT oTae-
JIEH OT IIUTOIJIa3Mbl 000JIOYKOI, KOTOpasi COCTOUT
M3 IBYX OJMM3JIeXalux MeMOpaH — HapyXHOH U
BHyTpeHHel. Ilog o0ojiouKkoil, B cTpoMe, Haxo-
JITCS MeMOpaHbl Jlamesul. B HopMalibHbIX (hU3no-
JIOTMYECKUX YCJIOBUSIX M3 JlaMes1 (opMupyroTcs
IpaHbl, TPencTaBIsioIMe coOOl CTOMKU YILIO-
IIEHHBIX U TECHO TIPMXKATBIX APYT K IPYTY 3aMKHY-
TBHIX BE3UKYJ (TWUJIAKOUIOB), UMEIOIIMNX dopmMy
CIUTIOIIEHHBIX AUCKOB nauamMeTpoM ~350—600 HM.
[MponomkeHreM OTAEAbHBIX TUJIAKOWAOB TIpaH
ABJISIOTCS OOpallleHHbIE B CTPOMY MEXIPaHHbBIE
TUJAKOUAbl. TuilakouaHble MeMOpaHbl TUIOTHO
3aroJTHEHbI OEJKOBBIMU KOMILIEKCAMU, KOTOpPBIE
coctaBisitoT ~70—80% ot o61ieit Mmacchl MeEMOpaH.
B tunakouaHble MeMOpaHbl BCTPOEHBI TTUTMEHT-
OCJIKOBBIE 2JIEKTPOH-TPAHCIOPTHBIE KOMILICKCHI.
B ctpome comepxatcs mosekynsl PHK, JTHK,
puOOCOMBI, KpaxMallbHble 3€pHa, a Takxke ¢ep-
MEHTBI, KOTOpble obecneuuBaioT ycBoeHue CO,
pactenusimu B LIKB.

CxeMa, WIIOCTPUPYIOIIAS B3aUMOJEUCTBUE
3JIEKTPOH-TPAHCIIOPTHBIX ~KOMILUIEKCOB, IOKa-
3aHa Ha puc. 1. DHeprusi KBaHTOB CBETa, IMOMIO-
IaeMbIX TIUTMEHTAMM CBETOCOOMpAIOIIUX aH-
TeHH ®C1 u ®C2, Murpupyer K peakiMOHHbIM
LIEHTpaM, B KOTOPBIX IPOUCXOAUT pasieyieHue
3apsiioB U UHUIUMPYETCS TEePEeHOC BJIEKTPO-
HOB MO (OTOCUHTETUYECKON BJIEKTPOH-TPaHC-
noptHoit nenu (DTLL) [6—17]. CornacoBaHHOe
¢dyukumonupopanue ®Cl nu PC2 obecrneun-
BAaeT OKUCJICHHUE BOAbI B BOMOOKUCIISIIONIEM KOM-
miekce ®C2 (2H,0 - O, +4e¢” + 4H*) u BoccTa-
HoBieHue NADP* no NADPH 3a cuetr pa®oThl
®OCI1(NADP* + 2¢” + H" = NADPH). Llutoxpom-
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HBII bgf~-KOMIUIEKC YU MOOWJIbHBIE MEPEHOCUUKU
ayieKTpoHa — 1actoxuHoa (PQH,) u mnacrouna-
HuH (Pc) — obecrneuyuBaloT CBsI3b MEXIY BCTPO-
€HHBIMU B MeMOpaHy MaJIOMOABMXXKHBIMU OEJIKO-
BbIMHU KomItiekcamu ®C2 u OCl1.

[lepeHOC 37EKTPOHOB COMpPSIKEH C TeHepa-
LHUEN mparc-TUNAKOUIHON pa3HOCTU BIIEKTPOXU-
MUUYECKMX MOTEHLIMAT0B MOHOB Bogopoaa (Ajy+).
B pesynbrare pasioxeHMs] BOAbI BOIOOKMCIISIIO-
muM KomriuiekcoM PC2 u 3a cyeT pabOThI bgf-
KOMILJIEKCa ITPOUCXOAUT 3allejlauyMBaHUe CTPO-
Mbl M HaKOIUIEHHE MOHOB BOAOPOIA B JIIOMEHE.
TunakougHble MeMOpaHbl UMEIOT CPaBHUTEIbHO
HU3KYI0 IPOHMUILIAEMOCTh JISI MOHOB BOIOpOIA
U 3apsoKeHHBIX MOJIeKyJa. OHM CIIOCOOHBI MOJI-
JepXKuBaTh Ajy+, Onarogapsi 4yemMy BCTPOCHHBIE
B Hux ATP-cuntasneie komiuiekchbl (CF,—CF))
obecneunBaloT obpazoBanue ATP uz ADP u op-
Toocdara P; [3—5]. B xsoporiactax oCHOBHOI
BKJIaJ B TeHepaluio Ajy+ BHOCUT pa3HOCTh pH,
ApH = pH,. — pHi,, tone pHou 1 pH;, — 3HaueHus
pH cTtpombl u momena [22, 23].

®orocucrema 2 (PC2) GyHKUIMOHUpPYET Kak
OKCHUIOpEIyKTa3a, OKMCIAIolIasi BOAy M BocCTa-
HapauBaromas riaactoxuHoH (PQ) mo miacroxu-
nona (PQH,) [6, 7, 9—11]. B ¢oTopeakiimOHHBIX
neHtpax MC2 sHeprust oT BO3OYKIEHHBIX CBe-
TOCOOUpAIOIINX THUTMEHTOB MMIPUpPYET K IIep-
BUYHOMY JOHOPY 3JIEKTPOHOB, KOTODBINA Ipem-
cTaBisieT coboii aHcaMOJIb M3 YeThIpeX MOJEKYI
xnopoduina a (Chlpy/Ppi/Pp,/Chlp,). INepBuu-
HBIIl JTOHOp 3JIEKTPOHA, M3BECTHBIM KakK Pgg,
nepegaer syaeKTpoH deodutuny (Phe) uepes
xnopodusn Chlp;, OT KOTOPOro OH MOCTyMaeT K
IUIaCTOXUHOHY PQ,, TIpouHo cBsizaHHOMY ¢ PC2
(Pgso ~ Chlp, » Phey ~ PQ,). PQx BoccraHaBin-
BaeT BTOPYIO MOJIEKYJly ILIacTOXMHOHa PQjp
(PQaPQg ~ PQAPQ3). ITocne mpucoennHeHUs K
PQg BTOpOro sieKTpoHa U IPOTOHUPOBAHMUS
PQ% 3a cyer noHOB Bomopona ctpombl (PQ3 +
+ 2H¢, —» PQgH,) monexkyna PQH, auccounupyet
B JUNUIHYIO a3y MeMOpaHbl, a €¢ MECTO 3aHU-
MaeT apyras okuciaeHHas mojekyiaa PQ (PQgH, +
+ PQ - PQg + PQH,). HanbHelmuii mepeHOC
anekTpoHoB o DTLI Bkatouaet auddysuo PQH,
K LIUTOXPOMHOMY by f~-KOMILIEKCY (TJIaCTOXUHOJI—
IJIAaCTOLIMaHUH OKcuaopeaykTaza). B aTtom kKom-
IUIeKce MPOUCXOIUT ABYX3JEeKTpOHHOE (OudypKa-
uuoHHoe) okuciaeHue PQH, no PQ, npuBonsiuee
K BoccTaHoBleHMIO Cytf, BOcCTaHaBIMBAIOILIETO
3aTeM Pc, KOTOpBIil CIy>XUT AOHOPOM 3JEKTpOHA
g OC1. JIBa noHa Bomopozda, IONIOIICHHbBIE
U3 cTpoMbl mpu ob6pazoBanunm PQH, (PQ +
+ 2e” + 2H3. » PQH,), BeimeasiioTcs B IIOMEH TIpU
okucinenud PQH, HMTOXpOMHBIM KOMILIEKCOM b f.

®orocucrema 1 (®C1). VY pacrennit DC1 —
5TO MOHOMEPHBIII KOMILJIEKC, BKJIIOYAIOIIN B ce0s
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Puc. 1. Cxema, WILTIOCTpUpYIOIIAs B3aMMOACHCTBUE MEXIY 3JEKTPOH-TPAaHCIOPTHbIMU KomIiuiekcamu (Porocucrtema 1,
dorocucrema 2 ¥ HIUTOXPOMHBIN bef-KOMILIEKC), BCTPOSHHBIMM B TUJIAKOMIHYIO MEMOpPaHY, U MTOABYXKHBIMU 3JIEKTPOHHBIMU
nepeHocuukamu (peppenokcu — Fd; mimacroxunon — PQ; rmtactoxunon — PQH,; miiacroumanun — Pc). Fx, Fa u Fp — xe-
JIe30cepHbIe LeHTPHI, Bxonsiue B coctaB PC1; Qa u Qp — MoJieKyIbl pUIoXuHOHA, cBsidaHHbIe ¢ DC1; PQa 1 PQg — MoJte-
KyJbl TUIACTOXMHOHA, cBa3aHHble ¢ DC2; APX — ackop6at nepokcunasa; FNR — deppenokcun-NADP-penykrasa; FTR —
deppenokcuH-Trnopenykraza; NDH-1 — NAD(P)H-nerunporenasa xsoporactoB tuna 1; PTOX — repmuHaibHasi okcuaasa
xnoporactoB; LIKBb — nukn KansBuna—beHncona; SOD — cynepokcumnucmyrasa; Asc, MDHA u DHA — monrHoCTBIO BOC-
CTaHOBJIEHHAsI, CEMMXMHOHHas (MOHOIEruapoackopbar) M oKucjaeHHas (aeruapoackopo6ar) ¢opMbl ackopbaTra COOTBET-
ctBeHHO; Trx f,m — n30hopMbl f 1 m THOpenoKcHHa. Pacimm@poBKa ocTaJbHBIX 0003HAYEHWI W COKPAILICHWIA TaHA B OCHOB-
HOM TeKcTe cTaThbi. KpacHBIMM cTpeKaMM MOKa3aHbl OCHOBHBIC TTYTH MepeHOca 3JIEKTPOHOB, TOJyOble CTPEIKU — MEePEHOC

MOHOB Bogoponaa. CtpenkaMu, 0003HaUeHHBIMU OYKBaMU @ U 6, OTMEUEHBI IBa criocoba odpazoBanus Asc uz3 MDHA

CBETOCOOMpAIIMe IUIMEHTBl M 3JEKTPOHHbBIC
nepeHocunky; y nnaHooakrepuit @C1, Kak mpa-
BWJIO, SBISIETCS TPUMEPHBIM CYNEPKOMILICK-
coM [6, 7]. Bo3byxnenue Py — rmepBUYHOrO 10-
Hopa ssekTpoHa B ®C1, npuBOIMT K pa3aeaeHuIo
3apsgnoB B ®CI1 u 00pa3oBaHMIO OKMCJIECHHON
dopMbl Prgy (P3), KOTOpask NpMHUMAET JIEKTPOH
OT BOCCTaHOBJIEHHOro IuiactouranuHa (Pch).
Or ®CI1 3JeKTpOH NepeHOCUuTcs K (eppenok-
cuny (Fd) [6—8]. Ha akuenrtopHoii cropone @C1
MEePeHOCUYUKM 3JEKTPOHA PACIIOJOXEHBI B BUJE
JIBYX KBa3sM-CUMMETPUYHBLIX BeTBeil. OT Py
BJIEKTPOH MocTtynaer (depe3 Moyekyabsl Chla u
¢unoXxruHOHA) K XejezocepHoMmy akuentopy Fx,
a 3areM 4yepe3 penokc-uieHTpsl F, m Fp mepe-

naetcsl (heppenloKCUHY, HaXOASIIEMYyCs B CTPOMeE
(Fx— F,— Fg— Fd). JIBe MoyeKkyabl BOCCTaHOB-
JneHHoro ¢eppenokcrHa (Fd™) obecnieunBaioT Boc-
craHoBieHue NADP* no NADPH c¢ nmomolubio
deppenokcuH-NADP-penyktassl (FNR). Takum
obOpa3oMm, 3a cYeT COBMeCTHOH pabotel PC2
n ®CI1 ocyuiecTBasIeTCS HEUMKIMYECKUI Tepe-
HOC 3JIEKTPOHOB OT Boabl K NADP*, obecneun-
Baroluii obpaszoBaHue Mojekynr NADPH, mo-
TpebsgeMbIx B ocHOBHOM B peakiusax LIKB.

