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CIIUCOK COKPAIIIEHU 1 OBO3HAYEHUM

AJ1® — aneno3unaudocdar;

AT® — anenozuntpudocdar;

B/12 — BUONIaKCaHTUHIEAIIOKCHIa3a

BOK — BOTOOKHCIISIONMNA KOMIIJIEKC;

JIM — B-noaenunmansTo3u (n-goaeuui-p-D-mansro3un);

T — pacrenus Arabidopsis thaliana sxoturr Columbia

KA — xap6oanruapasa;

HAI®" — okuceHHbI HUKOTHHAMHMIJICHUH-TUHYKIIeoTHA(OoCchaT;
HAJI®H — BoccTaHOBICHHBINH HUKOTHHAMU/Ia/ICHUH-THHYKJIeoTHaAGOChAaT;
H®XT — HedoToxummudeckoe TymeHue GhayopecieHIuy xiaopoduiia a,
PLI — peakiimoHHBIN LEHTD;

Py6ucko — pubynozobucdochar-kapOokcuiaza/OKCUreHasa;

CCK — cBeTocobuparonuii KOMIUIEKC;

Tpuron/Xn — oraomenue Tpuron X-100/xmopodust B cpenax oopadboTKu
TUJIAKOU/IOB;

®EII — dhochoenonnupysar;

®OEII-kapbokcmiaza — pochoenonmupyBaT-kapOOKCUIasa;

®C1 — porocucrema 1;

®C2 — dporocucrema 2;

X1 — x7I0popuIL;

OOTL — dpoTtocuHTETHYECKAS AIEKTPOH-TPAHCIIOPTHAS LIETIb;

AA — anerazomamun (S-anetmwiamMuno-1,3,4-tnaanason-2-cyab(ponamun)
CAM — MeTaboJIM3M 1O TUIY TOJCTSHKOBBIX;

P680 — nepBuuHbIii 10HOP 351eKTPOHOB PL] O C2;

P700 — nepBuunblii AoHOP 35eKTpoHOB P OCI;

PMSF — ¢penunmeruncynbhonundiayopua



BBEJIEHUE

DoTOCHHTE3 — ATO YHUKAIBHBIN Mpolecc, 6jaroaaps KOTopomy
OCYIIIECTBIISIETCS MPEBpAIeHNEe IPOCTHIX HEOPTAaHUIECKUX BEIIECTB, YTICKUCIOTO
rasza v BOJibl, B clIOHbIe oprannueckue. Konuentpanus CO2, MpOHUKAIOIIETO B
KJIETKY BBICIIMX PacTeHUi, HEBEJIMKA, pacTBOpeHHas B Bojie Mojekyna CO;
TUIPATUPYETCA U B pe3yibTaTe 3TON peakiuu oopasyercs noH OukapboHaTa u
npotoH (HCO3 u H*). Heopranuueckuii yriepoi pe3epBUPYyeTCs B LIUTOILIA3ME U
XJIOpoIutacTe B Buje OukapooHaT-moHa. CKOpPOCTh CIIOHTAaHHOW THpaTallid
HEBEJIMKA, U y BCEX )KUBBIX OPraHU3MOB CYIIECTBYET (DEPMEHT, YCKOPSIOIIUIT
B3aMMOIIpeBpalieHre (popM HEOPraHUUECKOI o yriiepoa — kapOoaHruapasa
(kapOonatruaponmasza K® 4.2.1.1).

AKTYaJIbHOCTDH M Pa3padOTAHHOCTH TeMbI Auccepranuu. Poib
KapOoaHTruapa3 B POTOCUHTETUYECKOM METa00JIM3Me BBICIINX PACTEHUM JIO CUX
nop He ObUTa BeIsICHEHa. Y BhIcmIero pactenus Arabidopsis thaliana oonapysxeno
19 reHoB, KOIUPYIOLIUX KapOOAHTHAPA3bl, MPUHAIJICKAILNE TPEM OCHOBHBIM
cemeiicTBaMm: a, B u v kapOoanruapassl (Fabre et al., 2007). Yacro B ogHOM
OpraHesuie KJIETKU COJIEPKUTCS HECKOJIBKO KapOoaHTH Ipa3; TaK B XJIOPOILIACTaX
O0OHapy>KEHO IIeCTh UICTOYHUKOB KapOOaHTUIpa3HON aKTUBHOCTH, KaK
HEW3BECTHOM MPHUPOJIBI, TAK M MPUHAISKANMX o 1 B cemeiicTBam (Ignatova and
Ivanov, 2016). 13 Bocemu KA o cemeiicTBa M3BECTHO TOJIBKO MECTOHAXOXKICHUE
nByx KA, u 06e Haxoastcs B xjoporuiactax: oKA1 (mo HoMeHkIaType, IpuHATON
s kapOoanruapas A. thaliana) B crpome n KA4 B THitakouHOM MeMOpaHe,
0osee TOUHOE MeCTOHaXOXkAeHue nocienHell KA He Obulo BBIAICHEHO.

MHO0ecTBEHHOCTh (popM KapOOaHTUIpa3bl CBUAECTEIBCTBYET O BO3MOXKHOM
pazHooOpa3uu GyHKIHH 3TOoro hepMeHTa. B ctpome xjoporiacta HaXOauTCs
BKAT, koTopasi Mo KOJMYECTBY O€Jika 3aHMMAET BTOpOE MECTO nocie Pyoucko u
HECKOJIbKO JECATUIIETHIN U3BECTHA UCCIIEA0BATEISAM U U3Y4YaeTcs, HO (PYHKIIMU

sToil KA emie He BoisicHeHbl. CHkeHue 10 1% conepxanus stoii KA He nipuBeo



K cHbkeHuto GporocunTesa (Price et al., 1994), To ecTh KoIMUYeCTBO OeIKa HE
BCET/Ia KOPPEIUPYET C BAXKHOCTHIO €ro (hyHKIIUU.

Oco0eHHOCThIO pacTeHHiA, 00YCIIOBICHHON «CHUITYHMY 00pa30M KHU3HH,
SBJISIETCS] KX CITIOCOOHOCTH MPUCTIOCAOIMBATHCS K BEChbMa PA3JIMYHBIM YCIOBUSM
BHEIIIHEN CpeJibl U CTPECCOBBIM ycnoBusiM. CoOCTBEHHO, Tipoliece (OoToOCHHTE3a
SBJISICTCS] HE TOJIBKO UCTOYHUKOM SHEPTUH TSI KJIETKH, HO U YyBCTBUTEIHHBIM
cercopom (Rochaix J.D., 2011) yciioBuii BHEILITHEH Cpe/Ibl: TEMIIEPaTypPhl,
OCBeIlIeHHOCTH, KoHUeHTpauu CO2 u T.1. Mbl monaraeM, 4To BaKHYIO POJIb B
npoleccax afanTaluyd MOTYT UTPaTh KapOOaHT U IPa3bl.

OddeKkTUBHBIM ITyTEM TIPHU KCClIeIOBaHNN (QYHKIIMM O0€TKOB/(EpMEHTOB B
HACTOSAIIEE BPEeMS SBIISICTCS UCTIOJIB30BAaHNE MYTAHTHBIX PACTCHHIA C HOKAYyTOM

UCCIIeTyeMOTO OelKa.

[eabio padoThl OBUTO BRISICHUTH YYaCTBYIOT JIH B (JOTOCHUHTETUYECKOM
MeTabonm3Me Beiciiero pacteHus A. thaliana kapboanruapassl a-ceMeicTBa,
0KA4 u aKA2, u, eciii y4acTBYIOT, TO HAa KAKOM U3 3TAIOB 3TOTO CIOXKHOTO
MHOTOITJIAHOBOTO MPOIEcca OHU (PYHKITHOHUPYIOT.

OcHOBHBIE 337]a41 COCTOSUIA B CIIEAYIOIIEM:

1. U3meputb MOphHohU3HOTOrHYECKHUE MOKA3ATENH, CBSI3aHHbIE MPSIMO WUJTU
KOCBEHHO C TIporieccoM (hOTOCHHTE3a, pacTeHU ¢ HOKayToM reHoB At2g28210
nnu At4920990, konupyromux oKA2 n aKA4 (1o aBe TMHUU KaXKI0T0
MyTaHTa).

2. YCTaHOBUTb MECTOHAXOXK/JIEHUE UCCIIEyEMbIX KapOOaHTHUIpa3.

3. YcraHoBUTH 3Talbl nponecca GOTOCUHTE3a, B KOTOPbIE BKIIOUEHBI
uccieayeMble KapOoaHTuApas3sl U cHOpMyTUPOBaATH paOOUYIO TUIIOTE3Y 00 UX

(GYHKIMOHUPOBAHUHU.

Hayunasi HoBu3Ha. B quicceprannonHoil paboTe BIEpBbIC MOKa3aHO, YTO

aKA2 u aKA4 umerot BakHOe 3HaueHue i1 POTOCUHTETUYECKOTO MeTaboIu3Ma



BeIciIero pacrenus A. thaliana, ydacTBys B perynsiuu 3HEpro3aBUCUMOTO
HE(POTOXMMHUYECKOTO TYHIEHUs! PJIyOpeCEHIIMU XJIopoduiia a. Y CTaHOBJIEHO,
YTO JIBE UCCJIEIOBAHHbIEC KAPOOAHTUIPA3bl UMEIOT IPOTHUBOIIOJIOAKHOE BIUSIHHUE HA
3TOT TUI HE(POTOXUMHUUECKOIO TYIIEHUS, YTO [TO3BOJISIET ONIEPATUBHO
YCTaHaBJIMBATh BEJIMUMHY TYIIECHUS, HEOOXOAUMYIO /Ul ONTUMAJIBHOTO
(GYHKIIMOHUPOBaHUS (DOTOCHHTETUYECKOIO anmnapara paCTeHU B KOHKPETHBIX
YCJIOBUSX OKPYKAIOLIEH CPELbI.

BrepBbie yCTaHOBIIEHO MECTOHAXOXKICHHE JIBYX KapOOaHTHApa3 B
xJoporuiacte Beiciiero pacrenus A. thaliana. /lannsie, mosryueHHsie B padoTe,
CBUJICTENLCTBYIOT 0 npucyTcTBUU BOIM3U OC 2 kapOboaHTHIpaskl,
NpUHAAJIEkKAIIEH K 0. ceMeiCcTBY, a UMeHHO 0KA4. J[o HacTosIIero BpeMeH! He
OBLIO U3BECTHO O MECTOMOJIOKEHUHU U PYHKIMIX 0KA2 B pacTUTENBbHOM KIIETKE.
BrniepBble OblTM TIOJTy4€HBI JaHHBIE, CBUJIETEILCTBYIONIME, UTO ALK A2

pacrioyio’keHa Ha CTPOMAaJIbHON CTOPOHE THIIAKOWIHOW MEMOpPaHEI.

TeopeTuyeckasi U MPAKTHYECKAS 3HAYMMOCTb PadoThI.

[TonydyeHHbIC MaHHBIE pacUPSIOT PyHIAMEHTATBHBIC 3HAHUS O POJIU
KapOoaHruapas B mpoiiecce POTOCUHTESA.

PazpaboTaHHbIi METOAOIOTUUECKUN MTOIX0/T U TTOJ00paHHAs
(ucToB30BaHHAS ) COBOKYITHOCTH METOJIOB COOpa M OIIEHKH TOKa3aTelei
dboTocuHTE3a MOTYT OBITh MOJIE3HBIMU TP UCCIIETOBAHUU (DYHKIIMHA Pa3IMYHBIX
0eNKOB B ()OTOCHHTE3€ BBICIINX PACTCHUM, TaK KaK JAaeT KOMIUICKCHYIO
XapaKTEepUCTUKY CBETOBOW M TEMHOBOM cTaiuii poToCMHTE3A.

OO6HapyxeHHas B paboTe 0COOEHHOCTh PACTEHUM, HOKayTUPOBAHHBIX T10
reny At4g20990, konupyromemy oKA4, HakarMBaTh 3HAYUTEIHHOE KOJTUYECTBO
Kpaxmaja UMEeT BaXKHOE MPaKTUYECKOE 3HaUEHHUE, TTOCKOJIbKY KpaxMall
MPeACTaBIISIET COO0M OANH U3 HanboJiee pPacCIpPOCTPAHEHHBIX MPOIYKTOB

(bOTOCI/IHTeBa, HCIIOJIb3YCMBIX B PA3HBIX OTPACIIAX IIPOMBIINIJIICHHOCTH.



MeTon0J10rMsl 1 METOABI IUCCEPTALMOHHOI0 HCCaeN0BaHMA. [
YCTaHOBJIEHUS y4acTus U GyHKIUI B (POTOCUHTE3€E UCCIEAYEMBIX KapOoaHTruapas
ObuTM Mcnioyib30BaHbl pacteHus A. thaliana ¢ Hokayrom rernoB At2g28210 unu
At4920990, xonupyromux aKA2 u aKA4 (1o 1Be TMHUN KaKI0TO MYTaHTA).
MHorue cTopoHsl mpoiecca GoTOCUHTE3a ObUIM U3MEPEHBI CIIENYIOIIUMU
MeToaMu: MOp(GOPU3NOIOTUYECKUH aHATTU3 PACTeHUM, U3MEPEHHUE CKOPOCTH
accummisinuu CO» TUCTOM, U3MEPEHHE COAEPKAaHUS IIEPOKCHIA BOAOPO/IA B
mucte, [IAM-dnyopumeTpus, U3MEpEeHHE YPOBHSI SKCIIPECCHH T€HOB U T.1I. Takon
MOJIXO/J] TIO3BOJIMJI YCTAHOBUTH MECTO (yHKIIMOHUpOoBaHMs KA B clioXxHOM U
MHOTOCTOPOHHEM Mpoiiecce poTocuHTe3a. Brienenue npenapaToB TUIAKOUIHBIX
memOpaH, oborammeHHbx @C1 unmn OC2 u uzmepenue KA akTuBHOCTH, UCTIONB3YS
xapakrepHoe 11 KA a-cemelicTBa cBoMcTBO cTuMyiisiniii KA akTUBHOCTH
cnenuUYecKuM HEMPOHUKAIOMIMM B MeMOpaHy nHruouropom KA
aneTa3zoJaMuI0M, O3BOJIWIO YCTAHOBUTh MECTOHAX0KIEHUE UCCIIETOBAHHBIX

KapOoaHTHIpa3 B THJIAKOUAHON MeMOpaHe.

IHon0:xeHus1, BLIHOCMMbIE HA 3AIIUTY.

1) CoBOKYIMHOCTh U3MEPEHHBIX MOP(PODHU3HOIOTHICCKHE XaPAKTEPUCTHK
pactenuii apabuaorcuca nukoro tuna (var. Columbia) u pacrenutii ¢
HokayToM reHoB At2928210 nnu At4g20990, xonupyromux o KA2 n aKA4
MOKAa3bIBAET, YTO 3TU KapOOAHTUIPA3bI YHACTBYIOT B META0OIU3ME,
MOCKOJIbKY X OTCYTCTBHE U3MEHSET 9TH XapaKTEPUCTUKH, TPHUEM B
MPOTHUBOIIOJIOKHOM HAPABJICHUH.

2)  Kap6oanruapassl aKA2 u 0KA4 y4acTBYIOT B peryJisiuu
JTUCCUTIAIIMN CBETOBOM YHEPTUH, TOTJIONMEHHON MUTMEHTHBIM arapaToM
dboTocuHTE3a, UTO MPOSBIISAETCA B U3MEHEHUU B MyTaHTaX 10 3TUM
KapOoaHruapa3zaM BeTUYMHbI HE(POTOXUMHUECKOTO TYIICHUS

dbayopeciieHIuu xjopoduiiia a JMCTHEB, TPHUUEM U3MEHEHUE ATOTO



TYILICHUA O6YCJ'IOBJ'ICHO NU3MCHCHHCM €I'O KOMIIOHCHTA, KOTOpBIﬁ 3aBHUCHUT OT

KOHICHTPpAIU IIPOTOHOB BO BHYTPHUTUIIAKONIHOM IIPOCTPAHCTBC.

3)  Kap6oanruapassl aKA2 u 0KA4 HaXoaATCs B TUITAKOUTHBIX

MeMOpanax: aKA?2 - Ha cTpoManibHOM CTOPOHE JIAaMEJUISIPHBIX MEMOpaH, a

aKA4 B rpananbHbix MeMOpanax Bosm3u OC2.

Crenennb AOCTOBEPHOCTH PE€3YJIbTATOB.

JlocTOBEpHOCTH pe3yJbTaTOB PAOOTHI MOATBEPIKIACTCS OOJIBITUM YHCIIOM

DKCIIEPUMEHTOB, ITIPOBEICHHBIX C UCIIOJIb30BAHUEM COBPEMEHHBIX METOIOB

UCCJIEIOBaHMsI, KOTOPbIE COOTBETCTBYIOT IIOCTABJICHHBIM B pabOTe LIETSM U

3a/1ayaM. BeIBO/IBI M IIPENIION0KEHUS, CHOPMYIUPOBAHHBIE B JUCCEPTALIMH,
MOJIKPEIUICHBI TaHHBIMHU, MTPE/ICTABJICHHBIMU B MPUBEICHHBIX TaOIHUIIAX U

PUCYHKaX.

Anpobanusi pe3yJbTaToB padoThbl. Matepuaibl quccepTanui Obun

MPEACTABICHBI Ha 14 pOCCUIUCKUX U MEXAYHAPOIHBIX KOHPEPEHIIUAX.



I'JIABA 1. OB30P JIUTEPATYPbI

Kap6oanruapasza — MeTauicoiepkaniiuii epMeHT, KOTOPBIH YCKOpSIeT
obparumyro ruaparanuio CO; B kiietkax (ypaBHeHue 1).

CO; + HO «» HCO;™ + H* (¢))

KA sBnsieTcst 0THUM M3 CaMBIX aKTUBHBIX ()EPMEHTOB: KOJMYECTBO
000poTOB (Keat) HEKOTOPBIX U30(popM, Hanpumep, KAIl, moxer mocturars 10° ¢!
(Chegwidden and Carter, 2000). Briepssie KA oOHapyskeHa B ObIYbHX KJIETKAX
kpoBu B 1932 roxy (Meldrum and Roughton, 1933). Jlonroe Bpemst IpUCYTCTBHE
KA B Tkansax pacreHuit He ObU10 oATBepxAeHO. B 1947 rony B pabote (Bradfield,
1947) 6b110 BriepBbie qokazaHo Hamnune KA B Tkansx pactenuit. [locne Toro xak
B 1963 roxy (Veith and Blankeship, 1963) 6bim BeLsiBiieHBI KA B OakTepusix
Neisseria sicca, ObL10 BbICKa3aHO MPEANOIOKEHUE, YTO MporcxoxaeHne KA
BeJleTCs OT mpokapuoT. KapOoaHTrupassl BOBJICUYCHBI B ITMPOKHH THATa30H
busnonornyeckux mporeccon. JKuBoTHbie KA y4acTBYIOT B IbIXaHHH,
NOJIICPYKaHUH KUCJIOTHO-IIEIOUHOT0 OajgaHca, KOCTHON pe3opouuu,
KaTbIIU(PUKAINNA, aHTHOKCUAHTHON CHCTEME M MHOTHX OMOCHHTETHYECKUX My TIX
(Cabiscol and Levine, 1996; Sly and Hu,1995; Chegwidden et al., 1995). O6uue
KA B nTUCTBSIX pacTeHUH, KaK U B APYTUX OpraHax (pOTOCHUHTE3UPYIOIIUX
OpraHU3MOB, TIPEATIOIATaeT EIbIA P BAXHBIX (PU3UOJIOTHYECKUX (DYHKIIHH B
MeTaboM3Me, 0COOCHHO B CHHTE3€ JKUPHBIX KUCIIOT, OMOCHHTE3¢ aMHHOKHUCIIOT U
dborocuntese (Badger and Price, 1994; Fett and Coleman, 1994; Hatch and
Burnell, 1990; Hoang and Chapman, 2002; Raven and Newman, 1994).