Ha ypoBHe nyna Fd moxeT nmpoucxoauTsb pas-
BETBJICHUE 3JIEKTPOHHBIX IMOTOKOB. KpoMe Helu-
KJIWYECKOro 3JeKTpoHHOro TpaHcrnopta (HOT)
or ®C1 x NADP*, Fd yugactByeT B IepeHOCe
2JIeKTpOHOB BOKpYr PCl (UMKINYECKUM dJIeK-

BUOXMUMMUSA tom 88 BRII. 10 2023
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Puc. 2. CxeMa pacrnosioXeHHUs 3JIeKTPOH-TPAHCIIOPTHBIX KOMITJIEKCOB B MeMOpaHaxX TUJIAKOMIOB TPaH M MEXTPaHHBIX THJIa-
KOMJIOB, 9KCIIOHUPOBaHHbBIX B cTpoMy. CtpenkaMu, o6o3HauyeHHbIMU cuMBosiaMu HOT, LIDT-1 u LIOT-2, noka3aHbl pa3Hble
YYaCTKH MepeHoca 3JIeKTPOHOB Ha akienTtopHoii ctopoHe @ C1. HOT o3HavaeT HEMKIMUYECKHIT IIEPEHOC 3JIEKTPOHOB, CBSI-
3aHHBINA ¢ BoccTtaHoBieHneM NADP*, IIDT-1 — nyTh HUKINYECKOTO MepeHoca 3aeKTpoHoB Bokpyr P C1, mpeamoararomuii
ydactue B 3ToM npouecce 6ekoB PGRS u PGRLI1, accounnpoBaHHBIX ¢ HIMTOXPOMHBIM bef~-KomruiekcoM. LIDT-2 — nuknanye-
CKMi1 IepeHOC 3JIEKTPOHOB ¢ MoMoIinbio NADP-gernnporenasnoro komriekca tuma 1 (NDH-1)

TpoHHBII TpaHcropt, L[DT), korma »JIeKTpoH
or Fd Bo3Bpamiaercss B MJIaCTOXMHOHOBBINA ITYJI
xjnoporiacToB [24—31]. Ha puc. 2 moka3aHbl BO3-
MoxHble nyTH DT, Mo KOTOpbIM 3JIEKTPOHBI
¢ akuentopHoil cropoHbsl PCI1 Bo3BpalaroTcs
B Iy MOJIEKY1 IUTacToXWuHOHa. OAWMH U3 HUX
npennosaraet yyactue B LIOT runoreTuyeckoro
oenrka FQR (dbeppenoKCMH-XMHOH penyKTasa),
CYIIECTBOBAHWE KOTOPOTO OBLIO TOCTYJIUMPOBAHO
paHee [24]. B HacTosilIee BpeMsi UMEIOTCSl BECKUE
OCHOBaHUS cUYuTaTh, YTO poiab FQR BuimonHsI0T
oearku PGR5 m PGRLI, accomuupoBaHHBIE C
LIUTOXPOMHBIM b f~-Komruiekcom [28—30]. Kpome
3TOro, BO3MOXEH II€PEHOC 3JEKTPOHA OT BOC-
craHoBieHHoro Fd K miacTOXMHOHOBOMY ITyJy C
yuyactuemM wMuHopHoro NADPH-gernaporeHas-
Horo kKomriuiekca tuna 1 (NDH-1), o6pasyrouiero
cynepkomiuiekc ¢ @C1 [31-35].

OkucjieHne TJIACTOXWHOJNIA B HUTOXPOMHOM
bsf-kommaekce. Q-mukia. LIUTOXpPOMHBINA KOM-
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IieKe bgf — cBs3ylolllee 3BEHO B LIEMU 3JIEKTPOH-
HOTO TpaHCcIopTa, obeclevyuBaloliee B3aUMO-
neiictBue Mexay @C2 u OCI. Oxkucnenne PQH,
KOMILJIEKCOM b/ — camast Me[lJIeHHAas CTaaus B LIETIN
nepeHoca 2yekTpoHoB o1 MC2 Kk OC1 [36—41].
Jlumutupylomum 3BeHOM Ha 3ToM ydacTtke DTLI
saBasieTcs: obopot 1iactoxuHoHa (PQ - PQH, -
- PQ), Bxtoyamuii B ceds oopazosanue PQH,
B ®C2 u B3aumoneiictBue PQH, c¢ bsf~-koM-
IJIEKCOM. DKCIIepUMEHTAIbHO 0Ka3aHO, YTO B
IIMPOKOM auanazoHe yciosuit (pH, temmepary-
pa) BoccraHoBieHre PQ no PQH, B ®C2 u ero
auddy3ust B MeMOpaHe K bgf-KOMILIEKCY MPOuC-
XOIAT ObICTpee, YeM HEIMOCPEeACTBEHHOE OKUC-
nenue PQH, BHYTpUM LIMTOXPOMHOTO KOMILJIEK-
ca [37, 38, 40, 41].

LIUTOXPOMHBII  bgf~-KOMIIIEKC OpPraHM30BaH
KaK ITMMEPHbI KOMIUIEKC, COCTOSIIIMI U3 JIBYX
OIMHAKOBBIX OEJKOBBLIX (pparmMeHTOB [12—17, 42].
Oxucnenue PQH, mnpoucxogut B XWUHOJ-CBSI-
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Puc. 3. luMepHBIil IMTOXPOMHBII KOMIUIEKC bef. MI306paxkeHne TOCTPOSHO ¢ MOMOIIbI0 MporpaMmbl Accelerys DV visualizer
software package (http://www.accelrys.com) o nanusimM PDB (xon 1Q90)

3bIBAIOIIMX ILIEHTpaXx AUMEPHOIro KOMILIeKca
(puc. 3, karaauTuueckue caTol Q,). Kaxabiii u3
Q,-LICHTPOB PACIIONIOXEH OKOJIO JIOMEHAJIbHOM
CTOPOHBI TUJIAKOMAHOU MeMOpaHbl, MEXIY HU3-
KOIOTEHIMaAbHBIM reMoM bt u kiacrtepom Fe,S,
BbICOKOMOTeHIIMaabHOro Oenka (ISP), Hasbl-
BaeMoro 4acto 0enkoM Pucke. Katanutuyeckue
(byHKIIMM MOHOMEPOB OCYIIECTBIISIIOTCS 3a CUeT
YEeThIPEX OKUCIMTEIbHO-BOCCTAHOBUTEIbHBIX 1IEH-
tpoB: Fe,S,-knactep ISP, nByx remoB uuTO-
xpoMma bs (b5 m bY¥) m muroxpomaf. CornacHo
MexaHusmy Q-nukia Muryemia [42—46], okucie-
Hue PQH, unMeer OudypKalMOHHBIA XapakTep;
JIBa 2JIEKTpOHAa, JOHUPYeMbIx Mojekynoit PQH,,
MEePEeHOCITCS I10 pa3HbIM LEMSM: OIMH DBJeK-
TPOH TOCTymnaeT K okucieHHoMmy Fe,S,-kmacrtepy
ISP, BTOpOI1 21EKTPOH TMEPEHOCUTCS Ha HU3KO-
MOTEeHLIMAIbHBINA TeM b. [Ipu aTOM IBa MPOTOHA,
nepeHocuMbie Mojekynoir PQH,, auccouuum-
pyloT B JioMeH. B esicokonomenyuasvroii 1enu
nepeHoca snekTpoHa ISP okucnsgercs remoM f,
OT KOTOPOIO BJIEKTPOH TMOCTyMaeT K TIIacTo-
LMAHUMHY W Jajiee K OKUCIEHHOMY LIEHTPY Py
(ISP - f- Pc = Pyy). Bropoii 31eKTpOH, OOHMU-

pyeMbiit PQH,, mepeHocUTCS TO HuU3KOnomeH-
yuUanbHol UeTu bgf~-KOMILIeKca, BKIIOYAIONUIEH B
cebs n1Ba reMa HUTOXpoMa bg U reM ¢,. DTOT dJIeK-
TPOH IocTymnaet K Mojekyine PQ, Haxonsieiics B
uentpe Q; (b~ b - PQ). ComtacHo mMomenu Mo-
nudupoBaHHOro Q-1uKiia, BTOPOM 2JEKTPOH
rnocrymnaer B HeHTp Q; OT aKIENTOPHOTO Yy4acT-
ka ®CI. ITocne 2-kpaTHOTO BoccTaHOBIeHUS PQ
U TMPUCOENVHEHUSI ABYX IIPOTOHOB M3 CTPOMBI
(PQ + 2e™ + 2H¢, » PQH,) BoccTaHOBIEHHAsI MO-
nekyna PQH, auccouuupyet u3 neHtpa Q; u Bo3-
BpalaeTcs B KaTaluTUYecKuii eHTp Q, (cM. 1mo-
npobHee [12—17, 42—45]). B utore monyyaertcs,
YTO B pacueTe Ha OIMH 3JIEKTPOH, MePEHOCUMBIIA
B LUKB or ®C1 (®CI1 - NADP"), BHyTph THJIA-
Koua nnepeHocsarcsd asa nporoHa (H*/e™ = 2) [46].

Juddy3na maacronmanuna B jgiomeHe. [luto-
XPOMHBI KOMILJIEKC BOCCTaHABJIMBAET MOJIEKY-
ny Pc. Iuddynaupys BHYTpU JomMeHa, Pc™ nepe-
Hocut 3yieKTpoH K DPCI. Juddysus Pc u ero
okucienue 3a cuer M®C1 mpoucxomsT ObICTpee
(mpr KOMHaTHBIX TeMmmepaTtypax 7, < 300 Mkc),
yeMm auddysuss PQH, ot ®C2 K bgf~-KOMIUIEK-
cy u B3aumoneiicteBue PQH, ¢ bgf~Komiuiekcom
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(11,2 4-20mc) [36—41]. [lpu onpeneneHHbIX
YCJIOBUSIX (HampuMmep, B XJIOpOIUIACTax, aJamnTu-
POBaHHBIX K TEMHOTE) CTEpUYECKME OTpaHuye-
HUS MOTYT MPEISITCTBOBATH IMEPEMEIICHUI0 MO-
Jexkyn Pc™ BHyTpu y3koro (~ 4—5 HM) mpocBeTa
nmoMmeHa [47]. HlupuHa npocBeTa JIoMeHa MOXET
YBEJIMYMBATBCS TIPU OCBEIICHUU XJOPOILIACTOB,
Mo3ToMy JarepanbHas nuddysuss Pc™ B qomMeHe
rnepecTaeT JUMUTHUPOBATh MEPEHOC BJIEKTPOHOB
oT bgf~xomruiekcoB Kk DC1 [47].

Hapsny ¢ onvcaHHBIMU BBIIIE MIpOIIECCaMU B
XJIOPOILJIACTaX MOTYT MPOUCXOAUTh aJbTEPHATUB-
Hble peaklUM 3JIEKTPOHHOTO IepeHoca, Cpeau
KOTOPBIX 0co0ast poyib NMPUHAMIEKUT TaK Ha3bl-
BaeMOMY TICEBIOLIMKINYECKOMY TEPEHOCY DJIeK-
TPOHOB, KOTJa KOHEYHBIM aKLIEIITOPOM BJIEKTPO-
HOB, goHupyeMbix @CI1, CIyXKUT MOJEKYJISIPHBII
kuciaopon (peakuuss Menepa [48—51]). Boccra-
HoBjieHHe O, IO BOIbI MOXET TaKXKe KaTalu3U-
poBaTbhCsl TEPMUHAIBHOM OKCUAA301 XJI0poruiac-
toB (PTOX), oxucnsomeit PQH, [52—56]. Cre-
JIyeT OTMETUTD, YTo codepxkaHue PTOX B 3penbix
TUJIAKOMJAX OYeHb HM3KOE — BCETO JIMIIb OAWH
koMmIuiekc Ha 100 @C2 [57]. Conmepxxanne NDH-1
MPpUMEPHO B 3 pa3a MEHbIlIe, YeM COAEcpKaHUe
PTOX [57, 58].

B MeTabonusme pacTUTENbHONM KJIETKU TakxXe
0CO0YI0 POJIb UTPAIOT PENOKC-PEaKIMU C y4acTU-
eM ackopbaTa, KOTOpble 00eCIeYnBalOT AETOKCH -
Kalnio akKTUBHBIX opm Kuciaopona (ADPK) [59].
AJIBTepHAaTUBHBIE IIyTH TIIepeHoca 3JEeKTPOHOB
MoApOOHEee PacCMOTPEHBI HUXKE.

JIATEPAJIbHAA TETEPOT'EHHOCTD
TNJIAKOUJAHBIX MEMBPAH
N AJIBTEPHATUBHBIE ITYTU
POTOCUHTETUYECKOI'O
ITEPEHOCA DJIEKTPOHOB

doTocuHTETUYECKUE OCJIIKOBbIE KOMITJIEKCHI
HepaBHOMEPHO paclipeae/ieHbl MeXX1y TUJIaKouaa-
MM TpaH U MEXTpaHHBIMU Tujgakouaamu [18—21,
60—63]. Tunakounabl rpaH oOoraieHbl KOMIIEK-
camu PC2; conpmHcTBO MDC1 1 ATP-cuHTas-
HBIX KOMIIJIEKCOB COCPEIOTOYEHO B MEXTPaHHBIX
TUJIAKOMJAX, Ha KpasiX U Topllax I'paH, 9KCIIOHU-
pOBaHHBIX B cTpoMy. LIuTOXpomMHBIE KOMILIEK-
ChI pacripeneieHbl TPUOJIN3UTEILHO PAaBHOMEPHO
BIOJIb JJAaMEJIISIPHBIX MEMOpaH, U3 KOTOPBIX (pop-
MUPYIOTCS THJIAKOUIBI TpaH U CTpoMbl [60—63].
HeonHoponHoe pacripeneieHre KOMILIEKCOB 00-
YCJIOBJIEHO CTEPUYECKMMU OTPAHUYCHUSIMU —
ATP-cunTassl u komriekebl @PC1 umeroT 6enKo-
Bble (hparMeHThbl, 3HAYUTEIbHO BBICTYIAIONINE 32
Mpeaebl MeMOpaHbI, YTO MPENATCTBYET KOMIAKT-
HOMY DPacMojIOXKeHUIO 3THUX KOMIUIEKCOB B TeC-
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HO TIpWKATBIX IPYyr K Ipyry TWUJIaKOMAaxX TIpaH.
C naTepalibHOI TeTEePOreHHOCThIO THIAKOWIHBIX
MeMOpaH MOXHO CBSI3aThb CTPYKTYPHO-(GYHKIIMO-
HaJIbHbIE CBOMCTBA TWJAKOMAOB. LIMTOXpOMHBIE
KOMIUIEKCHI, JIOKAJIM30BaHHbIE B TpaHAJIbHBLIX W
CTPOMAJIBHBIX 00JIaCTSIX, MOTYT y4acTBOBaTb B
IepeHOCe BJIEKTPOHOB 110 Pa3HBIM IYTSIM: «T'pa-
HaJibHbIE» b f-KOMILJIEKCH (DYHKLIMOHUPYIOT B
LIEMM HEUUKJINYECKOTO («IMHEHHOro») mepeHoca
a5ieKTpoHOB 0T PC2 k PCI1 u manee kK NADP*
(PC2 - PQ - bsf~ Pc—» DPC1 - NADP"), «cTpo-
MaJIbHbI€» KOMILIEKCHI MOTYT OBITh BKJIIOUE€HBI B
LIeNb LUKJINYECKOro IepeHoca 3JeKTPOHOB BO-
kpyr ®C1 (PC1 - Fd - PQ - bsf = Pc - ®C1).

BzauMopeiicTBue MexXxay MajoNoOABUXKHBIMU
yaaJleHHbIMU O€JIKOBBIMU KOMILIEKCaMu obecrie-
yuBaeTcs 3a cueT IUd@y3un MOABUKHBIX 2JIEK-
TPOHHBIX TIEPEHOCYMKOB — IUIACTOXMHOHA U
IiacTouuaHuHa. Bbicokasi TJIOTHOCTh OEIKOBBIX
KOMIIJIEKCOB B TUJIAKOMIHOW MeMOpaHe OorpaHu-
YUBACT MOIBMXKHOCTb IUIACTOXWMHOHA, a TakKxXe
CTepUYECKUEe OTPAaHUYCHUS, 3aTPYIHSIIOLINE TBU-
>KeHUE TIIaCTOLMAaHWHA B y3KOM IIEU JIIOMEHa,
MOTYT OrpaHWYMBaTh CKOPOCTU AMGPY3MOHHO-
KOHTPOJIMPYEMbBIX CTaAW 3JICKTPOHHOI'O IEPEHO-
ca [64]. OTMeTUM, YTO, HECMOTPS Ha CTEPUUECKUE
orpaHuyenus, nuddysus PQH, B TumakougHoit
MeMOpaHe He JUMMTUPYET CKOpPOCTh IlepeHoca
9JIEKTPOHOB MexXay ¢doTocucteMaMu. Kak yxe
ObLIO CKa3aHO BbINIE, B IIMPOKOM Avaria3oHe
9KCIIepUMEHTAIbHBIX ycnoBuit (pH, Temmepaty-
pa) obpasoBanue PQH, B ®C2 u ero nuddysus
MPOUCXOAAT OBICTpEE, YeM HEeINOoCpPEeICTBEHHOE
okucienue PQH, mocie ero mpoHUKHOBEHUS B
KaTaauTU4ecKuii HeHTp Q, LMTOXPOMHOTO bgf-
komruiekca [37, 38]. HecMoTpst Ha TO YTO MHOTUE
koMmIutekcbl MC2 n AC1 ynajeHbl Apyr oT Ipyra,
3HAUUTEIbHAsT 4YacTb bgf-KOMILIEKCOB, pacIio-
JIOXXEHHBIX B TpaHax, HaxonuTcs BOau3u or OC2.
bnauskoe pacnosiokeHrWe 3TUX KOMILIEKCOB MMU-
HUMM3UPYET CpeIHee PacCTOsSIHUME, KOTOpOe Mpo-
XOIST MOJIEKYJbl Myjla IUIaCTOXMHOHA, oOecIie-
yuBash OBICTPBII OOMEH MeXIy MOoJeKyJIaMu
PQH, u PQ, oOpasywiumucsa B pe3yabTare pa-
6ot MC2 (BoccTaHOBJIEHHBIE MoeKysasl PQH,)
U bgf-xomiuiekca (OKucJIeHHbIe MOjeKyabl PQ).
TakuM oOGpa3om, 3a cueT BbICOKOI MOABUKHOCTU
IUIACTOXMHOJIa B MeMOpaHe 1 ObIcTpoii Auddy3un
Pc B nmomene [38, 40] obecneunBaetcsa addek-
THUBHBII MepeHoce 31eKTpoHOB oT PC2 Kk PCI1 u
npanee K NADP* (HeuMKIMYeCKUit 371eKTPOHHBIN
TpaHCHOPT).

LHuToxpoMHbIe by f-KOMMIEKCHI, HAXOOSIIE-
Cs B MEXTpPaHHBIX TUJIAKOUAAX PSIAOM C KOMILIEK-
camu PC1, MOTryT OBITh HENOCPEICTBEHHO BKJIIO-
YeHBbI B LIeTb LUKINYECKOIO 3JEKTPOHHOIO TpaHC-
nopra Bokpyr @Cl. DddekTuBHOMY (YHKIIMO-

3*
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HupoBaHuio LIDT moxeT crmocodbcTBOBaTHL 0Opa-
30BaHUE CYMEPKOMILIEKCA W3 BJIEKTPOH-TPaHC-
IMOPTHBIX KOMIUIEKCOB bgf 1 DC1 [27]. Bozmox-
Hbl paznuyHbie iyt LIOT. B kayectBe Menma-
TOPOB 92JIEKTPOHHOTO II€PEHOCa, YYaCTBYIOLIUX
B pabore LIDT, cayxar 6eaku PGRS5 u PGRLI,
(byHKIIMOHUPYIOIIME COBMECTHO C bgf-KOMILIEK-
com [28—30].

Hpyroii nyte LIDT Bokpyr ®C1 peanusyercs
nomoibio MuHopHoro NAD(P)H-neruaporenas-
HOTO KOMILJIeKca TUma 1, SIBJSIONIErocss aHAJIOTOM
MOJOOHOI0 KOMILIEKCa B MUTOXOHApUsX [31—33].
NDH-1 BbINOJHSIET POJIb OKCUAOPEAYKTa3bl, OKHC-
Jstoleit eppeloKCMH U BOCCTaHaBJIMBaloOIIeit
miactoxuHoH [34, 35]. DlIeKTpoHHBII TpaHC-
ropt 1o LIDT Bokpyr MC1 comnpsizkeH ¢ co3gaHn-
eM Ajiy+ M, COOTBETCTBEHHO, MOXET 00eCIieuruBaTh
cuHte3 ATP. Ilpu 3ToM, ogHAKO, HE MPOUCXOIUT
BocctaHoBieHuss NADP*. CocyiiecTtBoBaHue a1~
HEHHOT0 M LMKJIMYECKOTO ITOTOKOB 3JIEKTPOHOB
MO3BOJISIET MOAAEPXKUBATH CTEXUOMETPUIO MEXIY
monekyadamMmu ATP u NADPH, Heobxomumyio
U1 oNTUMasibHOTO (pyHKIIMOHUpoBaHus LIKb
(ATP/NADPH = 3/2) [1, 2].