1.1. CewmeiicTBa kKapOoOaHTUIpa3

Ha manaprii MOMEHT BBIACHSAIOT IATh HE3aBUCUMBIX ceMelCTB KA,
o003Ha4YaeMbIX 0-, B-, Y-, 0- U (-, KOTOpbIE OTIMYAIOTCS 110 HATUIHUIO
KOHCEPBAaTHBHBIX YYaCcTKOB B I'eHax, koaupyromux ux (Hewett-Emmett and
Tashian, 1996; Moroney et al., 2011). Bce npeactaBuTeNn 3THX CEMEHCTB
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coJiepKaT B aKTUBHOM IIEHTPE MOH MeTaslia, Jyaiie Bcero nuHk. Karanusupys onny
U Ty ke peakiuio, KA 3THX ceMeiCTB IMEIOT pa3HbIe AMUHOKHCIIOTHBIE OCTATKH
BOKpYT noHa Metaiuia. CemencTBO 0 KA sBISI€TCS SBOTIOIMOHHO CaMbIM MOJIOJBIM
CEMENCTBOM U SIBIISIETCSI €IMHCTBEHHBIM CEMEHCTBOM, OOHAPYKEHHBIM Y
miekonuraronux (Hewett-Emmett, 2000). aKA pacrnpocTpaneHbl B 3y0aKTEpHIX
(Soltes-Rak et al., 1997; Elleby et al., 2001), Beicuux pacrenusx (Fabre et al.,
2007; Villarejo et al., 2005) u Bogopocisix (Fukuzawa et al., 1990; Fujiwara et al.,
1990); mpencraBurenn KA B-cemeiicTBa BcTpeuaroTcs B Oakrepusx (Sawaya et al.,
2006), Bomopocsx (Eriksson et al., 2006) u Beiciiux pacterusx ¢ C3 u C4 tumnom
dorocuntesa (Majeau et al., 1992; Roeske and Ogren, 1990); YKA oGHapyeHbI B
apxebaktepusx, Harpumep B Methanosarcina thermophila (Kisker et al., 1996), B
BeIcInX pacterusx (Braun and Zabaleta, 2007), a Taxxe B 3eJI€HBIX U
JIMaTOMOBBIX Bojopocisix (Moroney et al., 2011). KA -, {-cemelicTB 00HApYKESHBI
B KJIETKaxX JuaToMoBoi Bogopociu Thalassiosira weissfloggi u 6akrepun
Thiobacillus neapolitanus. OnHako n3ydeHue KpUCTAILTHYECKON CTPYKTYphI (KA
u3 6akrepun Halothiobacillus neapolitanus BeisiBuio, uto nannas KA umeer
CTPYKTYpY P-cemeiicTBa u mo3TomMy {-CeMeNCTBO IOJKHO OBITh TUKBUIUPOBAHO U3
cucrematuku (Sawaya et al., 2006).

HecMmoTtps Ha T0, uTO BCe cemerictBa KA nMeroT pazHoe cTpoeHue
aKTUBHOTO IIEHTPA, MEXaHW3M Katanuza ruaparanui CO; y BCeX 0JTMHAKOBBIMN.
Karaau3 npoucxoauT B Ba 3Tara o MexaHu3my «muHr-mour» (Lindskog and
Silverman, 2000; Zimmerman and Ferry, 2008; Rowlett, 2010). Ha nepBoii ctanuu
npoucxoauT HykiaeoduiabHas ataka CO, Ha IMHK-CBA3aHHBIN THAPOKCHU]I-UOH B
akTUBHOM lieHTpe pepmenTa KA, uro npuBoauT k oOpazoBaHuio OukapOoHara,
KOTOPBIN TTOTOM BBITECHSIETCSI U3 aKTUBHOTO IIEHTpa ciiydaiiHou auddy3ueit Bobl
(ypaBHeHue 2). Ha BTopoii cTaguu NporMcXoIuT HOHU3AIIMS CBSI3aHHOM C IIMTHKOM
MOJICKYJIBI BOJIBI M yIaJieHUE MMPOTOHA M3 aKTUBHOTO IIEHTPa Ha BHEITHUMA Oydep
(B) (ypaBHenue 3). Posb BHemHero Oydepa UrpatoT aMUHOKHUCIIOTHBIC OCTATKH B

akTUBHOM LieHTpe depmenTa. B spurporurapuoit KAll 3Ty posnb BeIToIHSET
11



His64. [1epenaya mpoToHa ABISCTCS TMMUATHPYIOIIEH CTAMEH BCEro KaTaanu3a
(Silverman and McKenna, 2007).

EZn?*OH" + CO, <> EZn(OH)CO; <> EZnHCO3 «> EZnH,0 + HCO3 (2)
EZnH,0 «H*EZnOH+B «» EZnOH" + BH* 3)

1.1.1. KapOGoanruapassl 0-cemMeicTBa

Kpucrannuueckas ctpykrypa o KA MiaekonuTaromuyx BIepBbie OblLia
nonydeHa B 1972 rony (Liljas et al., 1972). Breisiineno e menee 10 uzodopm a-
KA yenoBeka, a HanboJiee akTUBHOM U M3y4eHHOM U3 Beex sapisiercs KAIL
AxTuBHbIN 11eHTp 0KA npencrasisier coO0M MCKaKEHHBIN TeTpasap, B LIEHTPE
KOTOPOI'0 pacroJjiaraeTcsi MOH IMHKA, OKPYKEHHBIN TUAPOKCUI HIOHOM U TpEMSs
octarkamu ructuauba. B KAll ato ructuamaoBble octaTky B nooxkeHusax His94,
His96 u His119 (Christianson and Cox 1999). B ctpyktype aKA nmpeobdnamator
aHTUNIApAIIETbHBIC B-IIUCTHI, 00pa3yroIiue chepy ¢ AByMs MOJOBUHAMH, a
aKTUBHBIN LIEHTp MPEACTaBIsAET COO0N BOPOHKOOOpa3HOE YIiayOIeHne ¢ aTOMOM
nuHKa B riryoune cdepst (Moroney et al., 2001). bosbimacTBo 0 KA sBIsHOTCS
MOHOMEpaMHU € MOJIEKYJIsipHOM Maccoit okoJio 30 k/[a, HO cylecTBYIOT
uckimroueHus. [lepuriazmarndeckas KA, CAH1, uz Chlamydomonas reinhardtii
ABJISIETCS] TETEPOTETPAMEPOM C IBYMS CYObEIMHULIAMU C MOJIEKYJIIPHON Maccoi
37 x1a u nByms 1o 4 k/la, coeauHeHHBIME TUCYIb(UIHBIME cBa3siMU (Kamo et
al., 1990).

Ha manHbIit MOMEHT B 3esieHol Bojopociin Chlamydomonas reinhardtii
uneaTuunupoansl Tpu aKA: nBe pactBopumbie KA oOHapyKeHBI B
nepuruiazmaruieckom npocrpanctse (CAH1 u CAH2) u ongna
MeMOpaHocBsizanHas KA oonapyxena B ®C2 (CAH3).

B cukBenupoBanHom reaome Arabidopsis thaliana oonapyskeHo BoceMb
reHoB, koaupyronux aKA. O mecroHaxoxaeHuu U GyHKIUAX KA U3BeCTHO HE
TaK MHOTO. ¥ CTaHOBJIEHO, 4yTO KA1 cHHTE3npyeTCs BO BCEX OpraHax pacTeHUs,
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kpome kopHeit (Fabre et al., 2007). B nucre sta KA nokain3oBaHa B CTpoMe
xmoporutacta (Villarejo et al., 2005). aKA2 cunte3upyeTcst B cTeONIsSIX U KOPHSX, a
aKA3 — B cTpyukax u nisetkax (Fabre et al., 2007). C nmomorbto macc-
CIEKTPOMETPHUUECKOTO ITPOTEOMHOTO aHaju3a ObLI0 mokaszaHo, uto aKA4
HaXoAuTCs B THiakouaHoi MeMmOpane A. thaliana (Friso et al., 2004). Uzyuenue
9KCIPECCHH TC€HOB Pa3aruHbIX KA MO3BOJUIIO ¢/1e/IaTh BBIBOJI, UTO I TEHOB

AtaCA4-8 ypoBens skcripeccun oueHb Huskuit (Fabre et al., 2007).

1.1.2. KapOoanrumapassl 3 -cemeiicTBa

KA B-cemeiictBa Obutn BriepBbie uaeHTuGUIpoBansl B 1990 roay, nmocie
TOTO Kak ObLja oIpeiesieHa MocieI0BaTeIbHOCTh reHa, koaupytomiero KA u3
Spinacea oleraceae, oTMuarOMAsCsa OT IOCICA0BATEILHOCTH I'€Ha, KOAUPYIOLIETO
aKA (Burnell et al., 1990). ITpu sToM, kpuctamiorpadudeckas ctpykrypa PKA He
obuta onpenenena a0 2000 roga. BrepBrie Oblila moka3zaHa CTpyKTypa GpepMeHTa
B-cemeticTBa U3 KpacHoi Bogopociau Porphyridium purpureum (Mitsuhashi et al.,
2000). Cnenyromue CTpyKTypbl ObUTH OIIpEACNICHbI 111 (DepMEHTa U3 BBICIIETO
pacrenus Pisum sativum (Kimber et al., 2000) u 6axrepun Escherichia coli (Cronk
etal., 2001). 13 maHHBIX 110 KpHUCTALIOrPA(QUHK OYHMILEHHBIX O€IKOB OBLI CACIaH
BbIBOJ O TOM, 4yTO BKA MoryT ObITh AIMEpaMu, TpUMEPAMH U OKToMepamu. PKA
00pa30BaHbl YHUKAIBLHOU 0/ CTPYKTYpPOii, KOTOpasi He BCTPEYAETCS B JPYTUX
6enkax. HecMoTpst Ha T0, uTo BKA MOTYT IprHUMAaTh pa3HOOOpa3HbIE
oJiuroMepHsie (OpMBbI ¢ MOJIEKYJIIpHOU Maccoit oT 45 1o 200 k/[a, ocHOBHOI
CTPYKTYPHOU €TMHULEH SBIISIETCSA JUMEP WU €r0 CTPYKTYPHBIN DKBUBAJICHT
(Rowlett, 2010). Bce PKA comepkaT B aKkTHBHOM IIEHTPE OJIUH aTOM ITUHKA Ha
OJINH MOHOMEpP. AKTUBHBIN LIEHTP MPEACTABIIIET COOOU MCEBAO-TETPASP, I[/I€ HOH
IIMHKA HAXOJWTCS B OKPYKCHHUH JIBYX ocTaTkoB nucrenHa (Cys160, Cys223),

oxHoro octarka ructuanna (His220) u «X». «X» MokKeT ObITh OCTaTKOM
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acnapruHOBOM KUCIOTHI WM MEPEMEHHBIM JIMTaHI0OM TaKUM, KaK BOJIa WU
oprannucckuii/Heoprannueckuii non (Rowlett et al., 2014).

B renome A. thaliana conepskutcs 6 renos, koaupytomux BKA (Moroney et
al., 2001). I'ensl, kogupytorue PKA, SBISIOTCS caMbIMU
BBICOKOIKCITpECCHPYEMbIMU B JUCThiIX pacTeHuil. BKA1 u BKAS pacnonararorcs B
xyoporactax, BKA2 u BKA3 — B muto3one, PKA4 — B mnazmaneMMHON
meMOpane, a BKA6 — B mutoxonapusx (Fabre et al., 2007).

®dusnonorndeckas poiab MHorux KA emié He ycTaHOBIIEHA.
[Ipeamonaraercsi, uTo B XJoporutactax Beicimx pacteHuil PKA1 neo6xommuma st
noctaBku CO; Kk kimroueBoMy GpepmeHTy 1ukia KanbBuHa —
pubyno3obuchocharrapdbokcmiaze/okcurenase (Pyorcko). MutoxoHapruaibHas
BKA B Ch. reinhardtii moxet y4acTBOBaTh B Iiepexo/ie YIICKHCIIOro rasa,
BBIJICIISIEMOTO TP JABIXaHUH, B OMKapOOHAT, KOTOPBIN TPAHCIIOPTUPYETCS U3
MUTOXOHJIPHI M MOKET OBITh UCIOJIB30BaH B porocunTe3e (Giordano et al., 2003).
B C4 pacrenusix KA moryT o6ecnieunBate HCO3™
dochoenonmupyBarkapookcunaszy (PEII-kapOokcuiasy) Ais MOJTydeHUs
1IABEJIEBOYKCYCHOM KUCIIOTHI.

B myranTHBIX pacteHusx A. thaliana ¢ 3a0610KMpOBaHHBIM CHHTE30M JBYX
KA, BKA1 u BKA4, nporcxo1uio CHUKEHHUE MPOBOIUMOCTH YCTHUYHBIX KIETOK
npu pasHbix KoHIeHTparusax CO, (Hu et al., 2010). JlanpHeimme ucciieJoBaHus
TE€X K€ aBTOPOB MOKa3aJiy, YTO MOHbI OMKAapOOHATa B 3aMBIKAIOIIUX KIETKAX
MPUBOIAT K YCUJICHHOHN aKTUBAIIMKM aHMOHHBIX KaHAJIOB UMEHHO C TTOMOIIIBIO
perymsanuu BKA1/BKA4. Ymenbinenue ypoBHs skcrpeccuu B Nicotiana tabacum
ctpomanbHOM KA1 10 1% He mpuBoamiIo kK cHUX)eHHI0 accuMmisiiiuu CO»
(Majeau et al., 1994). Tem He MeHee, ObLTO MOKa3aHo, 4To B P. sativum skcmpeccust
Pybucko u crpomanbHoii KA yBenuuuBaercs npu usMmeHeHuu ypoHs COz oT

BBICOKOH KOHIICHTpaluu K Hu3koi (Majeau et al. 1996).
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1.1.3. KapOoanruapassl Y —cemeiicTBa

Brepsbie YKA oxapakrepuzoBana u3 apxedakrepun M. thermophila (Alber
and Ferry, 1994). YKA npucyTCTBYIOT B KJIETKaX HE TOJILKO OaKTEpHi, HO U
JMaTOMOBBIX Bojiopociielt u pacteHuit (Moroney et al., 2011). Onu siBnsitoTCs
TOMOTPUMEPAMHU, CYObETUHUIIBI KOTOPBIX CPOPMUPOBAHBI IEBOCTOPOHHUMU
napauieIbHbIMU [-CKJIaq4aTbIMU CTPYKTYpaMu. AKTUBHBIN LIEeHTp YKA
MIPEACTABIISIET COOOM TETpal’Ap, CXOKHUI C aKTUBHBIM 1IeHTpoM aKA, B cocTaB
KOTOpOTro BXoAsT Tpu octarka ructuauna (His 81, His 117 u His 122) u Boaa.
[lepBbIit TUCTUIMH TIPUHAIICKUT OJTHON CyOBEAMHUIIE, a IBA IPYTUX — BTOPOU
(Ferry et al. 2010). Terpamep COIEPKUT TPH aTOMA METAJLIA, KOTOPBIC
pacroJiokKeHbl Ha rpanuile cyobenunuil. CiielyeT OTMETUTD, YTO BaXKHBIE /IS
KaTalnuTH4YeCKOM akTUBHOCTH ocTaTku Glu62, Glu84 u Asn202 He coXpaHSIOTCS B
A. thaliana. Arg59 umeer BaxHOE 3HaUCHHE )11 CTaOMIbHOCTH TpuMepa YKA u,
cooTBeTCTBeHHO, 11 KA axtuBHOCTH. YKA 13 E. coli sBisrorest nmmHk
coziepKamuMu epMEHTaMH, OJTHAKO UMEIOTCS U JKEJIe30- U KOOaIbT-CoJIepiKaIlne
MPEICTaBUTENHN Y-CEMENCTBA, KOTOPbIE 00JaAat0T OOJBIIEH CKOPOCTHIO
runparamun CO; (Tripp et al., 2004). Briosae Bo3MoxHO, uT0 YKA 13 M.
thermophila coxepsxaT pa3Hbie epexoiHbIC METAJUIBI B aKTUBHOM LieHTpe. [Ipu
karanuse YKA ucnosb3yroT MEXaHU3M TMAPOKCUIMPOBAHKS METAIIA C IEPEHOCOM
nporoHa. B otiimune ot MHOrux apyrux kiaccoB KA, yYKA He nposBiisitoT

3CTEPa3HyI0 aKTUBHOCTh M MEHbBIIIE HHTHOUPYIOTCS cynbhanuaamuaamu (Smith

and Ferry, 2000).

1.1.4. KapOoanruapassl 0, € u { — cemeiicTBa

B 1997 rony rpymnma @pancya Mopens cooOmuna 00 O4UCTKE U3 MOPCKHUX
nraromMoBbIx Thalassiosira weissflogii 27-x/la MoHoMepHO# KapOOaHTHUIPA3HI,

TWCAL, xotopas Obl1a oTHeceHa K d-cemeiicTBy. (Roberts et al., 1997). C
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MOMOIIbIO PEHTI€HOA0COPOLIMOHHON CIIEKTPOCKONUH MMOKA3aHO, YTO [IUHK B
AKTUBHOM LIEHTPE KOOPJUHUPOBAH TPEMs TUCTUANHAMU U MOJIEKYJION BOJIbI, KaK U
B aKTUBHBIX IIeHTpax KA a- u y- cemeiicTB. Hanmnune MoJIeKysIbl BOJIBI B KAYECTBE
YETBEPTOIO JUTaHa O3BOJISAET MPEIOaraTh, YTO KaTAIUTUYECKUN MEXaHU3M
TUIPOKCUIUpPOBaHMS IIMHKA y OKA Takoii e, Kak y Tpex Apyrux ceMmencts. [Ipu
3TOM HYKJIEOTHIHAs MOCIEA0BATEILHOCTh TeHa, Koaupymoiero 0KA, ne
rOMOJIOTHYHA MTOCIE0BATEILHOCTAM JApYyrux renHsix cemeiicts KA (Cox et al.,
2000).

W3 6akrepun Halothiobacillus neapolitanus obut Beiiesnen 6enok CsoS3,
coJiep Kaluiicst B 00KJIaKe KapOOKCHCOM, KOTOPBIM OTHECIN K HOBOMY CEMENUCTBY
— eKA. Hukaxkoit ctpykTypHO# Tomosioruu 6enka CS0S3 ¢ ApyruMu N3BECTHRIMU
ceMeiictBamu KA He BbisiBIeHO. [IpeanonoxxuTenbHo, MOJIEKYJIIpHAs Macca
CsoS3 BapwupyeT B nipezenax ot 55,2 10 63,4 kJla, 4To 3HAUUTEIIBHO OOJIBIIIE
MOJIEKYJISIPHBIX Macc cyobequHul] MoHoMepHbIX KA a-, B- u y-cemeiicts (17-32
k/la). Takas 6ombiras macca 6enka CsoS3 mo3BOJISIET €My OBITh CTPYKTYpPHOM
eAMHUIIEH KapOOKCUCOM, BBITTOJIHSIONIEH KaTaIUTHYECKyI0 GyHKIHMIO. B
peakunoHHOM 1ieHTpe eKA coaepxurcst aToM HMHKa, KOOPAMHUPOBAHHBIN WIIH
TpeMsl OCTaTKaMU TUCTHIMHA, UM KOMOMHAIMEN U3 TUCTUINHA, IUCTENHA U,
uHor/Aa, acnaprarta. [Ipeanonaraemoit pynkiuein eKA B kapbokcucomax siBIsI€TCS
noctaBka CO; B akTUBHbBIE HEHTPbI PyOHCKO 115 moaiep KaHusl ONTUMAJIBHOM
dukcanuu CO; (So et al., 2004).

B muatomoBoii Bogopocau T. weissflogii momumo 6KA oOHapyxeH emé
onuH 6enok, Ha3BaHHbIl CDCA1, u oTHeceHHBIH kK HOBoMy cemeicTBy KA — (-
KA. OtoT Tun KA Ttax ke He UMEET CTPYKTYPHOU TOMOJIOTUH C APYTUMU
ocHoBHbIMU ceMeticTBamu. OcobenHocThio CDCA siBnisieTcs Hamu4mue B €ro
aktuBHOM 1eHTpe nona Cd?*. TTo3xke 6GbLI0 MOKa3aHo, 4To (KA MOXKeT 3aMeIars
Cd?" ma Zn?* u mao6opor (Xu et al., 2008). CDCA1 npexncrasusgeT coboi
YHUKAJIbHBIN IpUMEp OMOJIOTUYECKH BBITOJTHON PabOTHI KaAMUS U, BO3MOXKHO,

ABJACTCA CICACTBHCM CITOCOOHOCTH AUaTOMOBBIX BOIIOpOCJIGﬁ aJJaIlITUPOBATHCA K
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HU3KOMY COJIepXKaHUI0 MeTajlia B okeaHax. [1o crpoenuto (KA siBisieTcs
MOHOMEPOM, COJIEP>KAIKUM TPU OUYEHb CXOKUX aKTUBHBIX IIEHTPA, YTO (PAKTUUECKU
nenaet 3ToT Oeok ncesapoTpumepoM (Alterio et al., 2015). Mon Cd 6enxka CDCAL
HAXOAMUTCS Ha JHE BOPOHKOOOPA3HOT0 aKTUBHOTO LIEHTPA U CKOOPAMHUPOBAH
Tpemsi KoHcepBaTuBHBIMU ocTaTkaMu Cys263, His315, Cys325 u mosnekysoit
BOJibl. BTOpas mMosekyia Bo/ibl Takyke BHOCUT CBO# BKiaj B cBs3biBanue Cd (1), a
TPEThSI MOJIEKYJIa BOABI 00pa3yeT BOAOPOIHbBIE CBSA3HU C 3TUMHU JIByMS MOJICKYJIaMH
BoAbl. B Zn-cBsizannom CDCA1 aTom meTaiia KOOpJAUHUPYETCS CXOIHBIM
00pa3oM, 0JIHAKO PACCTOSIHUE MEXAY IIMHKOM U €ro JUTraHJaMi YMEHBIIAeTCs Mo

cpaBuenuio ¢ Cd-ces3annbim 6enikom CDCAT (Viparelli et al., 2010).

1.2. PactBopumbie 1 MeMOpaHOocBs3aHHbIe KA BBICIINX pacTeHHI

1.2.1. TIma3zmanemmHast KapOoaHTHIApa3a

Brnepssie mpucyrcTBue miazmaieMmMHoi KA B BBICIIHX pacTeHUSX ObLIO
MOKa3aHo B paboTe, MPOBEICHHON Ha MPOTOIUIACTaX Me30(duiIa ropoxa u
KJIEBEpa, TJIe UCCIIeI0BAIOCH BiusiHUe KoHIleHTparuu CO; (MrHatoBa u
Pomanoga, 1992). Jlo6asnenue creruduunoro nuaruouropa KA aneraszonamuna
(AA), xapakTepu3yIolerocs HU3KoM pacCTBOPUMOCTHIO B MEMOpaHaX, YMEHbIIIAI0
WHTHOMpYIOIee AeicTBUE BhICOKMX KoHIeHTparuii CO; Ha Boigeneane O, B
npoToruiactax. JlanpHenire ucciieIoBaHus nokasainu, 4uto KA akTuBHOCTB
MHTAKTHBIX MPOTOILIACTOB cocTapisiia Bcero 3-9% or KA aktuBHOCTH
pa3pymieHHbIX pororuiacToB (Ignatova et al., 1993). ItotHoCcTh emuanIl KA B
ma3MajneMMe JOBOJIbHO BbICOKA, PU TOM, YTO 00BEM IIa3MaieMMbl COCTaBIISIET
Bcero 0,3% ot oobema npoTormiactoB. CyiecTBOBaHME M1azMaieMMHol KA ObL10
NOATBEPKIAEHO U J1s Apyrux C3 pacTeHuii, B TOM 4KCIie JBYAOIbHBIX (IIMUHAT U
HETPYIIKa) U 0JHOIONBHBIX (minennma u oec) (Utsunomiya and Muto, 1993).
AKTHBHOCTBH T1a3zMalieMMHON KA M3011MpOBaHHBIX NPEenapaToB MINKMHATA
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yBeJIMYMBAIACh MpU 00paboTke MeMOpaH nereprentoM TputoH X-100, uro
XapaKTepHO AJIT MEMOPaHOCBSI3aHHBIX 0eJKOB. C MOMOIIBIO0 BECTEPH-0JIOT
aHaJu3a MoKazaHo, YTO MOJICKYJIsIpHast Macca mazMaineMMHon KA Onuska k 28
k/la (Utsunomiya and Muto, 1993). B rerome A. thaliana o6Hapy»xen reu
At1g70410, xonupyromuii BKA4. C nomo1isio 3e1eHoro GpayopeciueHTHOTo Oenka
Ob1710 00HapYy)eHo, uTo 3Ta KA nokann3oBaHa B IJa3MaIeMMHON MeMOpaHe
(Fabre et al., 2007). OcuoBHo# pyHknued KA miazmaneMMsbl ABIASCTCS TPAHCIOPT
HEOpraHM4YecKoro yrieposa B kietky (Ignatova et al., 1993). HenaBHO BbICKa3aHO
penoiokeHre, uro miazManemmuas PKA4 moxer nnununponats COz-

3aBrcUMoe 3akpbitie ycrbuil (Hu et al., 2015).

1.2.2. lluromnazMatuyeckue KapOOaHTHAPA3HI

Huddysus CO; B nuTomiazmy yckopsiercs: pactBopumMoit hopmoii KA,
HaJIMYUe KOTOpoK ObLTO Toka3aHo jurs mmuHata (Kachru and Anderson,1974) u
kaprodens (Rumeau et al., 1996). Coaeprxanue nurormiazmarndeckoi KA B
JTUCTBAX KapTodens coctaBisiio 13% ot obiero cogepskanus pacTBopuMbix KA
(Rumeau et al., 1996). Ilutormnazmatuaeckast KA siBisieTcst okramepoM ¢ o01ei
MOJIEKYISIpHOM Maccoi 255 k/la u Maccoil OTIeTbHOIO MOHOMEPA,
npubau3utenbHo paBHoit 27 k/la. B C4 pactenusix nuromnaszmarudeckas KA
MOJKET MmocTaBisATh Oukapoonat MEII-kapObokcunaze, CiocoOCTBYsI aCCUMUIISITUN
CO; (Hatch and Burnell, 1990). B nuromnasme A. thaliana o6uapysxeHs faBe
pactBopumbie KA B-cemetictBa: PKA2 u PKA3 (Fabre et al., 2007). MyraHTHBIC
pacTeHus, HOKayTUPOBaHHbIE 10 TeHaM, KoaupyomuM BKA2 u KA4, oTcTaBanu
B pocTe npu HU3Koi KoHueHTpauuu CO,. ABTOpHI NpeanonaratoT, uto PKA2 u
BKA4 HeoOX0auMBbI 1711 HOPMAJIBHOTO (DYHKIIMOHUPOBaHUs uT030s1bHON DEI]-
KapOOKCHUIa3bl, y4aCTBYIOIICH B IIUKIIE TPUKAPOOHOBBIX KUCIOT U MPOU3BOJICTBE

amuHokucior (DiMario et al., 2016).
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1.2.3. MuroxoHapHualibHble KapOOAHTUIPA3BI

B renome A. thaliana oOHapy»xeHO 1aTh TeHOB, Koaupyromux YKA,
KOTOpBIE 00pa3yloT 4acTh MUTOXOHIpHUaabHOro komiuiekea |; KA tpex
CyOBeIMHUL KOMIUIEKCA UMEIOT MOJHOCThIO akTUBHBINA HEHTp (YKAL, YKA2 u
vKA3), a KA nByx Apyrux cyObeIuHHUII, B KOTOPBIX OTCYTCTBYIOT HEKOTOPHIE
KOHCEPBAaTUBHBIC aMUHOKHCIIOTHBIE OCTATKU, 00pa3yrolie aKTUBHBIN LICHTP,
Ha3zbiBaroT KA-nogo6HeiMu O6enkamu 1 06o3HauyaoT YKA4 u yYKAS. benku
YKA4/yKAS umeroT 91% UACHTUYHOCTH U, BO3MOXKHO, SIBJISFOTCS N30(OpMaMH.
KA aktuBHOCTB Beex 3Tux st KA emé He 6pu1a IpoIeMOHCTPUPOBAHA, XOTS U
ObLTO MOoKa3aHo, uTo roMmoTpuMepsl YKA2 cBszbiBatoT CO/HCO3™ (Martin et al.,
2009). ®usnonoruueckyro poib YKA1-3/yKA4-5 cyobenunuil komiuiekca |
IBITAIOTCS ONPEACIUTD C UCIOJIb30BaHUEM MyTaHTHBIX JuHuA A. thaliana.
Hokaytuposanue renos, kogupyomux YKA?2 nnu yKA3, He npuBoAMIO K
dbeHoTUMYECKUM U3MEHEHUsIM. B MyTanTHBIX pacTeHusx 6e3 YKA2 xommiekc |
MMeJT MEHBIINI pa3Mep, YTO MOTJIO Obl YKa3bIBaTh HA CYIIECTBEHHYIO POJIb ATOU
KA B opranuszamuu 6enkoBoro komiuiekca (Perales et al., 2005). DnexrponHast
MUKPOCKOIHUSA MoKazajia, yTo 6e3 YKA2 octanbHO#M KapOOaHTUAPa3HBINA KOMILIEKC
uMeeT cTaHAapTHyIo hopmy. ABTOpamMu ObLI c/iesiaH BbIBOA, uTo YKA2 mMoxker
3amemathbes apyrumu KA (Sunderhaus et al., 2006). B qBoifHBIX MyTaHTax, B
KOTOpBIX OTCYyTCTBYIOT YKA4/YKAS, HaOmr01a51ach CBETO3aBUCHMAst aKTHBALIHS
XQJIKOHCHHTA3bI — KIIF0OUEBOTO (DepMEHTa CHHTE3a aHTOIMAHOB, BO3MOXKHO, YTO
vKA4 u YKAS urparot BaxxHy poiib B pocte u pa3sutuu B A. thaliana B ycrmosusix
BBICOKOTO ocBemienus (Wang et al., 2010).

Emgé onna KA, oTHOCsas1cs K B-ceMeNnCTBY, HAXOAUTCS B MUTOXOHIPUSIX —
BKAG6. I1pu Bbicokoil koHIIeHTpauu CO2, ypOBEHb 3KCIIPECCUU TEHA,
xoaupyromiero PKA6, B A. thaliana yBenuuuBarcs, 4To0 MOXKET CBUICTEIICTBOBATD
o BiausaHUMU 310l KA Ha aganrtamuio pacTeHHs K BBICOKMM KOHIeHTpausiM CO»
(Fabre et al., 2007). B npyroii padote ucnonbs3zoBaiu A. thaliana ¢ mosbimeHHbIM
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YPOBHEM 3KCIpPEcCuu reHa, koaupyrouero BKA6, 4To npuBOIMIO K YBETUUECHUIO
OroOMacChl pACTEHHM, MJIOMIAU PO3ETKU PACTEHUS U CHHXKEHUIO MHTEHCUBHOCTH
nwixanus (Jiang et al., 2014). [Ipyras rpynma uccieaoBartesiel mpearnoioKuia,
uro, kak u B Chlamydomonas, B C3 pacrenusix cymiecrsyer CO2-
KOHILIEHTpUPYIOWUA MexaHu3M. CorjiacHO UX TUIOTE3€, B MUTOXOHIpUsX KA6
kouBeptupyet CO2 1o HCOj3™, B To Bpemst kak YKA TpancnopTupytot 6ukapOoHar
B 1uTOIIa3My. brukapOoHAT U3 HUTOMIa3MbI MOXKET ObITh IEPEHECEH B CTPOMY

XJIOPOIUTACTa, OAHAKO MEXaHU3M TaKoro NepeHoca emeé He u3BecteH (Zabaleta et

al., 2012).

1.2.4. XoporiacTHbIe KapOOaHTHIPA3hI

1.2.4.1. CrtpomasibHBIE KapOOAHTHUIPA3BI

Bbonbmias gyacte kapOoaHTHIPa3HOM aKTUBHOCTH B JIUCThAX C3 pacTeHuit
MPUXOJUTCS Ha JOJII0 CTPOMANIbHOM pacTBopumMoit KA, kotopast MoxeT
coctaBysITh OT 1 10 20% oT o6miero konuuectna Oenka B TkaHu JucTheB (Okabe et
al., 1984). C nomomipto 3emeHoro guryopeciupytomiero oenka (GFP) 6puto
nokasano, yto B A. thaliana BKA1 pacnonaranace B ctpome (Fabre et al., 2007). B
ki1eTKy C3 pacTeHHMIl HEOPraHUYECKHUM YTiepo ] MOCTyaeT B BUAe MoJeKybl COy.
Crtpoma xJtoporiacta UMeeT ciadomenoyHoi pH, moatomy ocHOBHO# opMoit
HEOPraHUYECKOTO YIiepoJia B CTpoMe sBiisieTcs: OnkapOoHat. B To Bpems kak
cyoctparom PyOucko siBnsercs mosiekyna CO2, TO3TOMY Ka3ajloCh OYEBUJIHBIM,
4TO 1151 KoHBepcuu 6ukapOonata B CO u ero noctaBku Pybucko HeoOxoauma
KA. HUccnenoBanus in Vitro ¢ HCIIOIb30BaHUEM YaCTHYHO OYHIIICHHON PyOncko u3
NIIEHUIBI TOKa3au, yTo B npucyTcTBUU KA cHmkaercs Km (CO,) kapOokcunaszsl
(Bird et al., 1980). B pactenusix, BoIpaIlicHHBIX MIPH MOBBIIICHHOW KOHIIEHTPALINN
CO,, MpoHCXOIUIIO CYIISCTBEHHOE NajicHne akTuBHOCTH U KA, u Pyoucko (Porter

and Grodzinski, 1984). B onbiTax ¢ (hacoyiblo HHTHOMpOBaHKE J0OABICHHON U3BHE
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KA npuBoauio k nogaBieHUI0 KapOOKCHUIa3HON aKTUBHOCTH U BO3PACTAHUIO
okcureHasHoi aktuBHoctu Pyoucko (Porter and Grodzinski, 1984). Hecmotps Ha
KaXxylnytocs cBs3b akTuBHOCTH KA 1 PyGucko, B mociienyromux padoTax poJib
ctpoManbHOi KA B hoTocunTe3e He Oblna moareepxkaeHa. [IpoTuBopeunBbie
pe3ynbTaThl ObUIN MOJIYYEHBI C UCIIOJIH30BAHUEM aHTUCMBICIIOBBIX KOHCTPYKIIUMA
PHK. Pacrenus N. tabacum, B kotopsix comepikanue crpoManbHoi KA ObLI0
CHIKEHO Oosiee ueM Ha 90%, HeHOTUIMYECKH HE OTINYAIUCH OT JUKOTO THIIA, U
naxe cHmkenne ypoHs KA mo 1% nHe mpuBoamio k BuauMeiM Aedekram (Majeau
et al., 1994). Omnako, antucMbiciaoBas Mmoaudukaims A. thaliana, ymensimarorast
ypoBeHb cTpomanbHoit KA Ha 90%, mpuBoauiIa K HEKU3HECITIOCOOHOCTH PacTCHUM
B CTAHJAPTHBIX YCIOBUSIX BRIPAITUBAHUS, U TOJBKO MPHU JOOABICHUHU CaXapO3bl B
KYJIbTYPaJIbHYIO CpeAy WM MPH 0OecrieueHuH BhICOKOTo coaepxanus CO;
pactenus Moriu BebkuBaTh (Kim and Bartlett, 1996). B patdote (Price et al., 1996)
oOHapyKEHO, YTO B MyTaHTHBIX pacTeHusx N. tabacum, B KOTOpBIX ypOBEHb
sKcnpeccuu cTpoMainbHOi KA ObuT cHUXEH 10 2% TI0 CPAaBHEHHIO C TUKUM THIIOM,
He HaOJIF01aJTOCh HUKAKOTO M3MEHEHHUS B mpoliecce GOTOCHHTE3a, aKTUBHOCTH
Pybucko, conepskannu Xaopodrinia ¥ TPOBOJUMOCTH YCThHUIL. Takke HHTEPECHO,
YTO M30TOMHBIN COCTaB yriepojia CyXoro BElEeCTBA JUCTHEB U3MEHSJIICS B
MYTAHTHBIX PACTCHHSIX, YTO OTPAKAET CYIIECTBEHHOE YMCHBIIICHUE CPEIHCH
koHnentparuu CO; B xyoporiacte. CymecTByeT MHOTO paboT MO OMPEIeIICHUTO
posiu ctpomasibHOM KA B 3amuTe pacteHuid oT crpecca. BeisiBieHo, 4To
ctpoManbHas KA MOXeT CBS3bIBaTh CAIMIIMIIOBYIO KHCIIOTY, KOTOPAs SBISICTCS
Ba)KHBIM CUTHAJIbHBIM KOMITOHEHTOM, BBI3BIBAIOIIUM IIEJIbIN KacKal peaKiluii,
MPUBOASIIUX K YBEIUYEHHUIO SKCIIPECCUU TE€HOB U MOCT-TPAHCISIUOHHOM
aAKTUBHOCTHU OCJIKOB, YYACTBYIOIIUX B 3aIUTE PACTCHUN OT OKUCIUTEILHOTO
crpecca (Slaymaker et al., 2002). Yeennuenue armocdeproro CO; BbI3bIBACT
3aKPBITUE YCTHUI] B JIUCThSIX U, TAKUM 00pa3oM, BiusieT Ha npuTok CO; B
pacteHusix. Tem He MeHee, kakue-mo0 CO;-CBs3bIBarOINE OETKHU, KOTOPHIE OB

KOHTPOJHUPOBAJIU 3TOT OTBCT, HC U3BCCTHEI. HOKaSaHO, 4TO B paCTCHUAX A.
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thaliana, HokaytupoBanusix o renam At3g01500 u Atlg70410, koaupyrouum
BKAT u BKA4 coorBeTcTBeHHO, HapymieHa COz-3aBUCUMast PETYJISLUS YCThHUIL
(Hu et al., 2010). Takum 00pa3omM, MHOXKECTBO PabOT IEMOHCTPUPYIOT BaXKHOCTh
ctpoMansHOi PKAT nist MeTabonmu3Ma pacTUTENHHOM KIETKH, HO €€ TOYHas POJib
B (hoTocuHTE3E eI HE YCTAaHOBJICHA.