Pacnipenenenne bgf~-KOMILJIEKCOB MEXIY TH-
JJaKOMJIaMy I'paH U MEXTPaHHBIMU TUJIaKOMIaMU
3aBUCUT OT (PYHKIIMOHAJIBHOIO COCTOSIHUST (DOTO-
CHMHTETUYECKOro arnmnapara. I3MeHeHus apXuTek-
TYpbl XJIOPOIUIACTOB MOXET IPUBOAUTH K Ilepe-
pacripeneneHuIo 3JeKTPOHHBIX ITOTOKOB MEXIy
HELMKINYECKUM U IUKINYECKUM TToToKamu. Jla-
TepajbHOE TIepeMeIleHUe YacTh bsf~-KOMIUICKCOB
U3 TpaH B CTpOMaJIbHbIE O0JACTU TUJIAKOMIHBIX
MeMOpaH JOJDKHO CITOCOOCTBOBATh YBEIUYEHUIO
oTHocuTeJabHOro Bkjaga IIDT B pabory xyopo-
riactoB. Ilpenmoyaraercs, 4To Takoe Iiepepac-
npeaeaeHue by f-KOMIUIEKCOB MOXET MPOUCXO-
JIUTh, HATIpUMEP, 32 CUET CBETOMHIYIIMPOBAHHBIX
U3MEHEHMIT PacCTOSIHUS MEXIy Mpujieraloinumu
JPYT K APYTY COCEMHUMU TUJIAKOUAaMU TpaH [65].

JIBe nzodopmbl eppeIOKCHHA U AJTbTEPHATHB-
Hble MOTOKH JIEKTPOHOB. C y4eTOM JIOKaIM3aIuU
bsf~-KOMIIJIEKCOB B pa3HbIX 00JIaCTIX XJIOpoIliac-
TOB MPENCTABJISIIOT UHTEPEC TaHHBIE O CYILECTBO-
BaHUU HECKOJbKUX U30¢hopM deppeaokcrHa (Kak
MUHUMYM ABYX ¢pakuuit — muHopHoi (Fdl) u
ocHoBHOU (Fd2)), koTOpble HE3HAYUTEIBHO pa3-
JIMYAIOTCST 110 (PU3UKO-XUMHUYECKUM (Hampumep,
MO 3HAYEHMSM CTAHAAPTHBIX PEIOKC-TOTEeHIIMA-
JIOB) M HEKOTOPhIM (YHKIMOHAJBHBIM CBOii-
ctBaM [66—70]. benku Fd1 u Fd2 umeror 6auskue
AMUHOKMCJIOTHBIE T1OCJIeIOBATEIbHOCTU, HO B
xyioporactax C3-pacTeHUil OHM MPUCYTCTBYIOT
B pa3HbIX KosndecTBax. Hampumep, y apadbumon-
cuca u ropoxa ¢pakuuu Fdl u Fd2 cocrasasior
cootBeTcTBeHHO 10% 1 90% oOT 0611IeTO MTyNa MO-
nekyn ¢eppenokcuna [66]. CoOTHOIIEHNE MEXIY

THUXOHOB

dpakuusiMu 3aBUCUT OT YCJIOBMI aKKJIMMalWU
pacTeHUil: y pacTeHUil, BbIpallliBacMbIX Ha CJa-
OOM cBeTy, NpakKTMYEeCKU He HaOII0maeTCsl IKC-
npeccuu Fd1; B ycrnoBusx, crumynupytomux [[OT
(BBICOKAs1 MHTEHCUBHOCTb CBETa, 3acyxa), 9KC-
npeccus Fd1 3HaunTenbHO Bo3pacTaer [68, 69].

B xauectBe mpuMmepa, WILIIOCTPUPYIOLIETO
paznuuue B dyHKIMoHupoBaHuu Fdl u Fd2,
pPaccMOTPUM pe3yabTaThl OIBITOB C XJOpOTLIac-
TaMu 0000B kiacca b (xjoporuactel ¢ Hapy-
IIEHHON BHEIIHell MeMOpaHOli, JIMIIEHHbIE
deppenokcuHa), BOCIpPOM3BeIEeHHbIe Ha puc. 4
C MCIOJIb30BaHMEM KWHETUUYECKUX HaHHBIX pa-
6otbl TuHC U coaBst. [70]. B aTux xysoporiacTax
coxpaHsjach CBsA3aHHasg ¢ MeMOpaHoit deppe-
nokcuH-NADP-peaykraza, HO TepsuIMCh Haxo-
JIWMBIIMECS B CTPOME MOJIEKYJIBI (peppenoKcHHa.
Hob6asiaenne NADP* — ¢pusnosornyeckoro ax-
LIETITOpa 2JIEKTPOHOB — HE CKa3blBajJOCh Ha KHU-
HETUKE DJIEKTPOHHOIO IMepeHoca, OlleHMBaeMOi
M0 CBETOMHAYLIUPOBAHHBIM M3MEHEHUSIM CHI-
Hajla 3JIGKTPOHHOTO MapaMarHUTHHOIO pPe30-
HaHca (DITP) or okuclIeHHBIX 1IeHTPOB Py [70].
O06e ¢dopmbl ¢eppenokcuna, Fdl u Fd2, npo-
SIBJISIIA aKTUBHOCTh B KaueCTBE MEIMATOPOB Iie-
peHoca 3JeKTpoHOB. B o0oux ciaydyasx majbHU
KpacHbIl CBET (Ayae = 707 HM), BO30YKIArOLIMIA
npeumyiiectBeHHO @OCI1, BBI3BIBal 3aMETHOE
okucieHue Py OmHako Tipu AelCTBUU Oeoro
ceeta (bC), Bo30y:xxaawlero ooe gpoTocucTeMbl,
pob6apneHue Fdl wiam Fd2, B3aumopeiicTByOmmnx
¢ FNR, Bn1usio Ha KUHETUKY pedoKc-IpeBpalie-
Huit P;y pasHbeiM oOpaszoM. Fd2 Gonee addek-
THMBHO KaTaJlM3UpOBal <«IMHEUHBIN» TIepeHocC
anekTpoHa oT ®CI1 k FNR u ganee k NADP*.
OO0 3TOM CBUAETEIbCTBYET TOT (DAKT, YTO B IPU-
cyrctBur Fd2 Oenbiii cBeT BhI3bIBal 0oJiee CUJIb-
HbIii poct curHana OIIP or P3y, (puc.4, na-
pameTp B), yem B ciaydae pobOamsiaeHus Fdl.
Fd1 mposiBisi 3aMeTHYI0 aKTUBHOCTh B KaueCTBE
9JIEKTPOHHOro TiepeHocurka B uenu L[BT Bo-
kpyr ®CI1. B npucyrcrBun Fdl MHTEHCUBHOCTB
curHana ot Py npu aeiictBuu 6e10ro cBera Obuia
MeHbliIe, yeM B ciaydyae Fd2. Takoe paznuyne Mor-
JIO OBITH OOYCJIOBJIEHO YCKOPEHUEM OTTOKA 3JIeK-
tpoHoB oT ®CI1 Kk NADP" 3a cuer Fd2, a Takxe
TeM, yTo Fdl katanusupyer HUKIMYECKUI Tepe-
Hoc 31eKTpoHOB Bokpyr P C1, Bo3Bpalias 3jeK-
TpoHbl K DC1, TeM caMbIM yMeHbIIast KOHLIEHTpa-
uuio Py,. beuto Takke mokasaHo, 4yTo 1o0aBiIeHE
aHTUMULMHA — uHruburtopa BT — yckopsiio
dotookucnenue P;y. DPpdekr aHTUMULIMHA 3a-
MeTHee mpospisicd B ciyyae Fdl, yem Fd2. DTo
yKa3bIBaeT Ha 0ojice BHICOKYIO aKTUBHOCTb Fd1 B
kauectBe Menuatopa LIDT Bokpyr @CI. B nure-
paType BBICKA3bIBAJIOCh IIPEIIOJIOKEHNE, YTO
BapbMpOBaHMeE IKCIIpeccu pas3Hbix n3odopm Fd
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Puc. 4. BiusHue aByx uszodopm deppenokcuna ropoxa, Fdl u Fd2, Ha kuHeTUKYy M3MeHEeHUI BeauuyuHbl curHaida DI1P
or P7p B M30JMpOBaHHBIX Xjoporuiacrax 00608 (Vicia faba) xnacca B, MHAYUMPOBAHHBIX ACWCTBHEM IAJbHETO Kpac-
HOTO (Avaxe = 707 HM) 1 Gesoro cBeta (BC) B mpucyrctBuu 2 MM NADP*. lo6aBku deppenokcuna: I — 60 mxM Fdl,

2— 60 MxM Fd2. PrucyHOK MOCTPOEH ¢ UCMOJb30BaHUEM KMHETHYECKMX KPUBBIX, MPUBEACHHBIX B padote [70]

MO3BOJISIET PACTEHUSM ONTUMU3UPOBATH UCITOJb-
30BaHME COJIHEUHOW IHEPTUU U M30eratb U30bI-
TOYHOTO BOCCTAHOBJCHUS IEPEHOCUMKOB LIETH
2JIEKTPOHHOTO TPaAHCIIOPTa IPU HEOJIAaronpusT-
HBIX YCJIOBUSIX BHEIIHEHN cpenbl [68, 69].

PEIrvJIAInAg SJIEKTPOHHOI'O
TPAHCITIOPTA HA YPOBHE b, /~-KOMIIJIEKCA

Crangug okuciaenna PQH,, iumurupyromas ne-
peHoc 31eKTpoHoB Mexxay PC2 u ®PCI1. UmeroTcs
JI0KA3aTeIbCTBA, YTO B IIMPOKOM ITHMAIa30HE DKC-
nepuMeHTalbHbIX YyciaoBuit (pH, Temmeparypa)
JUMUTHUPYIOLLIEH CTaaueil mepeHoca 3JIeKTPOHOB
Mexny PC2 u PCI1 gensercs He nuddysus PQH,
oT MC2 K byf~-KOMILIEKCY, a IIEePeHOC 3JIEeKTPOHA
ot PQH, k Fe,S,-knacrepy 6enka Pucke, nmpouc-
XOIAIIMI TIoc/ie 00pa30BaHUsSI KOMIUIEKCA MEX-
ny PQH, u ISP. DTot BbIBOA, caelaHHBI paHee
Ha OCHOBAHMU UCCJENOBAaHUS KMHETUKHU PEIOKC-
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npespaiieHuii Py B XJoporjacrax LINMUMHATa U
600608 [37, 38], HemaBHO TOJY4YWUJ TOTIOJHUTEIb-
HOE MOATBEPXKACHUE B OMbITAX Ha MyTaHTaX apa-
oumoricuca, y KOTOpbIX IMaMeTp IpaH BapbUpOBal
B mmpokux mnpeneiax (ot 370 mo 1600 um). B pa-
o6otre Hohner et al. [40] ObL10 MOKa3aHO, YTO BO
BCEX CIIydasX XapaKTepHOE BpeMsI oOpa3oBaHUS
PQH, B ®C2 u ero nuddys3un K byf-KOMILIEKCY
cocCTaBsIo ~ 3,2+ 3,6 Mc. DTO BpeMSI CYLLIECTBEH-
HO MeHblIlle obuiero BpemeHu okuciaeHuss PQH,,
HE3aBUCUMO OT AuameTpa rpaH. JlaHHbIe pe3yib-
TaThl yOEOUTEIbHO [OKAa3bIBAIOT, 4YTO HMEHHO
okuciaeHue PQH, B karanutuyeckuM LeHTpe Q,,
a He nuddy3us PQH, B TunakounHoit MmeMOpa-
He, ABJSIeTCS CTaaueil, TMMUTUPYIOIEH MepeHoC
aJ1eKTpoHOB 0T P C2 K bs f~xoMrIuieKkcy [37, 38].
ITocne BocctaHoBneHust ISP ero moaBUXKHBIN
noMeH, conepxamuii  Fe,S,-kmactep, cmema-
eTcs K IIUTOXPOMY f U MepenaeT 3JeKTPOH TeMy f.
Ot mutoxpoma f BJeKTpOH IepeHocuTcsa K Pc.
ITocne oxwuciaeHuss ISP ero MoOWJIbHBIN HOMEH
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BO3BpalllaeTCsI B MCXOIHOE IToJoXKeHMe. [Bike-
HYe MOOWJIBHOTO IOMEHA He JIMMUTHUPYET OOLIYIO
CKOPOCTh MepeHOoca BJEKTPOHA: 3HAaYMTEIbHbBIC
cMeleHus1 penokc-ueHTpa ISP mpoucxondar Obi-
CTPO TI0 CPAaBHEHMIO CO CKOPOCTbIO OKUCJICHUS
PQH, xnacrepom Fe,S,. [Ipu KOMHATHBIX TeM-
rnepaTypax nepeHoc 3JeKTpoHoB oT ISP, 4 Kk Cyt f
MpOTEKaeT C XapaKTepHbIM BpeMeHeM = 2—4 Mmc
[71, 72], xOoTOpoe MeHblle BpPEeMEHM TMOIYyOKHUC-
nenus PQH, u BocctaHoBiaeHUsT LUTOXpoMa f
(112 2 5—20 Mc [36—41]). DTO 03HaYaeT, YTO CKO-
pocth okucienus PQH, onpenensierca B OCHOB-
HOM cTanueil mepeHoca sjekTpoHa oT PQH, k
okucineHHomy Fe,S,-kmactepy mociie obpa3oBa-
HUS cyOocTpar-epMeHTHOro Komrmiaekca PQH,—
ISP,..

pH-3aBucumas peryasims 3J1eKTPOHHOTO Nepe-
HOCa B XJopomiacTax. VM3BeCTHBI JBa OCHOBHBIX
MexaHu3sMa pH-3aBUCHUMOIO TOPMOXEHHUS dBJIeK-
TpoHHoro mepeHoca Mexay ®PC2 u ®CI, o6-
ycJIOBJIeHHbIe YMeHblleHeM pH momena (pHj,):
1) 3ameanenue okuciaeHus PQH, uutoxpoMHbIM
bsf-xomIuiekcoM [12—15, 73—76] u 2) ociabiaeHue
doroxummueckoit akruBHocT PC2 3a cuer siBJie-
HUsI, U3BECTHOTO KaK HE(POTOXMMUYECKOE TYIIe-
Hue (H®OT) Bo3Oyxnenust xiopopuiia [77—79].
Bnusuue pH;, Ha ckopoctb okuciaeHus PQH,
MPOUCXOIUT IO MEXaHU3MY OTPULIATEIbHON 00-
paTtHoIli cBs3u: okuciaeHue PQH, compoBoxna-
€TCs BbIACJIEHUEM IIPOTOHOB B JIIOMEH, 3aKuCJe-
Hue nomeHa (pH;,+) Topmosut okuciaenue PQH,.
CornacHo mopenu «proton-gated» [80, 81], ne-
nporoHupoBanue PQH, ctumynupyer mnepeHoc
BJIEKTPOHA Ha oKUCIeHHBIN 0enok Pucke (ISP,,);
3amelyieHue gemnpoToHupoBaHusi PQH, npwu
noHvwxeHuu pH;, HOJKHO TOPMO3UTH OKUCIIE-
Hue PQH,. MmeroTcs Bce OCHOBAHUSI CUUTATh,
yto oT PQH, npoToH nepeHocuTcs K TMCTUAMHO-
BoMy ocTtatky ISP, sBrsioiierocss JuraHaom ist
onHoro u3 noHoB Fe kiacrepa Fe,S,, u 3to npo-
HUCXOIUT OMHOBPEMEHHO C ITIEPEHOCOM 3JIEKTPOHA
K Fe,S,-xnacrepy ISP (cM. mogpoOHee [12—16,
42, 44]). Beanuuna pK, MIpOTOHUPYEMOI TPYIIMbI
ISP 3aBucur or pemoxc-cocrosinus Fe,S,-knac-
Tepa [82]. Ba mpolecca — AeNPOTOHUPOBAHUE
PQH, (mepeHoc nmpoTtoHa K TMCTUAUMHOBOMY OC-
tatky ISP) u mepeHoc snektpoHa K Fe,S,-knacre-
py ISP MoxHO paccMaTpuBaTh KakK COMpPSIKEHHBIE
MPOILEeCChl, KOTOpble B3aMMOCBSI3aHbI U IIPOMC-
XOIST TpakTUYeCKH oOJHOoBpeMeHHOo [83—87].
HenporoHupoBaHHOe cocTossHue ISP — Heo6-
XOIMMOE YCJIOBUE JISI TOTO, YTOOBI MEPEHOC TIPO-
toHa oT PQH, x ISP Mor ocymectButhes. denpo-
ToHUpoBaHUe ISP cBsi3aHO ¢ BBIXOIOM IIPOTOHA
B JIIOMEH; BEPOSITHOCTb 3TOTO Mpoliecca 3aBUCUT
ot pH;,. IIporoHupoBaHue/nenpOTOHNPOBAHNE
ISP 3aBucutr ot addekTuBHoro 3HadeHus pk,
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npotoHupyemoil rpynmnsl ISP 1 KoHTponupyetcst
BenmuuHoil pH;, [12, 14]. Oxkucnenue ISP mocne
repeHoca 3JeKTpOoHa K remMy f CONpPOBOXIAETCS
yMeHblIeHueM pK,, 4YTO [OJKHO CTUMYJIUPO-
BaTh AenporoHupoBaHue ISP [82] u, cooTBeT-
CTBEHHO, cIocoocTBoBaTh okuciaeHuo PQH,.
OnHako Mpy AOCTaTOYHO CUJIBHOM 3aKMCIEHUU
moMmeHa (pH;, < pK,) nenporoHupoBaHue ISP
OyleT 3aTpyaHsITbCS, a MOTOMY ITIOTOK 3JEKTPO-
HOB 4Yepe3 LUTOXPOMHBIN bgf~-KOMILIEKC OyaeT
ocnabeBatb. [IpocTasgs Maremarudyeckass MOJEb,
OCHOBaHHAasl Ha TOM, YTO MEPEHOC 3JIEKTPOHOB
yepe3 LUTOXPOMHBIN KOMILUIEKC KOHTPOJIUPYETCS
IpolieccaMy IPOTOHUPOBAaHMSI/IEITPOTOHNPOBA-
Hus ISP, xopouo onuceiBaeT pH-3aBUCUMOCTD
BJIEKTPOHHOTO TIepeHoca uepes3 bgf~-KoMrekce [12,
14]. AnprepHaTHBHAs TUIoOTEe3a 00 y4aCTUU MOJie-
KyJbl BOAbl B KayeCTBE IEPBUYHOIrO akKlenTopa
MPOTOHA TIPU OKHUCIEHMU YOMXUHOJA B IIUTO-
XPOMHOM KOMILJIeKce bc; Oblia BBIABMHYTA B pa-
oorte Postila et al. [88].

fABnenue  (POTOCMHTETHYECKOTO  KOHTPOJIS.
pH-3aBucumMas peryiasiuust 2JIeKTPOHHOTO TpaHC-
ropTa JIEXXUT B OCHOBE SIBJIEHUSI, HAa3bIBA€MOIO
«(OTOCUHTETUYECKUM KOHTpojieM» [8§9—92]. CyTb
STOTO SIBJIEHUsS 3aK/II0YaeTCsl B TOM, UTO ITOTOK
anektpoHoB Mexny PC2 u DCl koppenupy-
€T C BeIUYMHOI «(ochaTHOTrO IOTEeHIIMAaa»,
P = |ATP]/([ADP] x [P;]), tme [ATP], [ADP]
u [P;] — xonuentpauuu ATP, ADP u P;. OtHo-
meHue ATP/ADP MoxeT M3MEHSThCS B 3aBU-
CUMOCTH OT (DU3MOJOTMYECKOTO COCTOSIHUS
pPACTUTENIbHON KJIETKM M B3auMOnAeHCTBUSL (DOTO-
CUHTETUYECKOro afmmapara ¢ MUTOXOHIAPUSIMU U
JIPYTUMU MeTabolndyecKumMu cucremamu [93—96].
B cocrossHun «pOTOCMHTETUYECKOTO KOHTPOJISI»
(«coctosiHue 4» 1o TepMuHojorun Chance u
Williams [89]), korna nyiasl Mojiekyn ADP u/vunu
P; ucuepnannl, cunte3 ATP u TpaHcMeMOpaH-
HBIA TOTOK MpoToHOB 4Yepe3d ATP-cuHrazy
(kommiekc CFy—CF,) ocnabeBaioT, mpu 3TOM
pH ilomMeHa cHuXaeTcsd OOCTaTOYHO CHMJIBHO
(pHi, < 6), uTo 3aMemisgeT pabOTy LUTOXPOMHOIO
KoMILIekca. B «coctossHuu 3», Koraa MpOMCXOIUT
UHTEeHCUBHBIN cuHTe3 ATP, BhIX0oo MPOTOHOB U3
JIIOMEHA B CTPOMY YCKOPSIETCSl M IIOTOMY HE Mpo-
HWCXOAUT CTOJIb CUJIBHOTO 3aKMCJICHMS JIIOMEHA
(pHi, > 6—6,5), KOoTOpOE MOIIIO OBl CYIIECTBEHHO
3aMeIJIUTh MepeHOoC JIeKTpOoHOB. I1pu aTOM 06ec-
neyuBaeTcsl 3 dekTuBHbI cuHTe3 ATP u onmHo-
BPEMEHHO IMOIAEPXKMUBAETCSI BBICOKAsI CKOPOCTH
3JIEKTPOHHOTIO TpaHcIiopTa [74—76, 90—92].

Veenuuenue pH ctpombr (pH,y), 0o0ycnoB-
JIEHHOE€ IepeHOCOM IPOTOHOB M3 CTPOMBI B JIIO-
MEH, TaKXe MOXET BJIUSITbh Ha CKOPOCTb PabOThI
¢orocuntetnyeckoin DTL. IMoBbimenue pH,, A0
ypoBHs pH,, = 7,8—8,0 criocodbcTBYeT akTUBaLMU
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BJIEKTPOHHBIM TPAHCITOPT B XJIOPOTTJTACTAX

peakuuii LIKB [1]. DTo moMKHO MPUBOAUTH K
yckopeHuto mnorpebiseHuss NADPH wu, coorBet-
CTBEHHO, K 0oJyiee OBICTPOMY OTTOKY BJIEKTPO-
HOB oT @ C1. OnBITH ¢ UHPUWIbTPALKMEH B JIMCThS
npoToHodopoB (pa3oOdiiuTeneii), BhIpaBHUBAIO-
mmx pH BHyTpu (mmomeH, pHi,) u cHapyxu (cTpo-
Ma, pH,,) TUIAKOMIOB, MOATBEPKIAIOT CKa3aHHOE
Bbllle 0 pH-3aBUCUMOIi peryisiiumu 3JeKTPOHHO-
ro TpaHcIopTa B XJaoporuiactax [97, 98].

AJIBTEPHATUBHBIE ITYTU ITEPEHOCA
BJIEKTPOHOB B XJIOPOITJIACTAX

Hapsany ¢ paccMOTpeHHBIMY BBILIE 3JIEKTPOH-
TPAHCIIOPTHBIMM TIpOILleCCaMM, CBSI3aHHBIMU C
BoccrtaHoBieHneM NADP* u LIDT Bokpyr PCl,
B XJIOpOILJAacTax MPOTEKAIOT APYrue peaoKc-peak-
LIUM, CPEIM KOTOPBIX BaxKHEHIIYI0 poJib B (hyHK-
LIMOHUPOBaHUN (POTOCUHTETUYECKOIO arIapara
UTPAIOT MOJIEKYJISIDHBIN KMCIOPOA U acKopoar.