HenaBno oOHapyxeHa emé ogHa crpomansHas KA B A. thaliana — aKA1. B
MYTaHTHBIX PACTEHUSX, HOKAYTUPOBAHHBIX 10 T'€HY, KOJUPYIOLIEMY JaHHY0 KA,
MPOUCXOAMIO YMEHBIIEHHE (DOTOCUHTETUUYECKON aKTUBHOCTH U CIOCOOHOCTH K
HAKOIUICHUIO Kpaxmaiia. B To Bpems kak B 4-x HenenpHbIX MyTaHTax 1o BKA1 He
ObuTO 3HaUMMBIX oTiMunil B penoture (Ferreira et al., 2008), B MyTaHTHBIX
pacrenusix no aKA1 Habmroganocs camkenue noriomenuss CO2 1o 40% u
COITYTCTBYIOILEE CHUKEHUE TEMIIOB POCTA M HAKOIUIEHHS Kpaxmaiia. Takxke B
pacTeHHsIX MyTaHTHBIX 110 KA1 U3MEHsIICS YpOBEHb pACTBOPUMBIX YIJIEBOJOB,
oOpa3oBaBmMXCs PH GOTOCHHTE3E. DTH TaHHBIE YKa3bIBAIOT HA TO, 4TO 0 KA 1
KaKMM-TO 00pa30M y4acTBYeT B Ipoliecce GOTOCHHTE3a U, BO3MOXKHO, IMEHHO OHa

nocranisier cyocrpar s Pyoucko (Burén, 2010).

1.2.4.2. TwunakougHbie KapOOAHTHAPA3BI

B 1977 Cemenenko ¢ coaBTopaMu Moka3zaiu, 4To 0osbias yacte KA
akTUBHOCTH, oOHapyxeHHOoU B Chlorella maxoaunaces B HepacTBopumoii
«MeMOpaHHO» (paKIiyH, TOraa Kak y Scenedesmus mokasaHo JHIib HeOOIbIIoe
konuuecTBo KA akTuBHOCTH B MeMOpaHHOU Ppakuuu B Tuinakonaax. [lozxe
Oonee neranbHas pabota 3Tux ke aBTopoB ([Iponnna u Cemenenko, 1988)
nokasaia, 4to ToJibko 20% KA akTUBHOCTH, OOHApYXEHHOI B MEMOpaHHOM
dpaxuu u3 Chlorella, ornocunace k TimakonaHol KA, a octanbHast akTHBHOCTh
ObLJ1a CBsI3aHa C KJIETOYHBIMU CTEHKaMU M, BEPOSTHO, HOCUTEh aKTUBHOCTHU
coJiepkaiics B IiazmaieMmme. BrepBoeie Hanmnuue MmeMOpaHocBs3aHHOM popmbl KA
obUT0 IOKazaHo rpynmnoi (Komaposa u np., 1982), kotopas BblenuIa 1Be
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uzodopmel KA u3 xnoporactoB 6060B. ITu aBe n30(0OpMbI UMETH Pa3HYIO
ANMEKTPOPOpPETHUECKYIO TOABMXKHOCTE. O1Ha hopma mpecTaBisiia coooi
pactBopumyto KA, pacnonokeHHyI0 B CTpOME, a BTOpasi, MUTpUpyrolias 0osee
MEJJICHHO, OblJIa CBsI3aHa C TUJIAKOUTHBIMU MeMOpaHaMu. AKTUBHOCTh KA
MPOSIBIISLIACH TOJIBKO MOCIE TIOJIHOTO PACTBOPEHHUS MEMOPaHBI C TOMOIIIbIO
neteprenta Triton X-100. Tunakounnas KA Oplna BU3yanu3upoBaHa B Telie IpH
OKpaIIuBaHUU OPOMTHUMOJIOBBIM CUHUM, TIO3BOJISIFOIIIUM BBISIBUTH
(dbepMeHTaTUBHYIO aKTUBHOCTH KA. DTOT moaX0/ MO3BOJUI HE TOJIBKO
MPOJIEMOHCTPUPOBATH HATUUKE THIaKOUIHON KA, HO U moka3al, 4To OHa MOXKET
OBITH BBIJICJICHA U3 MEMOpaHbl B aKTUBHOU (popMme.

BaknunoBa ¢ coaBropamu (1982) nokazanu, 4To THIAKOUIBI U3 TOPOXa
CoJiep Kalii MPOYHOCBSI3aHHYI0 KA aKTMBHOCTb, KOTOpAasi MOJABISIIACH INYPOHOM
Y THUJIPOKCUIIAMUHOM, HHTUOUTOpAaMH aKTUBHOCTH (otocucteMsl 2 (PC2), Torna
KaK [uToIuIa3mMaTuueckas (pacrsopumasi) KA He Obuia 4yBCTBUTENBHA K ATUM
coeuHEeHHsIM. DTO ObuUIa mepBasi paboTa, KOTOpas Mokasaia, uto TuiaakonaHas KA
cocpeioToueHa B MeMOpaHax, oboraiieHHbIx OC2.

Jlonroe BpeMst cuuTaioch, yTo Hanuure KA akTUBHOCTH THJIAKOUIHBIX
MeMOpaH SIBJSIETCS CIEICTBUEM 3arpsi3HEHUS TUIAKOUIO0B BRICOKOAKTHUBHOM
ctpomanibHOM KA. OnHako, MHOTHE paOOThl OKA3aiu, YTO aKTUBHOCTh
pactBopuMor KA oTiimuanachk OT akTUBHOCTH THJIAKOMIHOW KA 10 psity CBOMCTB:
BenuuruHe KM, 3aBUCUMOCTH KaTaIUTHUYECKOU peakiuu oT pH — akTUBHOCTD
pactBopuMor KA He 3aBucena ot pH, Torna kak KA akTUBHOCTh THIJIAKOWIOB
umena makcumyM ripu pH=6,8 (Ignatova et al., 1998). AHomMalIbHBIM CBOMCTBOM,
oOHapy>KeHHbIM 1 TUuiIakouHou KA, cTana ctuMysiius ee akTUBHOCTHU
WHTHOUTOpaMU alleTa30J1aMHUIOM U a3UJIOM, B3SITBIMU B CYOMUKPOMOJISIPHBIX
KoHIeHTpanusax (MockBuH u 1p., 1995). MHorue rpymnms! uzydanu KA
aKTUBHOCTb, BOBMOXKHO, CBsI3aHHYIO HenocpeacTBeHHo ¢ DC2. Bee kiaccuueckue
uaruoutTopsl KA s¢dextuBHo mogasmsin aktuBHOCTh DC2. K ux uncmy

OTHOCSITCS OJTHOBQJICHTHBIE aHUOHBI (hopMHAT, HUTPAT, a3Ua U T.J.) U
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nenpoTroHupoBanHas popma umuaaszona (Stemler et al., 1983, Stemler et al., 1986).
HeoObrunbIM cBolicTBOM 0o0Osafana KA aktuBHOCTh MeMOpaH, oborameHHbIx OC2,
BBIJICJIICHHBIX U3 KyKypy3bl (Stemler et al., 1986): npu neficTBUM CUIIBHOTO CBETA B
TE€YEHHE HECKOJIbKUX MUHYT HHIMOMPOBAlaCh €€ aKTUBHOCTh. [Ipu 3TOM aTpasuH,
uHruoutop aktuBHoctu OC2, npenarcTBoBasl TakoMy "poronHrudbuposanuo” KA
axtuBHOCTH (Kyle et al., 1984). [Tociie MHOTHX JIET M3Y4YEeHUST HHTHOUPOBAHUS
®C2 aHnOHaMH U BOCCTAHOBJICHUS €€ aKTUBHOCTH ITyTEM J100aBJICHHUS
OukapOoHaTa OBLIIO BBEJICHO MOHATHE «OnKapOOHATHBIN 3P dexT». OaHa u3
NEPBBIX TUNIOTE3, OOBACHAIONIAsE OUYEBUIHYIO MOTPEOHOCTh B OMKapOOHAaTe Jis

s dexrrBHOM paboTel DC2, cocTosna B ToM, uto HCO3™ kakuM-TO 00pa3zom
y4acTBYET B BbIJICIICHUH Kuciaopoya (Stemler, 1997).

C momo1IbI0 BeCTEpH-0JIOT aHaIN3a C UCTIOJIb30BAHUEM aHTUTEIN MTPOTUB
tuiakouanor oKA u3 Ch. reinhardtii, Cah3, mokazano npucyrcreue KA Bo
(parMeHTax TUIAKOMJIHBIX MEMOpaH (ropoxa u KyKypy3bl), o0orameHHbix OC2.
(ITpormna, 2002; Lu and Stemler, 2002). Bruto 1mokaszano, 4To B Ipemnaparax,
BBIJICJIEHHBIX U3 TOpoXa, TOJIbKO pactBopumMas KA, Ho He Triiakonanas KA, nmena
KPOCC-PEaKIUIo C aHTUTeIaMu PpoTHB pactBopumMoit KA mmmaara (Moskvin et
al., 2004).

B nauane 2000-x rogoB cranu NOsIBAATHCS (HaKThl, CBUIETEIBCTBYIOIIUE O
HAJIMYUU B THJIAKOUAHON MeMOpaHe Oosiee, ueM oaHoro HocuTens KA
akTUBHOCTHU. [IpucyTcTBHE B TUIIAKOUAAX, 110 KpaillHEW Mepe, IBYX pa3HbIX
ucrounnkoB KA aktuBHOCTH IpoaemoHcTpuposanu Lu and Stemler (2002). B
MeMOpaHax, ooorameHHbIx @C2, U3 THIaKOUI0B Me30(pUILIa KyKypy3bl ObLIH
oOHapy>KeHBbI J1Ba pa3auuHbIX ucTouHnKa KA aktuBHOCTH. OJUH U3 HUX,
HKCTPArupyeMblil B IPUCYTCTBUU COJIEH Kalusi, HATpUS U, OCOOEHHO, KaJbIUs B
BBICOKOM KOHIIEHTpaIH, OblJ1 0003HAaUYEH KaK «BHEUIHUID UCTOUHUK KA
aKTUBHOCTH, a IPYyrol — «BHYTPEHHUI» UCTOUYHUK. Takke ObUIO IIOKa3aHO, YTO
Py HHKYOAuu Tuiakou10B ropoxa ¢ Tpuronom X-100 umeroTcst ABa MakKCUMyMa

KA akTuBHOCTH, 3aBUCSIINE OT OTHOIICHUS TPUTOH/XJT (MAKCUMYMBI
24



HaOJTI01aTMCh TpH OTHOIIEHMX, paBHbIX 0,3 u 1,0) (Rudenko et al., 2007).
Hanuuue nByx MaKkCHMyMOB CBUJIETEIHCTBOBAJIO O MPUCYTCTBUU B TUJIAKOUIAX,
KaK MUHUMYM, IBYX Hocurened KA akTMBHOCTH.

B pa6ore (Khristin et al., 2004) oGHapyskeHO, 4TO 10 KpalHe#H Mepe, 4acTh
KA aktuBHOCTH MeMOpaH, oboramieHHbIx D@C2, u3 nieHuIsl Oblia CBSI3aHa ¢
KOPOBBIM KOMILIEKCOM 3TOH (oTtocuctemsl. [IpucyrcrBue 18yx uctouHnkoB KA
AKTUBHOCTHU, BEHICOKOMOJIEKYJISIPHOTO U HU3KOMOJIEKYJISIPHOTO, HAOJII01aJTi TI0CTIe
MIPOBEICHMSI HATHBHOTO 3JIeKTpodope3a PC2-meMOpaH U3 TOpoxa U OKpAIIUBAHUS
resid Ha Hannune KA aktuBHocTn. Hanmune KA akTHBHOCTH B OKpalIMBaeMbIX
MoJIocax rejst ObLIO MOATBEPKACHO Mpu 3MepeHnn KA akTUBHOCTH 31H0aTOB
9THX TIOJIOC CTaHIapHBIM dJIeKTpoMeTprdeckuM MeTooMm (Ignatova et al., 2006).
[Tono6ubIM 06pa3om, ObUT0 OATBEPKACHO Hanmuuue 1Byx KA aktuBHOcTelt B OC2
u3 apadbumorcuca (Ignatova et al., 2011). ITpuuem, kmaccudyeckuii uHrnoOUTOP KA,
areTasojaMul, B KOHIEHTpanuu okoo 1077 M crumysmpoBain KA akTHBHOCTE
HU3KOMOJIEKYJISIPHON (DpaKIIiK, STIOMPOBAHHON U3 COOTBETCTBYIOIICH MOJIOCHI
reJisd ocje NpoBeAeHUs1 HATUBHOTO AekTpodopesza PC2-meMOpaH U3 ropoxa u
apabujorncuca, v oJIaBJsul 3Ty aKTUBHOCTh TOJIBKO B BBICOKMX KOHIIEHTPALIUAX
(Ignatova et al., 2006). Ha ocHOBaHMM TaKOTO CTUMYJIHpYIOIIEro 3¢ dekra
aneTa3zosamMuaa ObUIO BBIIBUHYTO MPEANOIOKEHUE, UTO 3TA HU3KOMOJIEKYJIsSIpHas
KA oTHOCHTCS K 0i-CEMENUCTBY, MMOCKOJIbKY TaKas e CTUMYJISALUA Oblja HaliieHa y
KA oa-cemelicTBa MIIEKONUTAIOMMX. JTa CTUMYIISIIKSA KA aKTUBHOCTH pAIOM
BEILECTB, B YACTHOCTHU a30J1aMH, K KOTOPbIM OTHOCUTCS alleTa3ojJaMul,
OTpeJIeNIsIeTCs TeM, YTO JIMMUTUpPYIoNIel cranuein KA peakiuu siBiseTcs 0TBOA
IIPOTOHA U3 peakimoHHOro 1eHTpa (Silverman, 1991), u a301b1 B HU3KOM
KOHIICHTPAIIMHU CIIOCOOHBI HTPATh POJIb IPOTOHHOTO nepeHocurka (llies et al.,
2002). OTHOCHTEIBHO MPUPOJIBI BEICOKOMOJICKY/IsIpHOM KA B MeMOpaHax,
oOorameHHbIx @C2, TaHHBIX TPAKTUYECKU HET.

B pa6ore (Ilutos u ap., 2009) nonydens! gaHHbIe 0 Hammuun KA

AKTHUBHOCTH, HpI/ICYHIeﬁ OceaKaM BOOJOOKHCIAIOIICTO KOMIIJICKCA CDCZ, a4 UIMCHHO —
25



PsbO, PsbP, PsbQ. Tak kak 3tu nctounnku KA akTUBHOCTH MMEIN HETHIIUNYHEIC
ns KA cBolicta (moTpeGHOCTL B Mn?*, HEUyBCTBUTENLHOCTD WM HU3KAsS
qyBCTBUTEIHHOCTH K JCHCTBHIO alleTa30JaMi/Ia WiIH STOKCU30JIaMUIa), aBTOPHI
IPETONIOMKMIII, YTO OHM MOTYT SBIAThCs MN?* 3aBucuMbivu KA, cBs3aHHBIMU ¢
OC2.

MemMOpaHHbI€ TIpenapatsl U3 ropoxa, ooborameHabie GoTocucTemMon 1
(DC1), Taxxe obnananu KA akrusHocthio (IIponuna u ap., 2002), Ho He naBanu
Kpocc-peakiuio ¢ antureaamu mpotus oKA (CAH3) tunakonmos Ch. reinhardtii,
Kak 370 Habmoaanochk B ®C2-membpanax. KA akrusnocts ®C1-meMOpan B
pacdeTe Ha cojeprKaHue Kak xJiopoduiiia, Tak u 0eska, Obiia Beiie, yem KA
aktuBHOCTH PC2-MemOpan (Ignatova et al., 2006). Taxxe mokazaHo, 4To
Kaxy1ascss MoJieKysipHas macca 0enka @C1-meMOpan u3 ropoxa, 001aaroniero
KA aktuBHOCTBIO, ObLTa 0K0JI0 20 K/la (Pynenko u np., 2006). CoiicTBa
Hocutend KA akruBHoctu @C1-mMeMOpan oTianvanuck oT cBoiicTB KA B @C2-
MeMOpaHax: MOKa3aHO pa3HOe BIMSHUE TEMIIEPATyphl, IETEPreHTOB U
cyiabhamuaHbeix nHrHOUTOpPOB (Ignatova et al., 2006; Rudenko et al., 2007). B
Hactosiiee Bpemst KA akruBHocTh @C1-mMemMOpaH eni€ He OTHECEHA HU K OJTHOMY

M3BECTHOMY cemelncTBy KA.

1.2.4.3. JlromeHanbpHast KapOOaHTHPA3a

OTHOCHUTENHHO HEeaBHO OblTa 0OHapykeHa KA akTHBHOCTH B JTFOMEHE
TUJIAKOUJIOB TOpOXa, HaOJr01aeMast ocJje pa3pylieHus: TUIakou10B TpuToHOM X-
100 B Boicokux koHIeHTpanusax (Rudenko et al., 2007). IlpucyrctBue stoit KA B
JFOMEHE OBLIO MOATBEPIKICHO Ha Mperaparax, BhIIEICHHBIX U3 pacTeHuit A.
thaliana quxoro Tuma u U3 MyTaHTOB, HOKAyTUPOBaHHBIX 1Mo rery At3g01500,
xkoaupytomemy KA1, 4To MO3BOIMIO MOTYYUTh THIIAKOU/BI, HE 3arpsiI3HEHHbIE
BBICOKOAKTHBHOM M 00mIbHOM cTpoMainbHoit KA (Fedorchuk et al., 2014). Psn
cBOMCTB 3TON KA n03BOJIMII OTHECTH €€ K [3-CEMEUCTBY: MpHU 100aBIECHUU
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nutuotpeutona KA aktuBHOCTh ltoMeHaNbHOU KA Bo3pacTana. Kaxymascs
MOJIEKYJIsIpHasi Maccca 3Toro 0enka coctaBuia 132 x/la. Ero onuromepHocTs u
CXOJIHBIN XapaKTep 3aBUCUMOCTH ()ePMEHTATUBHON aKTUBHOCTHU OT CYJIb(haMU]I0B
TaK»Xe rOBOPHUT 0 ToM, uTo 3Ta KA otHocutcs k B-cemeiictBy (Rudenko et al.,
2007; Fedorchuk et al., 2014).

HecmoTtps Ha Takoe pazHooOpaszue nctouHukoB KA akTHBHOCTH B
XJIOPOILJIACTE BBICIIUX PACTCHUM (PYHKITUU U MECTOIOJIOKEHNE MHOTHX U3 HUX
em€ HensBecTHbl. Ha pucynke 1 npencraBnena cxema pacrnonoxenus: KA B

XJIOPOILIACTE.

Chloroplast

—_—
_

e

Stroma

a-CA1)
i

Pucynok 1. Cxema pacnonoxenus kapOooanruapa3s B xjaoporuiacte A.
thaliana. LMKA - Huszkomounekysipaas kapooanruapasa porocuctems: 2, HMKA
— BBICOKOMOJIEKYJIsIpHAast kapOoanruapasa gporocuctemsl 2 (Ignatova and Ivanov,
2016).