B3aumoneiicteue O, ¢ xaopomnacramu. Moiie-
KyJnsapHblit Kucaopon (0O,) — aKTUBHBINA ydyacT-
HUK MeTabOJIMYECKMX IPOILIECCOB B PaCTUTENb-
HoIt KieTke. Mojekysbl O, ciyxXaT akienTopaMmu
BJIEKTpOHA, B3auMoneicTBytommumu ¢ ITL xmo-
poractoB. IIpy 3TOM MOIYT BO3HMKATh aKTUB-
Hble (pOpMBI KUCIOPOIA: CYNEPOKCUIHbIE paav-
kansl (O;7), nepoxkcun Bomopoaa (H,0,) u oueHn
TOKCUYHbIN pagukan OH* [51]. ¥V pacrenuit 06-
pazoBaHue O;  TNPOUCXOAUT B pe3ysibTaTe OJHO-
3JIEKTPOHHOIO0 BoccTaHOBIeHUs O, 3a CUET ero
B3auMoaeiicTBus ¢ dorocuHTteTnueckoir IDTLI.
OCHOBHBIM HCTOYHUKOM 3JEKTPOHOB MJIsI 00-
pazoBanuss A®MK ciayXuT akKLeNTOpHBIA y4a-
crok DC1, xotopoii comepxut Bxoasie B PCI
HU3KOMNOTEHLIMAJIbHbIE MEINATOPhl 3JIEKTPOHHOTO
nepeHoca. TakuMu JOHOpaMM BJIEKTPOHOB MOTYT
ObITh umoxruHoH PhQ u HU3KOMOTEHIMATbHbBIE
xene3zocepHble HeHTpol Fy, Fp, Fx, a Takke dep-
penokcuH [99—102]. Ot @CI1 31eKTpOH MepeHo-
cutcs Ha Mojiekyny O,, KoTopasi BocCTaHaBIMBa-
eTcsl 1o cynepokcuaHoro pagukana (O, +e - 05,
peakuus Menepa [48—49]). CynepoKcCUIHBII
panukan (O>7) mpeBpallaeTcsl 3aTeM B IIE€POK-
cua Bogopona u O, 3a CUET CyNepOKCUI-TUCMY-
tazHoit peakuuu (205" + 2H* - H,0, + O,) [51].
YucneHHble OLIEHKU BKJIada peakuuu Menepa B
obpasoBanne ADK HeomHO3HAaYHBI. BombIIMH-
CTBO aBTOPOB CUMTAaeT, YTO BKJad peakuuu Me-
Jiepa HEBEJIUK, OH cocraBiser He Oosee ~10%;
10 IPYTMM COOOILEHUSM ITOTOK 3JIeKTpOHOB K O,
nocturaet 40% OT CyMMapHOIO MOTOKa 3JIEKTPO-
HoB, poHupyembiii ®C2 (cMm. o0630pbl [49—51]
U LUTUPOBAHHYIO B HUX JUTeparypy). Tem He
MeHee Jaxke CPaBHUTEIbHO CAa0bIii TTOTOK 3JIeK-
tpoHoB ot PC1 k O, MOXeT oKaszaTbCd Cylle-

BUOXUMUA tom 88 BeII. 10 2023

1751

CTBEHHBIM ISl MOIAepXaHWs ONTUMAaJIbHOIO
9HEpreTMYecKoro OajlaHca B XJOpoIuiacTax u
3amuTe (OTOCMHTETMYECKOIo armapara pacre-
HUM OT OKMCIUTEJIbHOIO cTpecca. B KadecTBe
MPUMEPOB, WUIIOCTPUPYIOIIUX BIUSHUE OTTOKa
a5ekTpoHOB 0T PC1 Kk O,, cayxar pe3yJbTaThl
OIBITOB ¢ UH(UIbTpalIeil B JIUCT METUIBUOJIOTE-
Ha — MCKYCCTBEHHOTIO MeauaTopa 3JeKTPOHHOIO
TPaHCIIOPTa, KOTOPBI 3aMETHO YCKOpPsIET (POTO-
okucieHue P;y, yBenmuuBas cralilmoHapHbI ypo-
BeHb P7%y, a TakXe OIBITH 110 BapbUPOBAHUIO CO-
nepxanusi O, B cpene, OKpyKawollei JUCT, UIu B
CYCIIEH3MM KJIETOK IMaHobakTepuii [103—106].
Hapsany ¢ morokoM anekTpoHoB K O, oOT
HU3KOIOTEHIIUAIbHBIX aKIENTOPOB, BXOMSIIMX
B coctaB ®CI1 [99—101], ompeneneHHbIl BKIan
B obOpaszoBaHue ADPK BHOCAT BOCCTAHOBJICHHBI
deppenoxkcun [51, 102], UMTOXPOMHBIN bgf~-KOM-
IUIEKC U PEIOKC-aKTUBHBIE MOJIEKYJBI ILIACTOCE-
MUXWHOHA U IUIACTOXWMHOHA BHYTPU TUJIAKOUIHOM
MemOpansl [51, 107—109]. Bknag ®@C2 B BoccTa-
HoBieHne O, HeBeauk. CpaBHUBasg LIUTOXPOM-
Hble KOMIUIEKCHI bgf U bcy, clenyer OTMETUTh, YTO
bef~KOMILJIEKC TIPOSIBJISIET 3aMETHO 0o0Jjiee BBICO-
Ky10 (Ha MOpsI0K) CKOPOCTh BoccTaHOBAeHUS O,,
yeMm bc;-xomruieke [107]. Ilpenmonaraercsi, 4To
9TO MOXET ObITh OOBSICHEHO MPUCYTCTBUEM MO-
JIEKYJIbl XJaopoduia a BOJIUM3U OT MecTa JOKa-
qu3auuu PQH, B katanutuueckom HeHTpe Q..
@OUTUIBHBII XBOCT XJ10po(duUIa MOXET CO3/1aBaTh
CTEpUYECKUE 3aTPyIHEHUSI, MPEMNSTCTBYIOIINE CMEe-
LIEHUIO B CTOPOHY remMa b§ MOJIEKYJIbl IIaCTOCE-
MUXUHOHA, 00pa3yolleiics mociie peakluuu nepe-
Hoca snekTpoHa or PQH, k Genky Pucke. Tem
CaMbIM YBEJIMYMBAETCS BpEMs >XKU3HU PEloOKC-
aKTUBHOIO paaukajia (MI1acCTOCEMUXMHOH) U BO3-
pacTtaeT 3 HEeKTUBHOCTh BoccTaHOBIeHUs O,.
Boccranosnenue O, B a3pOOHBIX YCIOBUSIX
3a CYET DJJIEKTPOHOB, JOHMPYEMBIX TEPEHOC-
yukamu DTL Ha yuactke Mexny ®C2 u ®CI,
[OJIyYMBIlIee Ha3BaHUE  <«XJIOPOpEeCIUpanum»
(chlororespiration), Xopollo H3BECTHO [52—56].
ITpu atoMm npoucxonut okucienue nyaa PQH,, o
YeM MOXHO CYyIUTb, HAIIPUMEP, IO U3MEPEHUSIM
WHAYKUIMU (pyopecueHInr XJaopoduiiia a B Xoae
ajanTaluuu JUCTbeB pacTeHUit K TemHorte [103,
104]. DToT npoiecc MPOUCXOAUT C yYacTUEM Tep-
MUWHaJBbHOM OKCHIA3bl XJOPOILIACTOB, KOTOpas
okucnger PQH, n obecneunBaeT nepeHoc 37eK-
TpoHa K Moiekyne O,. OTHOCUTEIbHBIN BKJIAl
9TOr0 MYyTU BoccTaHOBIeHUs O, MaJl IO CpaBHE-
HMIO C BKJIALIOM CBETOMHIYLIMPYEMOW peakluu
Menepa [51, 57, 58]. OmHako XJopopecnupanus
MPOSIBJSIETCS, HallpuMep, KOIrJa Mbl OlleHHWBaeM
nsMeHeHue pegokc-ctaryca ODTL xjoporiac-
TOB MPU ajalTaluyd pacTeHUM K TEMHOTE. DTUM
KaHaJIOM OTTOKa 3JeKTPOHOB K O, 00BsCHSIETCA
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CPaBHUTEJIBHO MeJIeHHOe (MUHYTBI-IECATKA MU-
HYT) OKHWCJIEHWE MyJa IJIaCTOXMHOHA B TEMHOTE.
Hakonel, XopoIllo M3BECTHO, YTO B MHTAKTHBIX
XJIOpOIUIacTaX MOXKET IPOUCXOAUThH IONIOLIEHUE
KHcaopoaa Ha ypoBHe PyOucko 3a cyeT siBIeHUS,
HaszbIBaeMoro gomodsixanuem (cM. [1, 51] u unTm-
pyeMYIO B HUX JIUTEPATypy).

Hpyroii MexaHu3M BoccTaHoBieHust O, 3a cYeT
MJIaCTOXMHOJa ObLI MpemsiokeH B paborax bopu-
ca Huxonaesuua MBaHoBa u coaBT. (cM. 0030p
9TUX paboT B craThe MBaHOBa u coaBT. [51]).
Pesynbratel MX McCCIeAOBAaHU MO3BOJISIOT TIPE-
MMOJIOXKUTh, YTO JOHOPAMHU BJIEKTPOHA IJIsI BOC-
craHoBieHuss O, SBISIOTCS pPeAOKC-aKTUBHbBIC
MOJIEKYJIbl IIJIJACTOCEMUXMHOHA (MPEeArnoYTUTEb-
HO, JAernpoToHMpoBaHHasi ¢opma PQ°7), Koro-
pble MOTYT O00pa30BbIBAaTbCSI B pe3yjibTaTe peak-
LUK «KoMmIiporniopiimoHupoBanus» (PQH, + PQ «
< 2PQH" < 2PQ"~ + 2H"). PeakuumoHHOCIIOCO0-
Hble paguKaiabl PQ'~ OKUCISIOTCS 3a CUeT uX
B3aumMoneiicTBus ¢ O,. DTUM TakKe MOXHO 00b-
SICHUTb TOT (baKT, YTO B TEMHOTE B ad3pOOHBIX
ycnoBusx comepxanue PQH, B xiyoporuiacrax
nocrerieHHo yMeHblaetcsa [103, 104]. B pabGo-
tax MBaHoBa u coasT. [51, 108, 109] Takxke pa3s-
BUBAeTCsI U OOOCHOBBIBAETCS HUAES O TOM, 4YTO,
IMOMUMO BOCCTaHOBJEHUsI Mojekya O, B myje
IUIACTOXWMHOHA MOJIEKYJaMU IJaCTOCEMUXMHOHA,
MOXeT OBbITh, 0OJee BaXHYIO POJb WUrpaeT BOC-
CTaHOBJIEHME MOJEKyJaMU ILUIaCTOIMAPOXUHOHA
CYNEPOKCUAHBIX aHUOH-paAUKaloB, o00Opa3ylo-
MXcs Kak B aToM nyjie, Tak u B @CI. 1o mHe-
HUIO aBTOPOB, 3TOT IIPOLIECC yYacTBYeT KaK B
nertokcukamnuu O3, Tak, U YTO BaXKHee, B MPOIYK-
IIMM CUTHAJbHBIX MOJIEKYJ MEPOKCHUIA BOAOPOIA,
KOTOpbIE, OOpa3oBaBIIMCh WMMEHHO TaKUM IIy-
TeM, SIBJISIIOTCS MECCEHIXepaMM, MepeaaroluMu
MH(GOpPMALIMIO APYTMM CHUCTEMaM XJIOpOILIacTa
U KJIeTKu o coctossHuu DTL[ — uyBcTBUTEIBHOM
JaTYNKE COCTOSTHUSI OKPYKAIOIIEH Cpebl.

ITponnnaeMocTh THIAKOMIHBIX MeMOpaH 11s1 O,.
He ocTranaBniuBasich Ha TOM, KaK U3MEHEHUE KOH-
neHTpauuu O, BHYTPU PaCTUTEIbHOM KJIETKU MO-
JKeT BJIMSATH Ha (GyHKIIMOHUPOBAHUE APYTUX MeTa-
oonnueckux cucteMm [94—96], oTMETUM HEKOTO-
pble CBOMCTBa MeMOpaH XJOPOILUIACTOB, BaXKHbIE
I TIOHUMaHUSI 0COOEHHOCTE MX B3auMoIeii-
ctBus ¢ O,. YCTaHOBJIEHO, UTO Yy pPACTEHUIA TPO-
HUCXOIUT CPaBHUTEIBHO OBICTPOE BbIpaBHUBaHUE
KOHIIEHTpalluii Kucjiopoda BHYTPM JIHUCTa U B
oKpyxXamleii atMocdepe. DTo OBLIO MOKa3aHO
MmeTonoM DIIP ¢ ucnonb3oBaHUEM TBEPIbIX KUC-
JIOPOI-4yBCTBUTEIbHBIX MTapaMarHUTHBIX YaCTHUII,
KOTOpbIE BBOIWJIW BHYTPb JINCTA C ITOMOIIbBIO
mukpoinpuua [110]. Takue oOpaslbl JUCTHEB
COXPaHSIOT CIOCOOHOCTh BbIIEIATHL O, Ha CBETY
3a cueT padborel ®C2 u nomromarb O, B TEMHO-
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Te 3a cueT AbixaHus. [Ipu 3TOM KOHLEHTpauus
O, BHYTPU JIMCThEB, HAXOMSIIUXCS B KOHTAKTE C
BO3JyXOM, MPAKTUYECKM HE MEHSETCS B OTBET Ha
BKJIIOUE€HME U BhIKIIOUeHue ceeta [110].

OTMeTUM TakxXe, 4YTO CKOpOCThb Auddy3uu
0O, depe3 TUIAKOUIHBIE MeMOpaHbI, OMpeneeH-
Hasl IyTeM 30HAMPOBaHMSI MEMOpPaH C IMOMOIIbIO
JIMITUAO-PACTBOPUMBIX CIIMHOBBIX 30HAOB, SIBJISI-
etcst Beicokoii [111]. [TpoHuLIaeMoCTh TUMUIHOTO
OUCIIOSN TUJIAKOMAHBIX MeMOpaH XJIOPOILJIACTOB
mwnuHaTta as O,, usmepenHas npu 20 °C, cocraB-
aset 39,5 cm-c!, uro Ha 20% BhIIE KO3 DUILIM-
€HTa MPOHUIIAEMOCTH CJIOS BOJbI TOM Xe TOJI-
IIMHBI, YTO Yy JIMIIUAHON MemOpaHbl. Bricokas
MPOHUIIAEMOCTh MeMOpaH misgd O, MOXET CIlo-
COOCTBOBAaTh BbIpaBHMBAHUIO KOHIEeHTpauuii O,
B pa3HbIX KOMIIAapTMEHTaX pPacTUTEIbHON KJIeT-
ku. CormacHo olleHKaM, MPUBEIECHHBIM B pabore
Ligeza et al. [110], mpanc-TunakonaHasi pa3HOCThb
KoHleHTpaiuii O, HeBeauKa, OHA He MpeBbIIIaeT
1 MxM. Xopowiasi «BEHTUJISILUSI» BHYTPEHHETO
UHTEepbepa JUCTbEB pacTeHMit yKa3blBaeT Ha
TO, YTO 3HAYUTEIbHOro HakorjieHus O, BHYTpHU
pPACTUTENIbHBIX KJIETOK, KOTOPOE MOIJIO Obl BO3-
HUKaTh 3a cueT okuciaeHus Bonbl B @C2, He mpo-
HUCXOIMUT, 4YTO JOJXKHO OIpaHMYMBATL TIeHepa-
nuio ADK.

Xopouasg al’pauusi PacTUTEbHOM KJIETKU
JIOJKHA CIIOCOOCTBOBATh TOMY, YTO (POTOCUHTE-
TUYECKUI amrapar XJIOporuiacToB OyneT 3¢ dek-
TUBHO B3aMMOAEHCTBOBATh C IPYTMMU MeTabo-
JIMYECKUMM CUCTEMaMU PACTUTEIbHOM KIIETKU.
ITokazatebHBIM SIBJSIETCS TOT (DaAKT, 4YTO IIpU
yaaneHun O, myTteM OOLyBaHUS JUCTbEB UHEPT-
HbIM razom (N, wiu Ar) pe3ko nmajgaeT KOHLeHTpa-
LUST OKUCIIEHHBIX LIEHTPOB P73y Ipu ocBelieHnn
JIMCTBEB CBETOM, BO30yXIarmoluM obe ¢oTo-
cucteMnl [103—105]. OgHO U3 0OBSICHEHUI 3TOrO
SIBJIEHUSI — OIpaHWYEHHE OTTOKa 3JEKTPOHOB
oT PCI1 x O,, MpensATCTBYIOIIEe OKUCIEHUIO Pyy.
M30bITOYHOE BOCCTAHOBJIEHME IE€PEHOCUUKOB
Ha akuentopHoii ctopoHe MPCI1, He cOCOOHBIX
MPUHUMATh 3JEKTPOHBI OT Py, OyAEeT YCKOPSTH
pexomouHanuio 3apsimoB B MC1, mpensaTcTBys
dotookuciaenuto Py . IIpu aTom moxeT obpaszo-
BaTbCsl CUHIJIETHBIN KMCIOPOJA, BEChbMa omacHas
dopma ADK [112]. MoxXHO TakxkKe IIPEINoo-
KUTb, 4TO TIpu Aepuuute O, 3amensisgercs padbora
IBIXaTEJIbHOM LIENIM MUTOXOHAPUIN PACTUTEIbHOM
KJIETKM M/WJIM HapyliaeTrcsl (pyHKIIMOHUPOBaHUE
IPYTUX METa0OJIMYECKUX CUCTEM, UTO MOIJIO Obl
ocnabnare norpedieHnne NADPH — koneuHoro
akuenTopa 3/1eKTpoHoB B ®PCIl, u TeM caMbIM
MPEISTCTBOBATh OKUCIIEHUIO Pyqq.

B3aumoneiicTBue ackopdara ¢ XJIOpONJIaCTaAMM.
B metabonusme pacteHuii ocoOyio pojb WUrpaioT
OKMCJIUTEIbHO-BOCCTAHOBUTEJIbHBIE  MPOLIECCHI
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Puc. 5. Cxema, wtoctTpupylolasi B3auMoJeicTBue pa3indHbiX (opm ackopbara (Asc, MDHA, DHA) ¢ xsoponiactamu.
Cokpamenusi: APX — ackop6at nepokcunasa; GR — myratnon-penykrasa; GSH u GS-SG — BoccTaHOBICHHAsI M OKUCIIEHHAS
¢dopmbl myratnona; Cat — karanasa; MV — metunsuojoreH; MDHAR — MDHA-penykraza; SOD — cynepocuaaucmyrasa

C yyacTuMeM ackopbaTa, CIIOCOOHOrO B3aMMO-
peiictBoBaTh ¢ OTL xmopomjacToB U HelTpa-
qu3zoBatb ADPK [59]. ComepxaHue ackopbOaTa
B TKaHSX pacTeHUU ObIBaeT BHICOKMM, Y HEKO-
TOPBIX BUIOB PacTEHUI €ro KOHILIEHTpalus CO-
crapager 20—50 MM, B 3aBUCUMOCTU OT BUIA U
yCJIOBUI KyJIbTUBUpPOBaHUs pacteHuit [113—116].
®usunosiornyeckas poJib peakluii ¢ ydacThueM
ackopbaTta cBsi3aHa C YCTaHOBJIEHUEM OKMCIIM-
TeJIbHO-BOCCTAHOBUTEILHOTO TOMEOCTa3a B pacTu-
TeJbHOM KJIETKE U C 3alIUTON (DOTOCUHTETUYECKO-
o anrapara oT OBPEeXAeHU, BbI3biBaeMbiXx ADK.
Ackop0ar BMeCTe C IyTaTUOHOM BBITIOJIHSIIOT POJIb
penokc-0ygepoB, Korma HM3MEHEHUs BHELIHMX
yciaoBuii  (Hampumep, GIYKTyalluu WHTEHCHUB-
HOCTU U CIIEKTPaJbHOTO COCTaBa CBETA) MOTYT
HapyliaTb  pPeAOKC-COCTOSIHUE  pacTUTENIbHOM
Ki1eTku [59]. AckopOar MpemnsTCTBYeT WHTUOMPO-
BaHMIO (POTOCMHTETUUYECKUX MPOIECCOB B YCJIO-
BUSIX cTpecca (M30BITOK CBETa, HEJOCTAaTOK BJiaru
u ap.). B xjopormiactax uMeeTcs: CJIoXHasi MHOTO-
CTymneHYarTas cucTeMa OMOXMMMYECKUX PeaKIUi,
npensaTcTByIIuX HakomiaeHuto H,0, [51, 59].

BUOXUMUA tom 88 BeII. 10 2023

Ackopbar gBiasieTcss 3(P(PEeKTUBHBIM aHTHUOKCHU-
JAaHTOM, OH ciIyXuT JoBylkoir ADK, yvacTBys
B (¢epMeHTaTuBHOM BoccTaHoBieHuun H,0, u
CYNEepOKCUAHBIX panukanoB. Hampumep, dep-
MeHTaTuBHoe okucieHue Asc 1o MDHA B pe-
3yjJbTaTe acKopOaT-NMepOKCUIA3HOW peakluu,
KaTanusupyloieit mnpespamenue H,0O, B H,O.
AckopbaT SBIISIETCS JOHOPOM 3JIEKTPOHOB JUISI
BUOJAKCAaHTUH-IE3MOKCUIA3HON peakuuu (BUO-
JIJaKCAaHTWH — 3€aKCaHTUH), B Pe3yJbTaTe KOTOPOI
B cBeTocoOuparwnieii aHteHHe PC2 ycunuBa-
eTcs TerjoBas Auccumamus sHepruu (HedoTo-
XUMMYECKOE TYIIEHUEe BO30YXKACHUS XJIOPOQUI-
na) [117—119].