1.3. VIHruOHUTOpHI M aKTUBATOPHI KapOOaHTHIpa3

CymiecTByeT HECKOJIBKO Ki1accoB HHTHOUTOpoB KA, kitaccuuiupyemMpix B
3aBHCUMOCTH OT MX yJIaJI€HHOCTH U/UJIM BO3MOKHOCTH MPSIMOTO B3aUMOJICHCTBUS
C METaJUIOM aKTUBHOTO IIEHTpa: 1) cCoeAMHEeHNUS, CBA3BIBAIOIINE NOH METaJIJIa B

aKTUBHOM IIEHTpE (Cynb(haHUIaMUILI U UX U30CTEPHI - CYIb(haMaThl/CyIb(pamMuIon
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(Di Fiore et al., 2006); 2) coeauHeHus, IPUCOCIUHSIOMNECS K IUHK-
KOOPJMHUPOBAHHON MOJIEKYJIEC BOABI/MOHY THIPOKCH A TIO KAHKEPHOMY)»
mexanusmy (denossr) (Davis et al., 2010), 3) kyMapuHBI 1 POACTBEHHBIC C HUMHU
CO€JIMHEHHUSI, KOTOPbIE, TO-BUAMMOMY, CBSI3BIBAIOTCS €IIE NajbIlle OT MOHA IIMHKA,
4eM MPEABIAYIINE TUTIBI, U TIPEMATCTBYIOT MOAXOAY CyOCTpaTa K akTUBHOMY
nenrpy (Maresca et al., 2009).

AHKEpHOE MIPUCOETMHEHNE K IIMHK-KOOPIMHUPOBAHON MOJIEKYIIe
BOJIBI/TUIPOKCHI HOHA, BEPOSTHO, SIBIIIETCS HAN00JIEE «CIOKHBIM» MEXaHU3MOM
unrubupoanus KA. [lepBeiM coenHEeHUEM, UMEIOIIUM TaKOM HHTHOUPYIOIUT
s dexT, Obut ruapokcun penon 1. Kpucrannmmueckast CTpyKTypa 3TOM MOJIEKYIbI B
komiuiekce ¢ apurpountapHort KAII nmoka3zana, 4T0 OCHOBHOE B3aUMOICCTBUE
Mex1y (EepMEHTOM U MHTHOUTOPOM COCTOUT B ToM, 4TO -OH rpynna ¢penomna
oOpa3yeT JBE BOJIOPOIHBIC CBS3H ¢ HEOSTKOBBIM JINTAHAOM IIMHKA M C aMHJIOM
Thr199, aMHHOKHCIIOTHOTO OCTaTKa, KoHcepBaTHUBHOTO /i1t Becex aKA (Nair et al.,
1994).

JIpyrum BaXHBIM KJ1aCCOM MHTHOMTOPOB KA SBIISIOTCS Cyb(haHMIaMH BT
(Supuran et.al, 2008), xoTopsle peICTaBICHB TAKUMH COSAMHCHUSIMH KaK
arierazonamu (Neri et al., 2011), metazonamup (Supuran, 2010), 3TokcU301aMuUT
(Eriksson et al., 1988). JlaHHBIi KJIacC BEIIECTB UCIOJIB3YIOT B KIMHUYECKOM
MIPAKTUKE YK€ MHOTO JIET KaK MOYETOHHBIC CPEICTBA M MPOTUBOTIIAYKOMHBIC
areHThl. CynbdanunaMmuabl U cyibhamatsl 3PphekTuBHO HHTHOUpyroT KA
OonpImMHCTBA ceMecTB. U cynmbdanmmaMuabl, 1 Cyiab(haMaThl CBSI3bIBAIOTCS B
JEPOTOHUPOBAHHOU (hopme (T.€. Kak aHMOHBI), C HOHOM Zn B aKTUBHOM caiiTe
dbepmenTa. Ha pucyHke 2 nzo0paxeHa cxeMa B3auMOJICUCTBUS Cylb(haHIaMu/Ia,
¢ akTuBHBIM IIeHTpoM 0KA. MonusupoBanubiii aroM N HHTHOUTOpA 3aMeENIaeT
MOJIEKYJTy BOJbI U all€TaT-HOH KOOPAMHUPOBAHHEIX Zn?" HATUBHOTO (hEPMEHTA.
['uapodoOHBIE B3aMMOACHCTBUS MEX/TY alleTa30JaMHUI0M U (pepMeHTOM

CIOCOOCTBYIOT CTa0MIIN3allii MHrHOUTOpa B akTuBHOM 1ieHTpe (Di Fiore et al.,

2006).
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Pucynox 2. OOmuuit MexaHu3M B3aUMOJICHUCTBUSI MHTHOUTOPA
cyib(haHUIaMH/Ia ¢ peakKInOHHBIM IIeHTpoM aKA (Supurman, 2008).

AxTuBaTopbl KA ObUTH XOPOILIO U3YYEHBI Il pa3pabOTKH JIEKapCTBEHHBIX
npenapatoB. Bee nzodopmber KA miiekonuraronux ObLIN UCCIEA0BaHbI Ha
MpEeAMET UX B3aUMOJICUCTBHS C HECKOJILKUMU KJIAaCCaMU aKTHUBATOPOB,
OOJIBIIMHCTBO U3 KOTOPBIX MPEACTABISIIOT COO0N aMUHBI, AMUHOKHUCIIOTHI U
onuromnentuabl (Temperini et al., 2008). JlumuTHpyroiei cTaarei A peakiiuu
ruapatanuu CO», karanuzupyemoit KA, siBisieTcs nepeHoc npoToHa OT BOJIbI,
CBA3aHHOM ¢ Zn?*, B peaKIIMOHHYIO CPEY, IPU STOM (GOPMHUPYETCS TUIPOKCHUL
1uHKa. C MOMOIIBIO AJIEKTPOHHON CIIEKTPOCKOINH, PEHTTEHOBCKOMN
KpUCTaUIOrpauu ¥ KHHETUHYECKUX U3MEPEHUH OBLIIO MOKAa3aHO, YTO aKTUBATOP
CBSI3BIBACTCS C aKTUBHBIM IIeHTpOM KA 1 ycKopsieT mepexo mpoToHa B Cpey
(Temperini et al., 2008). [Toka3aHo, 4TO aKTUBAIUS HEKOTOPBIX MPEICTABUTEICH
aKA (KAl u KAIl) moxeT ObITh TEpaneBTUUECKHUM IMOIX0/I0M K TIOBBIIIICHUIO
CUHANITUYECKOMN 2P(HEKTUBHOCTH U, COOTBETCTBEHHO, MOXKET OKa3aThCS
KOHIICTITYaJIbHO HOBBIM METOJIOM JieueHus 0oJie3HN AJbIreiMepa 1 3aMeJICHUs

crapenus (Sun et al., 2002).
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1.4, Opranuzanus GOTOCHHTETHYECKOM JIEKTPOH-TPAHCIIOPTHOM IeTH

JnarpamMma, Ha KOTOPOH KOMIIOHEHThI (POTOCUHTETUYECKOM 3JIEKTPOH-
tpancnoptHoil nenu (OITLL) pacnonararoTcst B COOTBETCTBUH CO CBOMM
OKHCIIUTEIHHO-BOCCTAHOBUTEILHBIM MMOTEHIIMAIOM, UMEET (pOpMy 3HUTr3ara u
MO3TOMY MoJTyunsia HazBaHue Z-cxeMbl. Hymepanus porocuctem orpaxaer
nopsioK ux oTKpbITUs. Dotocuctema 2 (PC2) MOKET UCTIONIB30BAThH CBET C
JUTMHOU BOJIHBI HE Oosiee 680 HM, Toraa kak porocuctema 1 (PC1) moxer
HCIIOJIL30BaTh CBET ¢ JJIMHON BOJHBI 10 700 HM. ®C2 obOpasyeT 04eHb CUIILHBIN
OKHUCJIUTEIb, KOTOPhIH HE00X0 UM Jij1si okucieHus Boibl, a DC1 0Opazyer o4eHb
CHJIbHBIN BOCCTAHOBUTEIIb, KOTOPHIH BoccTaHaBmuBaeT HAJI®*. PasHocTh
MOTEHIMAJIOB MEX]Ty PEaKIMSIMUA OKHCIICHHS BOJIBI U BoccTaHOBNeHHUss HAJID*
coctasisieT npuMmepHo 1,2 B. CymmapHasi 3HEprusi, KOTOpasi JOCTUTAETCS PH
norJiomenuu 1Byx GporoHoB dpotocucremamu (680 Hm 1 700 HM), SKBUBAJICHTHA
pa3zHocTy noteHuuanoB 3,45 B. TakuM 00pa3oM, JUIIb OKOJIO TPETH JHEPTUU
(OTOHOB, TIOTJIOMIEHHBIX IBYMs (DOTOCUCTEMaMU, UCTIONB3YETCS IS TIEpEeHOCca
351eKTpoHOB OT Bojbl K HAJI®*. Kpome Toro, 1/8 4acTh CBETOBOI SHEPIHH,
MOTJIOIICHHON (POTOCUCTEMAaMH, 3aM1acaeTcsl 3a CUET epeHoca MPOTOHOB B JTIOMEH
THIIaKOU10B 1pu yuactuu DC2 u nutoxpombe/f-kommiekca. DToT mporece
MPUBOAUT K (POPMUPOBAHUIO POTOHHOTO I'PAIUEHTA MEXKAY JTIOMEHOM U CTPOMOM.
AT®-cuHTa3a, TaK)Ke PacHoJIOKEHHAs B TWIAKOUIHON MEMOpPaHE, UCIIOIb3YET
SHEPIUI0 MPOTOHHOTrO TpanuenTta aisa cuare3a ATO. [TpoaykTel
CBETOMHAYLMPOBAHHBIX CTaANi oTocuHTe3a, Mojekynsl ATO u HAJIOH,
UCIIOJB3YIOTCSI B OMOCUHTETUYECKUX BOCCTAHOBUTEIBHBIX PEAKIUAX UK

KansBuna — bercona. Bee kommonenTsl @I TL n3o0pakens! Ha pucynke 3 (Heldt,

2005).
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Pucynok 3. Cxema 3eKTpOH-TPaHCTIOPTHOM IIETH B XJIOPOIIIacTax
pacrooxeHus: OEIKOBBIX KOMILIEKCOB ((poTocucTemsl 1, hoTocucTeMsr 2,
uToxpoM b6f u AT®-cunTtassl) B THiakouaHoi memopane (Tikhonov, 2013).

1.4.1. dorocucrema 2

CerounnynupoBanHas padbota ®C2 obecnieurBaeT U3BJICUEHUE
AIIEKTPOHOB U TIPOTOHOB M3 MOJIEKYJI BOJIbI M BOCCTaHOBJICHHUE IacToxuHoHa (PQ)
1o macrtoxunona (PQHz). Peakiuu, npuBosime K paciieryieHuO BOJIbI U
o0pa3zoBaHUI0 MOJIEKYJIsIpHOTO KHciopoaa (O2), mporekaroT B MnsCaOs kinactepe,
KOTOPBI MPENICTABIISIET «CEPIE» BOAOOKHUCIISIIOIIETO KOMITJIEKCa. Y IPOLIeHHAs

cxema nepenoca sekrpona B ®C2 nokaszana Ha pucynke 4 (o Tikhonov, 2013):
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PucyHok 4. YnpouieHHas cxema pa3fesieHus 3apsiioB U MepeHoca
a5ekTpoHOB B (hotocucteme 2 (Tikhonov, 2013).

®C2 umeercs BO BCeX OpraHu3Max, CIOCOOHBIX K OKCUTEHHOMY
¢doToCuHTE3Y, — B INAHOOAKTEPUAX, MUKPOBOJIOPOCIISX, TUATOMOBBIX BOJOPOCIIX
u Ha3zeMHBIX pacteHusx (Falkowski and Raven, 1997).

®C2 pacmonaraercsi B TWIAKOUAHON MeMOpaHe B Bue aumepa (in vivo),
KQK]IbII1 MOHOMEP KOTOPOTO colepXuT 19-31 cyObenuHuil, B 3aBUCUMOCTH OT
Buaa (Shi etal., 2012; Thorton et al., 2005). B To BpeMst kKak HU3KOMOJICKYJISIPHBIC
BHemHUE cyObequHuIlbl ®C2 y MHOTUX (DOTOTPOPHBIX OPraHU3MOB PA3INYAIOTCA,
CTpoeHHe peakimoHHOTo 1eHTpa (PLl) B 3HAUYNTENBHOM CTETIEHN COXPAHIETCA.
KopoBsriit kommneke PL] — 3To MunnManbsHbIi HAO0p CyOBeAMHMILL, HEOOXOIUMBIX
JUTSI OKMCJICHHSI BOJIBI M TIEPEHOCA AJIEKTPOHOB, BKItouas D1, D2, CP43, CP47 u
cyt b559 (o u p cyobemunuiel). Ha cerogusiamii 1eHh €IMHCTBEHHOE
CYILIECTBEHHOE U3MeHeHue HabmogaeTcs B 6enkax cyoreannuibl D1
nranobakTepuit. [1o kpaliHeit Mmepe ueTbipe kiacca uzopopm oenka D1 6pu1n
UAEHTU(ULIHUPOBAHBI B IMAHOOAKTEPUAX. DKcrpeccus n30PpopM 3TUX OEIKOB
KOHTPOJIMPYETCS C TOMOIIBIO T PepeHInaNIbHON PErysaiuyd TPAHCKPUTIIIUN

MHOKECTBEHHBIX KOMHI reHa psbA B npezenax ogHoro reaoma (Mulo et al., 2009;
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Golden et al., 1995). HesnaunTtenbHbIe pa3inyus B aMUHOKUCIOTHBIX
MOCJIeIOBATEIBHOCTSIX ATUX U30popM D1 koHTpoaupyroT 3¢ PeKTUBHOCTD pabOTHI
®C2 npu u3meneHun nareHcuBHocTH cBeta (Vinyard et al., 2013). 3enensie
BOJIOPOCIIA U PACTEHHS COJIepKaT TOIbKO ojiHy u3odopmy D1 u, cnegoBatenbHo,
UCIIOJIB3YIOT IPYTYIO CUCTEMY PETYIIALMH paOOThI IPU PA3ITUYHBIX
WHTEHCUBHOCTSIX CBETA.

Peakunonnsiii nenTp @C2 HENOCPEACTBEHHO COAEPIKUT TOJIBKO 6 MOJIEKYI
xaopoduina (Xi) a u 18a peopuTrHA, a BXOJAIINE B COCTaB KOP-KOMILIEKCA
ceeTocobuparomie 6enku CP43 u CP47 copepxat HeCKOIbKO B-KapoTHHOB U 13 u
16 monekyn X a coorBerctBernHo (Umena et al., 2011). BuyTpeHHsst aHTeHHA
3¢ (dHeKTUBHO TIepeaeT noraoiieHHyo sHepruto B PL, mpu sTom anTeHHBIE
MOJIEKYJBI XJI HaXOJATCs Ha 6€30MacHOM pacCTOsIHUM OT Mosieky Xit a B PL,
KOTOpBIC 00J1a/Taf0T BEICOKOM PEaKIMOHHOM crrocoOHoCcThIO (Amerongen and
Croce, 2013). Kop-komruteke @C2 BbICIIUX pacTeHHA COMEpKUT 20 pa3INnIHBIX
cyowsenunutl (Pagliano et al., 2013), a cooTHOIIIEHNE TUTMEHT/OETIOK SBIIACTCS
JOBOJIbHO HU3KUM. UTOOBI yBeTNIUTh 3((HEKTUBHOCTH TOTJIOMIECHUS COTHEUHOM
SHEPTHH B MPOIIECCE IBOJIONNN BO3HUKIIA TOTPEOHOCTH B TOTIOTHUTEIEHOM
CBETOCOOMpAIOIIEM KOMILJIEKCE. Y BBICHIMX PACTEHUH U 3€J€HBIX BOJOPOCIEH Ta
NOTPEOHOCTH pealn30BaHHA B BUJIE TUTMEHT-0EITKOBOTO KOMILJIEKCA C BBICOKUM
OTHOIIICHUEM TUTMEHT/0eNIOK (TPUOIU3UTENTHHO Y2 OTHOCUTETLHO MaCChl),
KOTOPBIN Ha3bIBA€TCS BHEIIHUM CBeTocoOuparoiumM komiiekcom (CCK2),
KOTOpbIN BMecTe ¢ Kop-komiuiekcom @C2 obpa3zyer Oosiee KpynHbIe
cynepkominiekcsl (Amerongen and Croce, 2013). AHTEHHBIN KOMIUIEKC BBICIIIUX
pacteHuii chopMUpOBaH U3 MpeaAcTaBUTeNel MyIbTUTeHHBIX cemericTB LHC.
CynepKoMIUIEKCHI COJIEPKAT TuMep Kop-KoMIuiekca, yeTeipe Tpumepa LHCII
(koaupyembix Lhcbl-3): nBa cuibHO cBsi3aHHBIX (S) U IBa YMEPEHHO CBSI3aHHBIX
(M), u 1Be MoHOMepHBIe opMbl Kaxkaoro u3 CP29 (Lhcb4), CP26 (Lhcbh5), u
CP24 (Lhcb6). Pazmep cynepkoMITIIEKCOB MOYKET YMEHBIIATHCS TIPU BBICOKOM

oceniennoctu pactennid (Kouril et al., 2012; Bopucora u ap., 2014). Takxe
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CYIIIECTBYET PETYJIALMS TIepepacipeiesieHns MOTOKA IHEPTUU MEXKITY ABYMS
¢dorocucremamu 3a cuet oopatumoro pochopunuposanus oeiaxos CCK2 (Lhchl u

Lhcb?2), npuBonsiiero k narepanbHON MUrpanuu yactu anTeHHbI 0T PC2 k PC1 u

obparno (Caffarri et al., 2009).

1.4.2. Kucnopoa-BbIACISIONINN KOMIUIEKC

®C2 yHukagpbHa TeM, 4TO OHA SBJsIETCS (PepMEHTOM, CHOCOOHBIM OKHCIISATh
BOAY 210 Kuciopoja. [Ipu okucieHun Boibl BHICBOOOXKIAETCs YETHIPE MPOTOHA U
YEThIpE IEKTpOHA (ypaBHEHUE 4).