Ackopbat U ero okucjiaeHHbie POpPMbI (MOHO-
neruapoackopoar, MDHA, u neruapoackopoar,
DHA) B3auMMOAENCTBYIOT C XJopoIUlacTaMHd Ha
pa3nuuHbiXx ydactkax OTI. CpenHeToueuHbIi
penokc-tniorenuan (£,') maper Asc/DHA paBeH
~ 60—90 MB [120]. D10 03Hayaet, 4YTO ackKopOaT
(TTIOJIHOCTBIO BOCCTAHOBJIEHHAs1 (Gopma) MOXeT
B3aumoneiictBoBath ¢ OTL xjmoporacToB B Ka-
YeCcTBE JIOHOpa DJEKTPOHOB Ha YYacTKe MEXIy
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®C2 u OCI; B To BpeMst KaK OKUCJIeHHBIE Gop-
MBI ackKopOaTa cyXkaT aKLeNTOpaMU JIEKTPOHOB,
noHupyembiMu @C1. biarogapst aToMy ackopoat
CIOCOOCTBYET TOAAEPXKAHUIO ONTUMAIbHOTO pe-
JIOKC-CTaTyca pacTuTeNlbHON KieTku. Ha puc. 5
MpUBEACHA CcxeMa, TOoKa3bIBalollasi, Kak BOCCTa-
HOBJICHHBIE U OKMCJICHHBbIE (DOPMbI B3aMMOIEH-
ctByoT ¢ OTL xnopormnactoB. [lonHOCTbIO BOC-
cTaHOBJIeHHast ¢dopMa ackopbarta (ASC) MOXeT
CIYXUTh JIOHOPOM DBJIEKTPOHOB Ha JOHOPHOM
cropoHe PC2 1 Ha MJIACTOLMAHUHOBOM Y4YacT-
ke OTL mexny ®C2 u OCI [121, 122]. Ackopbar,
MPOHUKAIOUIUI BHYTPb TUJIAKOUAOB, CIOCOOEH
BoccTaHaBIuBaTh Pc, KOTOphIil, B CBOIO ouepesb,
CIAYXUT 3(POEKTUBHBIM TOHOPOM BJIEKTPOHOB
st OCI. Tlorok anektpoHoB oT Asc kK PCI
MoxeT nmocturaTb ~50—70% OT HEUMKINYECKO-
ro 3JeKTpoHHOTro TpaHcriopta [121]. Ilpu omHo-
3JIEKTPOHHOM OKMCJIEHUU ASC OH MpeBpaliaeTcs
B pangukan MDHA, koTopblii 1aeT xapakTepHbIi
ayonaetHblit curHan OIIP. Ormerum, uto Asc
MOXET HEMOCPEACTBEHHO BOCCTAaHABIMBATh OKMC-
JIEHHBbIE LEHTPhl P%y, 4TO HANISIHO IOKa3bIBa-
€TCsl OINbITAMM C U30JMPOBAHHBIMM KOMILIEKCa-
Mu @CI1 [122]. OnHako B 3TOM cllydyae CKOPOCTh
BOccTaHOBJIeHUs1 P7y, HU3Kasl; XxapaKTepHOE Bpe-
M BoccTraHoBieHust P73y cocrasmser ~20—30 c,
YTO CYIIIECTBEHHO MeEIJEeHHEEe IO CPAaBHEHMIO C
BoccTaHoBiieHUEM P3y 3a cuet Pc™.

OxkucneHue Asc — oopaTtuMsblit mpoiecc. Boc-
CTaHOBJIEHWE CEeMUXMHOHOBOI hopmbl MDHA 10
MOJTHOCTHIO BOCCTAHOBJIEHHOU (popMbl ASC Ipo-
UCXOAUT pa3HbIMU NyTsaMu. MDHA MoxeT mosy-
yaThb 2JIGKTpOH HemocpencrBeHHo ot DCI [51,
123]. XapakTepHasi CKOpPOCTb MepeHoca dJIeK-
tpoHa or ®C1 k MDHA, npuBonsinas Kk obpa-
30BaHUI0 TIOJTHOCTBIO BOCCTAHOBJIEHHOI op-
MBIl ASC, COIMOCTaBMMa CO CKOPOCTBHIO IepeHoca
BJIEKTPOHOB MeXay (oTocucreMamu. MoJIeKyJIbI
MDHA MoryT Takxke NOpUHUMATh 3JEKTPOHBI
ot Fd™ u NADPH [51, 124]. CkopocTh BOCCTaHOB-
nenuss MDHA 3aBucut ot koHueHTpauuu Fd™ u
B OIpENeSeHHBIX YCIOBUSX MOXET MHOTOKPAaTHO
MpEeBBIIATh CKOPOCTb CBETOMHAYLIMPOBAHHOIO
BoccTtaHoBieHUuss NADP* ot FNR.

Hpyroii kaHain oOpa3oBaHUsS BOCCTaHOBJE-
HUN ¢dopMbl AsC — 3TO peaklus IMCIPOIIOp-
nuoHupoBaHus paaukasoB MDHA (2ZMDHA <
< Asc + DHA) [122]. Oo6pasyomiasics npu 3TOM
MOJTHOCTBIO oKuclieHHass popma DHA moxeTt 3a-
TeM BOCCTaHaBIMBaThcs A0 Asc. BaxkHyio pojib B
5TOM WTpaeT IyTaTUOH-OKCUAAa3Has peakiius, B
KOTOPOIl JTOHOPOM 3JIEKTPOHOB CIIY>KMT BOCCTa-
HOBJIEHHBII TIyTaTUOH [59].

Takum obGpaszom, MogoOOHO TOMY, KakK ICEB-
JOUMKINYECKUM TPAHCMOPT BJEKTPOHOB (LUK
«BOfla—BO/a») W LUKINYECKU TMEpPeHOC DBJeK-

THUXOHOB

TpoHoB Bokpyr ®PCI mpenoxpaHsioT GOTOCHH-
TeTUYECKUIl ammapar OT M30BITOUHOW 3HEPruu
CBeTa, peaklMu C yJyacTueM ackopbaTa obecrie-
YUBAIOT 3alIUTY (POTOCUHTETUUYECKOTO ariapara
OT MOBPEXIEHUI TPU M30BITOUYHOM OCBEILCHUH,
CMOCOOCTBYSI NUCCUIIALIMA YHEPTUM B TEIJIO U
AHTUOKCUJIAHTHON 3allluTe PacTUTEIbHON KJIeT-
K1. AckopOaT MOXET CJIYXUTb aJbTepHaTUB-
HbIM MEIMAaTOPOM DJJIEKTPOHHOIO IIepeHoca B
XJIOpOTIJIacTax: CTUMYJIUPYST OTTOK 3JEKTPOHOB
or ®C1 u Fd~, MDHA mnpenoTBpamiaer u30bi-
TOYHOE BOCCTAHOBJIEHME IEPEHOCYMKOB Ha aK-
nenropHoM ydactke @CI1. C nmpyroil CTOpPOHBHI,
BOCCTAaHOBJICHHBIE MOJIEKYJIBI ackopOara MOTyT
KOMMEHCUPOBaTh ocjiabjeHne (HOTOXUMUYECKOM
aktuBHocTu OC2, BBI3ZBAaHHOE HEOJArONPHUSIT-
HBIMM (paKkTopaMM Cpeabl U CIYyXUTh ITOHOpa-
MM DJIEKTPOHOB Ha ydacTtke ienu mexiay PC2
u O®CI1 [125-127].

SAKIIIOYEHUNE

OnTtumanbHOe (yHKIIMOHUpPOBaHUE (hOTO-
CUHTETUYECKOIO TPAHCMOPTa 3JEKTPOHOB B XJIO-
poruiacTax AOCTUTaeTcs B TMEPBYIO oyepenb 3a
CYET PErYJISILMU 3JIEKTPOHHOTIO MepeHoca Ha ABYX
ydyacTKax ey 3JIeKTpoHHOro nepeHoca: ot PC2
K LIUTOXPOMHOMY by f~-KOMIIJIEKCY U Ha CTaAuM OT-
tToka asieKTpoHoB oT @C1 B LIKbB. BaxkHylo posib
B OTUX Mpolleccax UIPaloT CTPYKTYPHO-(PYHK-
LIMOHAJIbHBIE TIePEeCTPONKU (POTOCUHTETUYECKOIO
afrapara, KOTOpble ONpeAeasioT JaOMIbHOCTD
XJIOPOIJIACTOB M WX CIOCOOHOCTh OBICTPO pea-
rMpoBaTh Ha W3MEHEHUS BHEIIHUX YCJIOBUIA,
a TakXe ajbTepHAaTHBHbIC PEIOKC-MEAUaTOPhI
(O, u ackopbar), obecrneynBarOIIUe PEAOKC-TO-
MEOCTa3 PacTUTEIbHON KJIETKU U CTaOMJIBbHOCTD
pa6otsl OTLI.

Bbnaromapnoctu. laHHasi cTaThs MOCBsSIIEHA
namatu JI.A. JlpaueBa — OJHOTO W3 KPYMHEHIIUX
OTEUECTBEHHBIX 0MO(MU3NKOB-3KCITIEPUMEHTATOPOB,
YbM HAYYHO-TEXHUYECKKE Pa3pabdOTKN U ITMOHEP-
CKHE MCCIIeI0BaHUS B 001acTH (POTOCUHTE3A CIO-
coOCTBOBAIU TTyOOKOMY TTOHUMAaHWIO MPOILIECCOB
paszesieHus U epeHoca 3apsiioB B peaKIIMOHHBIX
LeHTpax (POTOCUHTE3UPYIOIINX CUCTEM.

Atop npusHateiaeH 3.K. Pyyre, I'b. Xomy-
ToBy U JI.}O. YCTBIHIOK, COBMECTHO C KOTOPBLIMU
paHee OBLIM TOJyYeHbI OCHOBHBIE PE3YJIbTAThI MO
BKCMEPUMEHTATbHOMY U TEOPETUYECKOMY M3yde-
HUIO PEryasuuy 3JIEKTPOHHOIO TpaHCIIOpTa B
XJIOpoIlacTaX, Ha KOTOPbIE aBTOpP CChLIAeTCA B
HacToseM ob630ope. ABTOp O6arogapuT aHOHUM-
HBIX PELICH3EHTOB 3a TOJIe3HbIe 3aMeUYaHUsI U pe-
KOMEHIALIVH.
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®unancupoBanue. Pabora mpoBonuaack B paM-
Kax TeMbl HayYHO-MCCJeNOBaTeJIbCKUX padoT
¢usnueckoro daxkyiasreTra MOCKOBCKOTO rocyaap-
CTBEHHOTro YyHUBepcuTeTra uMeHu M.B. JlomoHoCO-
Ba «PU3MYECKUE OCHOBBI CTPOCHUS, (DYHKIIMOHM -
pOBaHUSI U PETYISIUUU OUOTOTMYECKUX CHUCTEM»
(Tocpeructpamus Ne 012004 085 35) u npu yac-
TUYHON (puHaHCOBON moanepxkke Poccuiickoro
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(boHma pyHAaMEHTAIBHBIX UCCIENOBaHUN (TpaHT
Ne 21-04-20047).

KonduukT unrepecoB. ABTOp 3as1BJsIET 00 OT-
CYTCTBUU KOH(IMKTA UHTEPECOB.

CooOmonenne sTmyeckux Hopm. Hactosias
CTaTbsl HE COAEPXKUT OINMUCAHMUSI KaKUX-JIMOO HMC-
C/IeOBaHUI C ydyacTUEM JIIOAEeH WM KUBOTHBIX
B KaueCTBE OOBEKTOB.
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ELECTRON TRANSPORT IN CHLOROPLASTS: REGULATION
AND ALTERNATIVE PATHWAYS OF ELECTRON TRANSFER

Review

A. N. Tikhonov

Faculty of Physics, Lomonosov Moscow State University,
119991 Moscow, Russia; e-mail: an_tikhonov@mail.ru

This work represents an overview of electron transport regulation in chloroplasts as considered in the con-
text of structure-function organization of photosynthetic apparatus in plants. A basic focus of the article
is concentrated on a bifurcated oxidation of plastoquinol by the cytochrome b¢f complex, which repre-
sents the rate-limiting step of electron transfer between photosystems 2 and 1. Electron transport along
the chains of the noncyclic, cyclic and pseudocyclic electron flow, their relationships to generation of
the trans-thylakoid difference in electrochemical potentials of protons in chloroplasts, and the pH-
dependent mechanisms of regulation of the cytochrome b¢f complex, are considered. Redox reactions with
the participation of molecular oxygen and ascorbate, the alternative mediators of electron transport in chlo-

roplasts, have also been discussed.
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