2H0 —0,+4e +4H (4)

Bonooxkucinstonuii kommuieke (BOK) HaxoquTes Ha IlOMEHalbHOW CTOPOHE
®C2 B kapmane, o0pa3oBaHHbIM neTisiMu 6enkoB D1 u CP43. B pesynbrare
nosyueHus ctpykTypsl ®C2 ¢ paspemenuem 1,9 A (Umena et al., 2011), ynanocs
OKOHYATEJIbHO YCTaHOBUTH, YTO Karanutuueckuid neHtp BOK (puc. 4) conepxut
ST ATOMOB KHCJIOPOJa B IOTIOJTHEHHUE K YETHIPEM HOHAM Mn ¥ OJTHOMY HOHY
Ca?*, o6pasys knactep MnyCaOs. SInpo knactepa mpeacrapiseT coboit
HMCKaXEHHOM KyOaH 13 Tpex noHOB Mn (Mn1-Mn3), yeTbipex aTOMOB KUCIIOPOia
(01-03 u O5) u ognoro nona Ca?*. Uerseptsiit non Mn (Mn4) maxogurcs 3a
npenenaMu KyoaHa U COeIMHSETCS C SIIPOM IBYMsI [L-OKCO-MOCTHKaMu uepe3 04 u
O5. ®opma Bcero kiacTepa HAMOMHUHAET UCKAXKEHHBIN CTYJI, C KyOaHOM,
BBICTYNAIOIINM B Ka4€CTBE OCHOBaHUs CTyna, 1 Mn (Mn4), BRICTYIAONUM B
KayecTBe 3aJHel yacTu cTyia. MckaxxeHHOCTh popMbl oOecrieunBaeT Hauboee
BOXKHYIO OCOOCHHOCTh CTPYKTYpHI Kiactepa MnsCaOs — rubkuii xapaktep
KOMIUIEKCa, MO3BOJISIIOIINN KIIACTePy JIETKO MOABEPraThCsi CTPYKTYPHBIM
MepPeCTpOrKaM B TEUCHUE KaTAIMTUYECKOro 1ukia (S-uukia). Takum obpazom,
pUpoa B IpOLEcce IBOIOIUHU pa3zpadoTana BbICOKOA(()EKTUBHBIN KaTaau3aTop
paclilerieHus BObl, C IIOMOIIBIO BHEPEHUS THOKON CTPYKTYPHI B CJIOKHYIO

oenxoByto cpeny (Shen, 2012).
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[y okucIIeHUs: BOJBI COCTOUT U3 MATH MPOMEKYTOYHBIX COCTOSHHUM S (0T
So 110 S4), u3BecTHbIH Kak nuka Koka (Kok, 1970), uto cooTBeTCcTBYET
MOCJIEI0BATEILHOMY BBICBOOOIKICHHIO YEThIPEX AJICKTPOHOB U3 BOJBI (pHC. D).
«TemHOBOE» CTAOUIILHOE COCTOSIHUE S1 SIBISETCS MIEPBBIM OKUCICHHBIM
COCTOSIHHEM, a TIOCTIEAYIOIIEee OCBEIICHUE MTPUBOIUT K OOPA30BAHHUIO COCTOSTHUNA S
u S3. [Tocie TOro Kak HaAKaTUIMBAKOTCS YETHIPE OKHUCIISIONTUX dKBHBAJICHTA (S4
COCTOSIHHE), IPOUCXOHUT CIIOHTAHHAS PEAKIIHsI, KOTOpasi MPUBOIUT K
BbICBOOOXIeHNI0 O7 1 hopMupoBaHHIO HaOO0JIee BOCCTAHOBICHHOTO COCTOSTHUS
(So coctosiame). [pu nanpHeiieM BO30YK/ICHHH CBETOM, HAYaJIbHOE COCTOSTHHE

S1 hopMmupyetces eriie pas, ¥ KaTATUTHYECKUI UK Bo30OHOBIseTcs (Puc. 5)

(Yano et al., 2015).

Kok S-state cycle

e ,H"  Dark State
Mng4(1113,1V) X 30 “S/ s/ Mn4(lli2,1V2)
0, N S1 hv
/A w3 1 F

&

v\ /Q {l\;n«z(lll,lVa)
VS 190 us F
= zooké\ssk/( .

e,H

Mna(1V4)

3F

Pucynoxk 5. IIuki (hOTOCUMHTETUUECKOTO OKUCIICHUS BOABI U BBIICIICHUS
kucnopona (S mukn win uuki Koka). [Ipeanonaraemast Mmoienb moxy4eHa Ha
OCHOBaHUM KPHUCTAJUIOTP(HUIECKOTO aHATIN3a CTPYKTYPHhI, TOJTYYECHHOM C
paspemenuem 1,9 A (Yano et al., 2015).
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1.4.3. Ilyn nmacToXxuHOHA

[Tnacroxunon (PQ) mpeacrasiser co0oit MOJIEKYTy TPEHWIITUIINIA,
COCTOSIIIYIO U3 2,3-nuMeTui-1,4-6eH30XuHOHA U OOKOBOH 1€ U30TPEHUIOBBIX
€IVHHUIL, KOJIMYECTBO KOTOPBIX B BBICIIMX PACTEHUSIX PaBHO 9. Penokc-akTHBHOM
YacThIO CIYKUT OEH30XMHOHOBOE KOJIBIIO, @ OOKOBas 1IeMb 00ECeYMBAET
HAXOKJEHUE MOJIEKYJIbI B THAPO(POOHOM MaTpUKCE THIIAKOUTHON MEMOPAHBI.
Conepsxanue PQ B TunakouiHoit memOpane B pacuete Ha OC2 unu OC1 Bhie,
yem pyrux nepeHocuukoB @ITI] (T.e. B MeMOpaHe UMeeTCsl Iyl MOJIEKY
miactoxuHoHa, PQ-my:). B pa3Hbix paboTax SKCepUMEHTALHO HAICHHOE
obmee conepxkanue PQ B xioporutactax cocrapisieT ot 10 go 40 monexyn na P700
(McCauley and Melis, 1986; Kruk and Karpinski, 2006); a3to 3HadeHue
BapbUPYETCS HE TOJIBKO B 3aBUCHMOCTH OT BUA M YCJIIOBHI BhIpAITUBAHUS
pacTeHul, HO U OT MeToja u3Mepenus. B xmnopormnacrax PQ conmepxutcs Takxke B
macTorino0ynax u B obonouke xsoporacta (Lichtenthaler, 2007). KonudecTtro
($hoTOAaKTUBHBIX MOJIEKY) PQ B THIIaKOMIHBIX MEMOpaHax coCTaBiseT OT 5 70 12 B
pacuere Ha P700. [InacToXxuHOH npe/icTaBlieH B MeMOpaHe TpeMsl peJIoKC-
dbopmamu: OKUCIICHHAs MoJIeKyJa (M1acToXuHoH, PQ), oqHOKpaTHO
BOCCTAaHOBJICHHAs MOJIeKyJa (paaukan riactoceMuxunoH, PQ™ unu PQH) u
JIBAKJTBl BOCCTAHOBJICHHAS MOJIEKYJIa (TUIACTOXUHOJI, TIACTOTUAPOXUHOH, PQH>).
Kak nepenocunk ®@ITL] monekyna PQ BoccranaBnuBaercs 1o PQH; nubo B
akuentopHoi yactu ®C2, mubdo B akientopHoi yactH be/f uTOXpoMHOTO
koMmIiekca. BoccranoBnenue PQ B @C2 nmpoucXoauT yepes3 CTaauio
IIaCTOCEMUXUHOHA, Qp~, MPOUYHO CBSI3aHHOTO ¢ OeNKOM; 00pa3yeTrcs Ju
TOJITOKUBYIITUH PQ™ B aKIENTOPHOM YaCTH IIMTOXPOMHOTO KOMILIEKCA BBICIIIAX
pactenuii He sicHo (Ivanov, 1993). PQH; okucisercst B moHOpHOU YacTh Dg/f
KOMILIeKca ieHTpoM Pucke 1o PQ™, KOTOpBIi, €Ciii HE BHIXOJIUT U3 JJOHOPHOM
HUIIIH, OKUCIIIETCS TaM HU3KOIOTEHIIHATBHBIM TeMoM IuToxpoma bg 10 PQ. In
ViVO BO3MOKHO TEMHOBOE BOCCTaHOBJICHHE PQ-ITyiia, ocylecTBiaseMoe
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tunakougHot HAJI(®)H-nerunporenasoit, kotopas ucnonb3zyetr HAJIDH kak
MCTOYHHUK DJIEKTPOHOB, — 3TO HaYaIbHBIN 3Tal XJ1opoasixanus (Bennoun, 1982;

Peltier and Cournac, 2002).

1.4.4. uroxpomuslii be/f kommuexce

{utoxpoMubiii De/f KoMILIEKe (MIACTOXUHOII-IIACTOLIMAHUH
OKCUJIOpPEAYKTa3a) SBISETCA MEKCUCTEMHbIM KoMIoHeHTOM DI T, koTOphIit
onocpenyeT nepeHoc 3eKTpoHOB Mexay @C2 u @C1 ¢ noMONIbI0 OKUCIEHUS
BOCCTaHOBJICHHOTO miacToxuHoHa (PQH2) u BoccTaHOBIICHHS TIaCTOMAHUHA
(Pc) (Kurisu et al., 2003; Stroebel et al., 2003; Cramer et al., 2010, 2011).
[{utoxpomHblii De/f KOMILIIEKC sIBIIIETCS PYHKITMOHATBHBIM TOMOJIUMEPOM.
Kaxip1it MOHOMEpP COCTOUT M3 BOCHMH TTOJIUTICTITHIHBIX CYO'bEIMHHUII, BKITFOYAS
YeThIPEe OCHOBHBIE CYObEIUHUIIBI: XKelle30-CepHbIi Oenok Pucke, 6enku
muToxpoma bg 1 uroxpoma f u cyosenuauna V. Katanurnaeckue QyHKITUH
IUTOXPOMHOTO De/f KOMITIIEKCca 00eCTIeUHBAIOTCS YETHIPHMS OKHCIIUTEIBHO-
BOCCTAaHOBUTEIHHBIMH IICHTPAMU: KEJIE30CEPHBIM KlacTepoM Oenka Pucke, a
TaK)Ke reMaMu IuToxpoma f i muroxpoma Ds, KOTOPBIN COEPIKUT JIBa rema,
HHM3KOIOTEHIMANLHEIN TeM b~ 1 BeicokonoTenmansubii beH. Iutoxpowm f
GYHKIIMOHUPYET aHAJIOTUIHO IUTOXPOMY C1 B METOXOHIPHATBHOM U
0aKkTepuaIbHOM IUTOXpOMHOM DC; koMIuiekcax (Xia et al. 2013). IluroxpomHbIi
komiutekc bef comeprxuT nBa caiita cBszpiBanus s Mojiekysn PQH, u PQ: caiit Q,
u cat Q;. JByxanekrponHoe okuciaenue PQH; mpoucxoaut B caiite Qo, Mpu 3TOM
JIBa ITPOTOHA BHICBOOOKIAIOTCS B JTIOMEH THJIAKOWOB, TEM CaMBIM BHOCS BKJIaJl B
TPAHCTWJIAKOUJIHBIA 3JIEKTPOXUMHUYECKUN IPagUeHTa IPOTOHOB. JTOT CalT
pacrioyiaraercsi B oJIOCTH MEXIY CyObeTuHMIIeH [IUTOXpoMa Dg 1 xene3ocepHbIM
OEJIKOM Ha JTIOMEHAJILHON CTOPOHE THIIAKOUIHON MeMOpanbl. Cait Q;
pacroJiaraeTcsi Ha CTpOMaJIbHOM CTOPOHE TUIAKOUAHOW MEMOpaHbI U

dbyHKUHOHUPYET /it BoccTaHoBleHus PQ. B cooTBeTrcTBUM ¢ MexaHU3MOM Q-
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rukiia Mutuena (Mitchell, 1976), nepssiii anextpon ot PQH; nepenaercs Ha
IUIaCTOLMAHUH Yepe3 O0enok Pucke u 3atem rutoxpom f. JIpyroit snekTpon
HAIpAaBIISETCA YEPE3 HU3KO- U BEICOKOMOTEHIMANBHEIE reMbl bg- 1 bg'™,
BoccraHaBiauBas PQ B caiite Q. B caiite Q; B mporiecce BOCCTaHOBICHUS
MJIACTOXWHOHA U3 CTPOMBI OepyTes iBa nmpoToHa, oopasys PQH,. CymectByet
MPEANOI0KEeHNE, YTO calT Qj MOXKET y4acTBOBAaTh B ITUKINYECKOM TTOTOKE
anekTpoHoB yepe3 DC1, koraa accoumanus Gpeppenokcun-HAID-penykrassl ¢

UTOXpOMHBIM Dgf KOMITIIEKCOM CBsI3BIBacT ero padory ¢ ®C1 (Benz et al., 2010).

1.4.5. Ilmacroumanua

[InacronmanuH — 3T0 MeIbCoAepKAIUK OETTOK, BOBICUEHHBIN B TPAHCTIOPT
AIIEKTPOHOB OT MUTOXPOMHOTO Def KomMIUTeKCa K DC1. DTOT MOHOMEPHBIH OENIOK, Y
OOJIBIIMHCTBA COCYAUCTBIX PACTEHHUM COCTOSIINI 13 99 aMUHOKHCIIOT, Maccou
oxosio 10,5 x/la. [Tmactonmanua ceoboaHO TudPyHIUPYET B BOTHOM (haze

momena (Bendall and Howe 2016).

1.4.6. dotocuctema 1, peppenokcun u peppenoxkcun-HA J[D-okcunopeaykraza

@OC1 unanobaxkTepuit, BOJOPOCIEH U BBICIINX PACTEHUH SIBISIETCS TaK XKe,
kak 1 ®C2, MyabTUCYObEIUHUYHBIM MUTMEHT-0EIKOBBIM KOMILIEKCOM, KOTOPBIN
o0ecrneunBaeT Mepexo/l COTHEYHON SHEPTUN B SHEPTHUIO PA3ACICHHBIX 3apsIIOB.
®C1 katanu3upyer CBETOMHIYLIUPOBAHHBIN EPEHOC IJIEKTPOHOB OT
MJIaCTOLIMAHUHA (MJIU [IUTOXPOMA Cs B IUAHOOAKTEPUSIX) HA JTFOMEHAJIBHOM
CTOpPOHE MEeMOpaHbl TUIAKOUJIOB 10 MOOMJIBHOTO aKIENTOopa 3JIEKTPOHOB
dbeppenokcuna (win QraBoIOKCUHA y IIMaHOOAKTEPUIA) HA CTPOMATIBLHOM CTOPOHE
memOpansbi (Jordan et al., 2001). Kodakrops! nepenoca saekrpona OC1
JoKan3oBaHbl B cyobenunuiax PsaA, PsaB u PsaC, cocrapnstonux saapo OCI

(Haldrup et al., 1999). B cooTBeTCTBHH C IPUHATHIMU B HACTOSIICE BPEMSI
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NpeCTaBICHUSAMH CrielnaibHas napa Mosekyn xsopodpuuios (Chlia u Chlig)
pacnoJiokeHa Ha cTbike cyobenuuull PsaA u PsaB u ¢popmupyeT nepBuuHbIi
noHop anektpoHoB P700 (Amunts et al., 2007). P700 mosxeT oTaaTh 3JCKTPOH B
OJIHY U3 JBYX KBa3U-CUMMETPUYHBIX BETBEH KO(HAKTOPOB, A-BETBb UJIH B-BeTBb.
Kaxxnas BeTBb cocTouT u3 AByX Mosekyln xyuopodumia (Chloa u Chlza B A-BeTBY;
Chlyg u Chlsg B B-BeTBM) M 01HO# MOJIEKyITbI QULTOXHHOHA (A1a HITH Asg,
COOTBETCTBEHHO). J[Be BEeTBU cxojsTcs Ha akienTope Fx (onun u3 tpex Fe4-S4
kiactepoB ®C1), mpu 3TOM ceMUXUHOHOBas popma priutoxuHOHA (A1a WIH A1g)
oTnaet 3JeKTpoH Fx. B coBpemMeHHOM uTeparype HET €AUHOIO MHEHUS
OTHOCHUTEJILHO PaBHOLICHHOCTH BKJIaJla BeTBel A u B B mOTOK 351eKTpOHOB uepes
®C1. BoccTaHOBIIEHHBIN Fx OTAAET 3JEKTPOH TEPMUHAIBHBIM AKLENTOPAM
anekTpoHOB Fa 1 Fp (eme nBa Fe4-S4 knactepa @C1), kKoTOpbIE CBSA3aHbI €
cyobenunuieit PsaC, pacrnonoxxeHHO# Ha cTpoMaiibHOM cTopoHe DC1, koTOphIe U
BOCCTaHABIUBAIOT Geppenokcut. Deppenokcut — 12 k/la 6emok, KOTopbIit
conepxkut Fe2-S2 knacrep u cBo6oaHO uddyHaIupyeT B CTpoMe xjoporuiacta. B
JUHEHHOM TPaHCIIOPTE 3JIEKTPOHOB (eppeoKCHH BoccTaHaBimuBaeT HAJID*
yepes peppenokcun-HA JID-okcumopenykrazy (Tikhonov, 2013). ®HP seasetcs
BOJIOPACTBOPUMBIM OeJIKOM, KoTophiid B ctpoMe A. thaliana npencrasiien nBymsi
n30(hopMamMu, 0JJHa M3 KOTOPBIX HETIOCPEJCTBEHHO CBsA3aHA C MEMOpaHOM, a
BTOpas n30(opMa acCOMMPOBaHa ¢ MeMOpaHO Yepe3 MepByro u3odopmy.
[ToMuMO JIMHEHHOTO TPAHCIIOPTA JIEKTPOHOB, GEPPETOKCHUH YUYaCTBYET B
MUKINYECKUX TPAHCIOPTaX MEKTPOHOB BOKpYT @C1, mOHUPYET IEKTPOHBI
(depMeHTaM, OCYILIECTBISIOMUM (PUKCALIUIO a30Ta U CEPbl, PErYIATOPHBIM OeJIKam
TUOPEIOKCUHAM U ALY (PEpMEHTOB CUHTE30B XJIOPOPHUIUIOB, (PUTOXPOMOB,

XUpHBIX KucaoT U 1ap. (Hanke and Mulo, 2013).
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1.4.7. AT®d-cunraza

AT®-cuHTa3a SBAAETCA MAaKPOMOJICKYJISIPHOM KOHCTPYKIIMEN, KOTOpast
WCIIOJIb3YET TPAHCTWIAKOUAHBIN IPpaueHT NpoTOHOB i cuHTe3a AT®. Ha
pUCYHKe 6 moka3aHo cxeMatudHoe crpoeHue FoFi-tuma AT®-cunTasHl,
pacrojararoieics B TuiaakouiHo Mmemopane. ATdD-cuHTa3a COCTOUT U3 ABYX
WHJUBUAYAbHBIX (DPArMEHTOB: MYJbTUCYObETUHUYHOTO OEIKOBOTO KOMILIEKCA
F1, oOpaiieHHOTO B CTpOMYy, U KoMILIekca Fo, 3akperuieHHoro B Memopasne. Tpu
KaTaJIMTUYECKUX 1IEHTpa, B KoTopbiXx U3 AJI® u dhocdara odpaszyercs ATO,
pacrnosyiaraloTcs MKy COCETHUMU CyOBeIMHUIIaMU 0. U 3 rekcamepa o333
(Abrahams et al., 1994). Kommekcnl F1 u Fo cBsi3anbl ¢ AByMs CyObeAMHUIIAMH D
u a «cTepxkHem» (cyonrennnunna v) (Stock et al., 1999; Lau and Rubinstein, 2012).
AT® cunraza FoFi-tuna paboraet kak MoJeKy/sspHas MallllHa, COJIepIKaIas J1Ba
BHYTpeHHHX poTopa. Peakuuu cuateza AT® u rugponmza AT® cBsizaHbl ¢
HaIpaBJICHHBIMU BPAIICHUAMU JIBYX POTOPOB, pacnoyioskeHHbIX B Fo u F1
komruiekcax ATd-cunrassl (Diser et al., 2009). B pexume cunresa ATD
IPaueHT TPOTOHOB (Aply+) CIY>KUT JIBYDKYIIEH CHIION JJI BpallieHus
MeMOpaHHOTO poTopa Fg, KOTOPBI MPEACTABISIET COOOM OTUTOMEPHBIN KOJBIIEBON
KOMILIEKC, cojaeprkariuii 14 ruapodoOubix cyobeaunmil (Saroussi et al., 2012).
O06a poTopa, KOJIbIO U CyObEIMHULIA ¥, MEXAaHUYECKU CBSI3aHBI IPYT C APYTOM.
Bpaiiienue komblia, BEI3bIBAEMOE JBUKEHUEM ITPOTOHOB, MPUBOJIUT K

HAIpaBJICHHOMY BpAIllEHHUIO CYObeIUHUIIBI ¥, oO0ecnieunBas cuare3 AT® (lino and
Noji, 2012).
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Stroma

Pucynok 6. Cxematnunoe ctpoeHre AT®-ciHTAa3bI U ee pacioI0KEHUE B
tuakoniHo MemOpane (Tikhonov et al., 2013).

1.5. ®ayopecueHius xaopodpuiia a Kak YyBCTBUTEIbHBIN MOKa3aTelhb

3 PeKTUBHOCTH PAOOTHI AIEKTPOH-TPAHCIIOPTHOM LIETTH

DHeprus cBeTa, MOTJIONIEHHAs CBETOCOOUPAIOIITUMU KOMIIJIEKCAMU, MOYXKET
WCITOJTB30BATHCS ISl OCYIIECTBICHHS] (POTOXUMUIECKUX PEAKITUH, TUCCUITHPOBATH
B TEIIO WJIM U3JIydaThcs B Buje (iryopeciieHIuu. biiarogapst Tomy, 4To Bce 3TH
TPH TIPOIIECCa SABJISIIOTCS KOHKYPEHTHBIMU MEXK1y COOOM, BHIXOI U3TyUYCHHUS
dbayopectieHuu X a AaeT neHHyo nHpopManuio 00 3¢hHEKTUBHOCTH
dboroxumun u TertoBo quccunanuu (Murchie and Lawson, 2013).
®dyopeceHINs UHTAKTHBIX JTUCThEB TEHEPUPYETCS MOUTU UCKITIOUUTENBHO XIT &,
TIOCKOJIBKY 3HEPTHUs BO30Y)KJICHHOTO COCTOSHUS MOJICKYJ XJ1 b ¢ BRICOKOI
3 PEKTUBHOCTHIO TPAHCTIOPTUPYETCS K MOJIEKYJIaM XJ1 a. B BbICIIIUX pacTeHUSAX U
BOJIOPOCJISIX MPH JJIMHE BOJHBI OKOJI0 680 HM MpU KOMHATHOW TEMIIEPATYPE OKOJIO
90% ¢uyopecuenuun uznyqaercs Xia a, BxoaamuM B coctaB PC2 (Kopuees, 2002

u cchUIkd B HeM; Govindjee, 1995).
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1.5.1. Dddexr Kayrckoro. Kpuas unnykuuu iryopecueHimu xiaopoduiia a

dhoTocucremsl 2

Kayrckuit u Xupi (1931) oOHapykuiu, 4To B OTIMYHUE OT (DIIyopecueHInn
XJ1 B pacTBOpE, HHTEHCUBHOCTH (DIIyOPECIICHIIMH 3€JIEHOTO JIUCTA HE SBISETCS
NOCTOSIHHOW BEJTMYMHOM NP IIOCTOSIHHOM BO30YKIArOIIEM OCBEIIEHUN U
MOKa3bIBAET XapaKTEpPHbIC MEPEXOIHbIE U3MEHEHUS BO BpeMeHU. Takoe siBlieHue
Ha3BaJIM MHAYKLHUEH uryopecueHu X a, win npocto — 3¢ dexrom Kayrckoro.
X0/ MHAYKIMOHHOM KpUBOH pa3lessitoT Ha ObICTPYIO (pa3y, AIUTENbHOCTHIO
okoJio 1 ¢ u obo3nauaemyto kak OJIP, u MemieHHy10, JUIAIIYIOCS OT CEKYH/bI 10
JIECSATKOB MUHYT U 0003HauaeMyto kak PSMT. U3menenue ypoBHs
(i1yopecueHIMN B TEYEHUE BPEMEHU MOYKHO (PUKCUPOBATH C IOMOIBIO
dyopumerpoB aByx tunos (Stirbet, 2014). B nepBoM UCTIONB3yeTCs IPUHIIATT
BO30YXKAeHUS (PIIyOpPECIIEHIIMM CBETOM OJHOM JJIMHBI BOJHBI, 4 €€ U3MEPEHHE
MPOUCXOANT B IPYrOM AHana3oHe cuekTpa. Bo BTopom tume ¢iryopumMeTpos
UCITIOJIb3YETCS PUHLIUII UMITYJIbCHOTO MOJIYJIMPOBaHUs, KOI/1a B KAYECTBE
U3MEPSEMOT0 U3ITYy4EHHUS UCIIOJIb3YETCSI UMITYJIbCHBIN CBET HU3KOU
WHTEHCUBHOCTU. BO3HMKaroIas B pe3ybTaTe BCIBIILKN U3MEPSIOIIETO CBETa
pasHuIa B cUrHajie (hIyopecleHInN YCUIUBACTCS CTIeHUaIbHbIM CEIEKTUBHBIM
ycunureneM. CoBpeMeHHbIN Moaynupytoumi ¢payopumetp (IIAM) umeer uetsipe
UCTOYHMKA cBeTa. [ u3mepenus ypoBHs QuryopecieHmu ¢ nomoibio [IAMa
UCITIOJIB3YETCS CIIEAYIONIasi OY€PEAHOCTD BKIKOYEHUS-BBIKIIFOUEHUS CBETA.
Bxniroyator uctounuk uzamepurenasHoro ceeta (ML), B pesynbrare yero
(dayopecleHIUs JOCTUTAET 3HaYeHus Fo, MpHU 3TOM BCE pEaKIMOHHBIE LIEHTPHI
OCTAIOTCSl KOTKPBITBIMIWY. 3aT€M MPUMEHSIOT BCIBIIIKY HACHIIIAIOIIETO CBETA,
KOTOpasi BoccTaHaBIuBaeT Qa caifTel Bcex komiuiekcoB @C2 u ¢uryopeciieHus
JOCTUTAeT MaKCUMaJIbHOTO ypoBHs Fm (PLL ®@C2 «3akpsIThl»). [10 pazHuie mexny
ypoBHSIMH (ryopectieHInu Fo u Fryy o1leHuBaOT MOTEHIIUATIBHYIO 3G (PEKTUBHOCTH
doToxumuu @C2 B afanTUPOBAaHHOM K TEMHOTE cOCTOSsIHUM. [locne Toro kak
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dayopecieHIs peakCUpyeT 10 YpoBHS Fo (3a c4eT OTTOKa AJIEKTPOHOB 0T QaA'K
MyJTy TJIACTOXMHOHOB) BKIIFOYAIOT JelCcTBYrOIUM cBeT (AL), KOTOpBIN BBI3BIBACT
W3MEHEHUS BbIXoja ¢uryopectueHnun. CHIKEHUE YPOBHS (DITyOpPECIICHITUN
Ha3bIBaOT TylieHueM ¢uryopecuenimu (Kopuees, 2002 u ccbuiku B Hem). Ha

pUCYHKe 7 TOKa3aHa THIIMYHAs MHIyKImoHHas kpuBas (Ruban, 2016).

Fm A

NPQ = (Fm-Fm')/Fm’ Iq'
p S

Fluorescence

y *
T pulses lFo
pulse  actinic light actinic light ¥ 1 min
on off -
Time

Pucynox 7. Tunuunas UHIYKIIMOHHAS KpUBas (PIIyOpeClCHIINH XJI0opoduilia
a JucTa.

1.5.2. Tumns! Tymenus ¢ayopecuenunu xyuopodpumia a. Hepotoxummueckoe

TymeHue QiyopecieHuu xjaopoduia a

VYpoBeHb (1yopeclieHIIMN 3aBUCHUT OT LIEJIOTr0 Psifia pa3InyHbIX MPOLIECCOB,
aKTHUBALMS KOTOPBIX IIPH aIANTALMH K CBETY NPUBOAUT K CHUKEHUIO YPOBHS
bayopecueniuu Xi (T.€. TymeHuo ¢hayopecueHiun). PaznuuaroT aBa Tuma
TYLIEHHS PIIyOpeCLEHIINN — (POTOXUMHUECKOE U HE(HOTOXUMHUYECKOE.

B ocHoBe poToxumuueckoro TymeHus: GiryopecueHInu X1 JIEKUT TOT
(baKT, 4TO B 3aBUCUMOCTHU OT OKHCIUTEIbHO-BOCCTAHOBUTEILHOTO COCTOSIHUS
nepBuyHoro akientopa @C2 (Qa) ypoBeHs iryopectienninn komruiekcop GC2

MOJKCT OTJIMYATBCA B HCCKOJIBKO pa3 — YBCIMYNBATLCA IIPU BOCCTAHOBJICHUU QA )41
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YMEHBIIATHCS MIPU €r0 OKUCICHUH. B yCI0BUSX MOCTOSHHOTO JACHCTBYIOIIETO
CBeTa JIMIb 4acTh Qa HAXOIUTCSA B BOCCTAHOBIIEHHOM COCTOSIHUU. B pesynbrare
I0/TaY1 BCITBITIIKY HACKIIIAIOIIETO CBETA BCE IIEHTPHI Qa MEpEeXoIsiT B
BOCCTaHOBJICHHOE COCTOSIHHE U YPOBEHb (MIIYOPECIICHIINH YBETUIUBaeTcs oT Fs 10
Fm'. [locie BBIKIIIOUEHHS IEMCTBYIONIETO CBETa EHTPhl QA MOIHOCTHIO
OKUCJISIIOTCS U YPOBEHb (piryopectieHnu cHukaercs 10 Fo'. MoXHO O1leHUTh
noit0 komruiekcoB @C2 ¢ okucieHHbIM Qa B MOMEHT JI0 MOJ[a4M BCTIBIIIKH,
paccuntaB kK03 ureHT Goroxumudeckoro tymeHus (qP). QP=(Fn'-Fs)/(Fmn'-Fo').
Bennuuna qp otpaxkaeT cTeneHb okuciaeHHocTu myna Qa. Benmmuuna P 3aBucut
KaK OT MPUTOKA AJIEKTPOHOB K Qa, TaK M OT MX OTTOKA Ha MyJ MJIACTOXHUHOHA.
Nurunouposanue peakuuid, notpedmsomux AT® u HAJI®H, 3amennser
okucieHne KoMnoHeHToB @I TI] 1, COOTBETCTBEHHO, OTTOK 3JIEKTPOHOB OT QAa.
Bennunna GOTOXUMHUYECKOTO TYIICHHS] KOHTPOJIHPYETCS PEUMYITICCTBEHHO
MeTabonu3mMoM yriaepoaa — nukioM KaiasBuHa. Poib Ipyrux mporeccoB MOXKeET
OBITH CYIIECTBEHHOM NP CTpeccoBoM nHTHOMpoBanun (pukcaiuu CO,, B Havaie
nepexoia OT TEMHOTBI K CBETY, Ha paHHMX dTanax pa3sutus jucta (Kopuees, 2002
Y CCBUIKH B HEM).

Hedotoxumuueckoe Tymenue dayopecueHiuu. s Toro 4to0bl n30eKaTh
MOBPEXKICHUS PEAKIIMOHHBIX IIEHTPOB CBETOM, HHTCHCHBHOCTH KOTOPOTO
MIPEBBINIAECT BO3MOYKHOCTH JIEKTPOHHOTO TPAHCIIOPTA, PACTECHUS BEIHYKICHBI
YaCTUYHO AUCCUIUPOBATH SHEPTHIO MOTJIOIIEHHBIX KBAHTOB CBETA B BUJIE TEILIA.
YBenuueHue TeTI0BON AUCCUTIAIIMN B CBOIO OYEePEb CIIOCOOCTBYET TYIICHUIO
bayopecteHiuu X Kak KOHKYPEHTHOTO mporiecca. JJis olleHKH cTerneHu
HEe()OTOXUMHUUYECKOTO TYIIEHUS OBbLIIU MPEJIJIOKEHBI CIEIYIOIIUE TTapaMeTPHhI.

gN=(Fm-Fn")/(Fm-Fo') — ko3 duitneHT HeOTOXUMHUUECKOTO TYIICHHSI
bayopecueHIuu,

NPQ = (Fn-Fn')/Fn' — HedoToxumuueckoe Tyiienue o Llrepay-donmepy

(Gilmore et al., 1991).
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HC(l)OTOXI/IMH‘IGCKOG TYHICHUC 3aBUCUT OT pAda ITPpOUCCCOB, IIOTOMY qN
COCTOHUT N3 HCCKOJIBKHUX COCTaBJIAIOIINX, HA3BIBACMBIX KOMIIOHCHTAMH

HedoToxumuueckoro TymeHus guryopecternun (Kopaees, 2002 1 CCBIIKH B HEM).

1.5.2.1. DHeprozaBHUCHUMbIN KOMIOHEHT HEPOTOXUMUYECKOTO TYIICHHUS

dbayopecieHIuu xjaopodusia a

OcHOBHOH BKJIaJ B HE(POTOXUMUUECKOE TYIIEHUE BHOCUT YHEPTO3aBUCUMBII
KOMITOHEHT, KOTOPBI aKTUBUPYETCS IPH BOZHUKHOBEHUU IPOTOHHOTO TPaIUEHTA
ApH udepe3 Tunakounnyro meMmopany (Wraight and Crofts, 1970). beictpas daza
pa3BUTHs HE(POTOXUMHUIECKOTO TYIICHUS — B T€UeHHE 1-2 MUHYT — 0003HAUaeTCS
kak (E. E cBs3biBaroT ¢ akTuBarnuei PsbS 6enka (Li et al., 2000; Horton et al.,
2000). ITpu BBICOKOI MHTEHCUBHOCTH CBETA JAPYyTasi COCTABISIONIAST
HHEPro3aBUCUMOro TyeHus ((Z) pazBuBaercsa MeieHHee, B reuenue 10-30

MUHYT, YTO KOPPEIUPYET C AKTUBALIMEW BUOJAKCAHTHHOBOIO ukia. (Yamamoto,

1979; Nilkens et.al., 2010).
PsbS Genox

PsbS 6emok nMeeT BakHOE 3HAYCHHUE JIJIS 3AIUTHI PACTCHUN TIPU BBICOKOM
HHTEHCUBHOCTHU cBeTa. B pabote (Koziol et al., 2007) npeanonokeHo, 4To B X0e
sBomtoru PShS 6enok, otHocsmmiics k cemeiictBy CCK, nosiBUIICS] BTOPBIM
nocsie CP29. HecMoTpst Ha 00mMpHBIE HCCIIeIOBAaHUSI KOHKPETHBIN MEXaHU3M U
nokanm3arnms PShS octaroTcst Hen3BecTHBIMU. Y POBEHB IKCIIPECCUU ITOTO OeIIKa
sBJIsIeTCs onpenensonmM paktopom st pazsutust E (Li et al., 2002). Tonroe
BpEMs BBIJICISUIN J1Ba KOMIIOHEHTA HE(OTOXUMUYECKOTO TYIICHHUS
(ITyopecIieHITNH: OJMH HANPSAMYIO 3aBUCUT OT PSS Oerka u poTOHHOTO
rpajiieHTa, a BTOPOH 3aBUCHT OT CBSI3bIBaHMS 3eakcaHTHHA ¢ Lhch Genkamu u He

3aBHCHT OT TpaHc-ThiiakouHoro rpaguenTa pH (Dall'Osto et al., 2005). Takxke
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[pcarojaraliocChb, 4To PsbS 6emok nmeet JBa canra IMPOTOHUPOBAHUSA U IBA camrta

CBJi3bIBAHUA C IIMTMCHTAaMU, T.C. OCJIOK MOKET IMPOCTPAHCTBCHHO cOIMKaTh ABC

MoJIeKyI bl XJI, 0JIHA U3 KOTOPBIX Mepeaaet snepruto Apyroi (Horton et al., 2005).

CymecTBoBaio U 00paTHoe MHEHHUE, uTo PSDS He cBsa3piBaeT Hu Xi1, HU
kapotuHou bl (Dominici et al., 2002); mo3:xe 3To ObLIO MOATBEPKIAESHO C

nomoIeio onoxumuaeckoro ananusa (Bonente et al., 2008). HemaBHo Obuia

npeJICTaBlIcHa KpUCTAIUYecKas CTpykTypa PShS Genka mmuHara ¢ paspenieHueM

2,35 A, koTopas 103BOJIAET CIeIaTh BEIBOJ O TOM, YTO JAHHBII OEIOK He SBJIAeTCS

«KaAaHOHHNYCCKHUM)» IMUIMCHT-CBA3bIBAIOIIINM OCJIKOM M MO’KET MEHSITh CBOIO

KoH(popmaruto B orcyrcTBue nurmentos (Fan et al., 2015). PsbS 6enok sBasiercs

22 x/la romoguMepoM, UMEIOIIMM JABa rIyTaMUHOBBIX ocTaTka Glu69 u Glul73 Ha

JIOMUHANBHON CTOpOHE THiIakouaHOU MemOpansl (Puc. 8). IIpu neitrpansubix pH

ATH OCTATKHU OCTAIOTCS B HEMPOTOHUPOBAHHOM (hopMe, a Mmocienyronee
IPOTOHUPOBAHKE MPH HU3KOM pH criocoOCcTByeT akTUBAIMK BCEro OenKa.

AxkTuBHpOBaHHBIN AuMep PsbS MokeT HemocpencTBEHHO B3aUMOIEHCTBOBATS C

cocennumu Oenkamu CCK2, ciocoOcTBYs MX KOH(OPMAIIMOHHBIM U3MEHEHUSIM U

BbI3bIBas TymieHue B npeaenax CCK2 (Ruban, 2016).

Pucynok 8. CTpykTypa u pacnojoxeHne B THIaKOUIHONH MeMOpane PSbS

oenka (Fan et al., 2015).
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Bo3MosxHo, uto PShS Genok, BbI3bIBast N3MEHEHHSI B TUIIAKOUTHOM
MeMOpaHe, MPUBOIUT K YBEIIMUCHUIO €€ TEeKYyUeCTH, KoTopas obJjierdaer
peopranu3anuio MakpocTpyKTypsl @C2 B yCIOBHIX CHIIBHON OCBEIIEHHOCTH
(Goral et al., 2012). OcoOblit HHTEpEC BHI3BIBAIOT PaOOTHI, CBSI3aHHBIC C H3yYCHHEM
BiMstHUS PSDS Oenka Ha TpaHaIbHOCTh THIIAKOUIHON MeMOpaHbl. M30mupoBaHHbIC
¢dparMeHTH MeMOpaH U3 MyTaHTHBIX pacTeHuil A. thaliana 6e3 PsbS 6enka
coziepkanu yBeianueHHoe yucio O@C2, pacnoiaoKeHHbBIX B MOTYKPUCTALTUIECKUX
MacCHBaX — HUKaKUX MOJOOHBIX CTPYKTYpP HE OBLIO B PACTEHUSX C
cBepakcipeccupyeMbiM PsbS 6enkom (Kereiche et al., 2010). Kpowme toro,
TpeOyroTcs Gosee BRICOKHE KOHIIEHTpanuy KatTnoHoB Mg?* nist popmupoBanus
npaBuiIbHOM MakpocTpykTypbl ®C2-CCK2 u ykiiagku rpad B paCTeHHUSIX, HE
umeromux PsbS (Kiss et al., 2008). OgHako, HECMOTPS Ha BIUSHHE 3TOro OejKa Ha
oprannsanuio @C2, ero TOYHOE MECTONOJIOKEHNE HEUZBECTHO.

OTHOCHUTENTHFHO MeCTOHaXOXIeHus1 PSS Genka ObLIO BBICKA3aHO
IPEINOJIOKEHNE O TOM, YTO B TEMHOTE OH CBsA3bIBaeTcs ¢ Heckonbkumu LHCb
OesikamMu, MPEUMYIIECTBEHHO — ¢ iepudepuueckum M-tpumepom CCK2 B
cynepkomiuiekcax ®C2 (Puc. 9) (Gerotto et al., 2015). B pabdore (Correa-Galvis et
al., 2016) noka3aHo, YTO y BBICIIHMX pacTeHUI B TeMHOTE PsbS nmokanusyercs
BOKpYT cynepkomiiekca @C2, a mpu akTUBallUK HEPOTOXUMHUYECKOTO TYIIICHUS
PsbS naunnaer B3anmopeiictBoBath ¢ pasnuuabiMu komnonenTamu CCK2. Takum
00pa3oM, BeCbMa BEpOSITHO, YTO CAUT HE(POTOXUMHUUECKOTO TYIIEHUS MOXKET ObITh

PacIiOJIOKEH Ha TpUMEpE, a He Ha MOHOMEpHBIX Oenkax CCK2.
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Pucynok 9. Ctpykrypa komnonenToB anteHHsl ®C2. S-cunbno, M-cpenne,
L-cnabocBs3aHHbIE C KOPOBBIM KOMIUIEKCOM TPUMEPHI, KOTOPBIE SBIISIOTCS
MakopHbeIMU Oenkamu CCK2. CP24, CP26 u 29 — MmuHOpHBIE 0€JIKM MOHOMEPHBIX
koMmIuiekcoB anTeHHbl @C2. KpacHbIM BETOM MOKa3aH KOPOBbIM KoMIuieke PC2.
[TyHKTHPHOH CTPENIKOM yKa3zaHO mpe/roaracMoe MecTonaxoxaenue PsbS Genka
B aJIaITUPOBAHHOM K TEMHOTE COCTOSIHUH.

BuojakCaHTHHOBBIN ITUKJT

BuosiakcaHTUHOBBIN [TUKJT BKJIIOYAET B CE0s1 B3AMMHBIN IIepeXo/1
BHUOJIAKCAaHTHHA U 3€aKCAaHTHHA Yepe3 MPOMEKYTOUHOE 00pa3oBaHue
anTepokcanTuna (Yamamoto, 1979). Otu nByxcTyrneH4daTbie peakiuu
KaTaJIM3UPYIOTCA IBYMs (DepMEHTaMU, KOTOPHIE PACIIONIararoTcs C pa3HbIX CTOPOH
TUJIAKOMTHOM MEMOPaHbI: IIOMUHAJIBHONW BHOJIAKCAHTHH-Ie3Mokcuaazon (BJ19) u
CTPOMAaJIbHOM 3€aKCAaHTHUH-3MOKCUAAa301M. AKTUBHOCTH B/ID perymupyercs
n3meHenuem pH momena (Hager, 1969), u 115 ocyImecTBiIeHHs AeMOKCH AN
TpebyeTcst ackopOaT B kauecTBe kodakropa (Yamamoto et al., 1971). BJID
o0JiajaeT 1ByMs JIOMEHaMU, KOTOpble 0003HAYaIOTCS KaK IUCTEUH- U TJIyTaMart-
oboramennsie fomensl (Hieber et al., 2002). [Tpu monkuciaennn momeHa
MIPOUCXOSIT KOH(POPMAIIMOHHBIC H3MEHEHHUS B CTPYKType (hepMEHTa C €To

MOCJeAYIONIEH aKTUBALMEN U MPUCOCAMHEHUEM K TUIaKouIHOM MemOpane (Puc.
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10). Takoit addexT ObUT MOATBEPKICH HA KpUcTauiax (epMeHTa, BhIPAIICHHBIX
npH KKCIbIX U HerTpanbHbix pH (Arnoux et al., 2009). Ha ocuose
KPUCTAUIMYECKON CTPYKTYPhI IPEANOJIOKMIH, 4TO B/[D B aKTUBHOM COCTOSIHUM
aBisieTcst iuMepoM. Ha kaxaoM MoHOMEpe UISHTU(DUIIMPOBAH CANT CBA3BIBAHUS
Juts ackopOara (Saga et al., 2010). [To kakiMM KMEHHO AMHHOKHCIOTHBIM OCTaTKaM
MIPOUCXOJIUT MPOTOHUPOBaHUE U akTuBanus B3 1o cux He siCHO.
[Mpennonaraercs, uro Asp98, Aspll7, Asp206 u His168 Moryt yuacTBOBaTh B

nepBUYHOM akTHBarmu Gepmenta (Fufezan et al., 2012).

The Violaxanthin Cycle

Lumen Thylakoid membrane Stroma
De-epoxidation fi oH Epoxidation
VDE HO violaxanthin ZE

pH < 5.8 | OH pH 7.5
HO’Ej: i 0,, NADPH

ascorbate antheraxanthin
l FAD, ferredoxin
OH

high light B Low light

zeaxanthin

Pucynok 10. Cxema peakimii BHOJJAKCAaHTHHOBOTO IuKIIa (Jahns et al.,
2014).

OO0pa3oBaHue 3¢aKCaHTHUHA U3 BUOJAKCAHTHHA 3aHUMaeT npumepHo 10-30
MUHYT B ycrnoBusx Haceimaromiero ceeta (Nilkens et al., 2010). B remuote u npu
HU3KOW MHTCHCHMBHOCTH CBETA «TYIIUTENIb» He oOpasyetcs (Bouvier et al., 1996).
I[Mporiecc smokcuaanuu 3eakcaHTrHa B 5-10 pa3 MejIeHHEe, YeM ero o0pa3oBaHue
(Hartel et al., 1996). CornacHo COBpeMEHHBIM MPEACTABICHUSM,
BHOJIAKCAHTHHOBBIN IIMKJI UTPAET OJHY U3 BEAYIIHUX PoJicii B (POTO3AIMTHBIX
MEXaHU3Max BbICIIMX pacTeHui. [IpeamnonararoT, 4T0 OCHOBHON POJIBIO

3CaKCaHTHHaA ABJIICTCA ACAKTHBaAILIUA B036Y)KIIGHHOFO CHHTJICTHOTI'O XJIOpO(bI/IJIJ'Ia
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(!Chl*) (Havaux and Niyogi, 1999; Miiller et al., 2001), TylueHHEe TPUILIIETHOTO
3Chl* 0
xJyiopoduia ( ) uepe3 00pa3oBaHUE TPUILJIETHOTO COCTOSHUSL KAPOTUHOUIOB
(3Car*), uro nosBonsgeT u3bexars 06PA30BaHUSA CHHITIETHOTO KMCIOPOIA
(Dall’Osto et al., 2012). Taxxe 3eakCaHTHUH MOCJIE €r0 OTX0/a OT CaiTa
cBs3piBaHus ¢ CCK2 B munuanyto pa3zy MeMOpaHbl MOKET JEHCTBOBATH KaK
AHTUOKCHUJIAHT, MPEOTBpaIlias MepeKucHOe oKkucaeHue unuaoB (Johnson et al.,
2007). Bech myn kcaHTOGUILIOB TPeOyETCs ISl ONTUMU3AIMN KHHETUKH

HedoTtoxummuueckoro Tymenus (Johnson et al., 2008).

1.5.2.2. ®otouHrHOUpOBaHUE

DOTOMHTHONPOBAHKE TTEPBOHAYAIIEHO OMPEEISUIOCH KaK «JIECTPYKITUS
(OTOCHHTETHYECKOTO aImapaTa CHIbHBIM CBeTOM». DOTOMHTHOUPOBAHUTO
noasepkeHbl kKak @C2, tak u @C1. [Ipu 3tom OC2 HGosee 4yBCTBUTENIBHA K
(OTOMHTHMOMPOBAHMIO TIPH JIFOOBIX M30BITOUYHBIX YCIOBHIX OCBEIIEHUS BO BCEX
dboTocuHaTe3Upyromux opranuzMax, a ®C1 moBpexmaaeTcsi B OCHOBHOM IIPH
X0JIOIOBOM CTpecce B TeruionmroonBeix pacTeHusx (Tikkanen et al., 2014.).
OcHOBHO MuIIeHbIO (HOTOMHTMOUpPOBaHUS siBJsieTcss D1 Oenok, HO JUIUTeNbHOE
CTPECCOBOE BO3JICHCTBUE MOXKET MPUBECTH K JIETPAJAANH TOTIOJTHATEIHLHBIX
oenkoB @C2 (Keren and Krieger-Liszkay, 2011). Iy Toro, 4T006I IPOTHBOCTOSTH
Pa3pyIICHHUIO U COXPAHUTH (POTOCUHTETUYECKYIO aKTUBHOCTh, TOBPEKICHHBIM
6emox D1 momkeH ObICTpO AeTpaarpoBaTh, 3aHOBO CHHTE3UPOBATHCS U
WHTETPUPOBATHCS B PEAKIIMOHHBIN 1IeHTp. Takoi mpoiiecc Ha3biBaeTcst 00opoT D1
Oenka. B ctpoMe ocyuiecTBisieTcs: penapaiMoHHbIN IpoLece, BKIOYAIOIINA B
ce0st eIl psii GepMEHTATUBHBIX PEAKITUH, C TTOMOIIBIO KOTOPHIX 3aMEHSETCS
MOBPEXIEHHBIN 0esoK. OCyIeCcTBIEHHE TAKOTro MpoIiecca CTEPUIYECKU
3aTpyIHEHO u3-3a Toro, yto @C2 pacrnonaraercsi B CThIKOBaHHBIX I'paHax
(Kirchhoff, 2014). ®ochopunuposanne CCK2 u PL] ®C2 kunazoit STN3

MO3BOJISICT PACCTHIKOBAThH IPaHbl U 00serdynTh penaparuio D1 (Vainonen et al.,
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2005). beuio obHapysxeHo, 4yto 06opot D1 npoucxoaut npu HU3KOU
OCBEIIEHHOCTH, @ €r0 CKOPOCTH MOJIOKHUTEIBHO KOPPEIUPYET C HHTEHCUBHOCTHIO
ceera (Jansen et al., 1999). Penapanus D1 moxert 3anuMars okosio 30 MUHYT,
M03TOMY (POTOMHTUOMPOBAHUE SBIISIETCS] CAMBIM MEJIJIEHHBIM KOMIIOHEHTOM
Hedoroxumuueckoro tymenus (gl) (Nilkens et al., 2010). XoTs B KJ1acCH4ECKOM
NMOHUMaHuH, GOTOMHTHOMPOBAaHUE BIIeUET 3a co00i pazpyienue ®C2, HOBbIE

T'UIIOTC3bI O POJH JAaHHOI'O IIponcccCa IPCAIIoJararoT aaallTUBHYIO POJIb 3TOT'O

spnenus (Raven, 2011; Adams et al., 2013).

1.5.2.3. State transitions

State transitions (qT) — 3To mporecc, KOTOPBIN YpaBHOBEIIUBACT
pacnpeiesieHue YHEpruu Bo30YKICHUSI MEXKY IByMs (POTOCUCTEMAMH C
nomortibio ooparumoit murpammu TpuMmepoB CCK2 ot ®C2 k @C1. Dta Murpanus
3aBucut ot pochopmmpoanus CCK2, ocymiecTBaseMoro OKuCIuTEIbHO-
BOCCTaHOBHTEJIBHBIMHU TIpeBpaleHusiMu cepur/TpeonnH kunazel STN7 (Bellafiore
et al., 2005). Kunaza akTuBupyeTcs, Korja Iy INIACTOXHHOHA CTAHOBUTCS
IIEPEBOCCTAHOBIIEHHBIM. B cocTosiHuu 1 (ys1 miIacTOXMHOHA OKUCIIEH) KOMIUIEKCHI
CCK2 ne dpochopunupoansl u cBs3anbl ¢ DC2. [Tocne GochopunrpoBanus
yactb CCK2 murpupyer B 1aMelsipHyto 00JacTh TUIAKOUIHOM MEMOPaHbI U
npucoeaunsercs k anteHHe @C1, uro npuBoaUT K cocTosiHUIO 2. TakuM 00pazom,
nepexo1 OT cocTosiHusA | B cocTtosiHue 2 yBenuuuBaet pasmep anteHHsl PCl u
yMeHblIlaeT pa3mep aHTeHHbl OC2, TeM caMbIM SBJISISICH TOHKOM HACTPOUKOU
pacnpeeseHns SHEPrul BO30YKIEHUS MEX 1y IByMsl (POTOCUCTEMBI. 3a cyerT State
transitions anterna ®C1 BBICHINX PACTCHHUI MOXKET OBITh YBeaHueHa 10 25%
(Ruban and Johnson, 2009).

B03MOXHO, 4TO 17151 pa3BUTHsI HEPOTOXUMUYECKOTO TYLLIEHUS Y PACTEHUN B
€CTEeCTBEHHBIX yCI0BUAX TpeOyroTes Toabko ApH, CCK2 u PsbS 6enok; npuyem

MOCJICTHUNA MOKET 00eCIeUnTh camyto ObICTpyto 3amuty PL] mpu durykryanuu
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ceera (Ruban, 2016). Ha pucynke 11 nzo0paskeHa MOEIb, MOKa3bIBAKOIIAS, YTO
MIPOTOHUPOBAHKE U JIEATIOKCUAIUS YCTAHABIMBAIOT PABHOBECUE MEXKIY ABYMS
BHyTpeHHUMU cocTosiHuaMu CCK2. B nanHoM ciyyae, opraHu3aius MeEMOpaHbl
uMmeer pemaroniee 3Hauenue; arperamnus CCK2 u ocnabnenue komruiekca GC2-
CCK2 cTabuiu3upyroT «TyIIaliee) COCTOsIHUE, B TO BpeMs Kak "HopMasbHas"
CBEPXCJIOXKHAs CTPYKTYpa HE CIOCOOCTBYET COCTOSIHMIO TylieHus. [lepexon

MEXKIy STUMHU COCTOSTHHUSIMU BO MHOT'OM 3aBHCHUT 0T PShS Gerka.

LHCHI/PS I
complexes

|

LHCII
; Unquenched
state
- Protonation -

" L J
O I — — H [es]
b _—
4 AR Violaxanthin )

de-epoxidation LHCH

quenched
state

l

LHCII Y
aggregates

Pucynok 11. Mogens coctosinust komruiekcoB @C2-CCK2 npu nericTBuun
cBeTa Bbicokoi nuTeHcuBHoctr (Ruban, 2016).

B mporiecce 3Botonnu copMupoBagach ClokKHas CUCTEMa, IPU3BaHHAS
00ecIeyuTh KaK JUCCUTAINIO U30BITOYHON CBETOBOM SHEPTUH, TTOCTYIIAIOIICH B
MUTMEHTHI (POTOCMHTETUUECKOTO anmnapara, HO B TO e BPEMS IIPU OrPaHUYEHHOM
IIOCTYIUIEHUH STOM S3HEPTUU HE MO3BOJIAIONIAS €1 YUTH B TEILIO0, 4 UCIOJIb30BAThCS
B poroxumuueckoit peakuun. O4eBUIHO, UTO JOJKHA ObLTa OBITH ChOpMUpPOBAHA
Y CHCTEMa KOHTPOJIMPYIOIIAsl MPOLECC TUCCUNIALINA SHEPTUH, TTO1IEPKABAIOILAS
ONTHUMAJIBHBIN B JJAHHBIX YCIOBUAX CPEABI AJI1 JAHHOTO BUJA PACTEHHS YPOBEHD
sTOM nuccunanuu. COBpeMEHHbIE MPEICTABIECHUs 00 3TOM IpoLecce, OMMCAHHbIE

BBIIIE, HEHTPAIBHYIO KOHTPOJIUPYIOLIYIO POJIb OTBOIAT POTOHAM, KOTOPBIE
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B3aUMOJICUCTBYIOT C KOMIIOHEHTAMH CHCTEMBI JUCCUIIALMU dHEpruu. Tak Kak B
XJIOPOIUIACTE U, B OCOOEHHOCTH, B TUJIAKOM/1aX BBISBIIEHO OBLIO HECKOJIBKO
MCTOYHHUKOB KapOOAHTUAPA3HOM aKTUBHOCTH (CM. BBIIIE), & OJTHUM U3 POIYKTOB
KapOOaHTHJIpa3HON peaKUu SIBJISIETCS TPOTOH, TO HEJIb3s UCKIIOYUTh, YTO
KapOOaHTHIpa3bl yYaCTBYIOT B PETYJISILIUU SHEPTO3aBUCUMOI0 TYHIEHUS. DTO
MPEINOJIOKEHNE ObLIIO OJTHUM M3 OCHOBAHUH MOWCKA BIUSHUS UCCIIEOBAHHbBIX

KapOoaHrupa3 Ha MPOIECC JUCCUTIAIIUN IHEPTUHU B JTUCTHSIX.
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I'JIABA 2. OFBEKTHI U METO/Ibl UCCJIEJOBAHUM

2.1. Ycnosus BeipamuBanus pactenuit Arabidopsis thaliana

B pabote ucronb3oBanu pacrenus Arabidopsis thaliana skoruna Columbia
(UT) u pacrenus, HokaytupoBanHbie 1o reny At4g20990, kogupyromemy aKA4
(romo3zurotHbie JuHuK 9-12 u 8-8, momyuennsie u3 auHul SALK 117962 u
SALK 024517C, cooTBeTCTBeHHO); MK 110 reny At2g28210, koaupyromiemy
oKA2 (romo3urotusie nunauu 9-11 u 8-3, nomyuennsie u3 auauit SALK 120400 u
SALK _080341C, cootBeTcTBeHHO). CeMEeHa pacTCHUI JTF00E3HO MPEIOCTABICHBI
Prof. J.V. Moroney, (Louisiana State University, USA). TTociie o6pa3oBanust
YETHIPEX HACTOALINX JUCTHEB uepe3 14-21 neHp pacTeHuss MMKUPOBAIU B TOPLIKH
¢ nouBoi o0beMoM 150 mit. PacTeHus BbIpaliMBaJIv B KJIMMaTHYECKOM Kamepe npu
nocTosHHoM Temmnepatype 18-20°C, ocsemmenun 100 MKMOIIb KBAHTOB/M2C 1
koHneHTparuu CO, 450 ppm. Beuto ycTaHOBIEHO, YTO IS BhIpanuBanus A.
thaliana GosbIre MOIXOAAT IFOMUHECIICHTHBIC JIAMITBI HU3KOTO J1aBiieHus (JIOVY-
30 (30 B1)). st Toro 4ToObl H3MEPUTH YPOBEHB IKCIIPECCUHU TE€HOB JABYX
uccienyembix KA, 3aBucsimii OT OCBEIIEHHOCTH, YaCTh PACTCHUHN JUKOTO THIIA,
BBIpAILIEHHBIX TIPU 80 MKMOJIb KBaHTOB/M?C, Ha 14 mHei Oblja MoMeleHa B
YCJIOBHUS MOBBIICHHON HHTEHCUBHOCTH CBETa - 360 MKMOJIb KBaHTOB/M%C. J[pyras
4acTh paCTEHUM ObLIa OCTABJIEHA B TEX K€ YCIOBUIX BhIpaiiuBaHus. [I[pumenenue
8 4acOBOI'0 CBETONEPHO/A JIJISI BCEX IKCIIEPUMEHTOB MO3BOJUIO MPOIUTh
BEreTaIMI0, YTOOBI MPEJOTBPATUTD MPEKIACBPEMEHHOE [IBETCHUE PACTCHUHN U
YBEJIMYHUTH OMOMACCY JIMCThEB. {7151 SKCIIEpUMEHTOB UCIONBb30BaAIIN 55-65

JAHCBHBIC PACTCHUAI.
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2.2. I/I3Mep€HI/Ie YPOBHA 3KCIIPECCHUU I'CHOB, KOJHUPYIOIIHUX UCCIICAYCMBIC

KapOOaHTUIPa3bI

JIuCThs pacTeHMIA, IPEIBAPUTEIHLHO 3aMOPOKEHHBIC B KHJIKOM a30Te,
TOMOTEHU3HPOBAIIA PACTUPAHUEM CTEPHIIbHBIMU MIECTUKAMU, HE J1aBast JTUCThSIM
otTtasTh. JkcTpakThl PHK BhIZCIsIHM ¢ TOMOIIBI0 Habopa pearenToB Aurum total
RNA Mini Kit, BioRad, USA. Konnientpanuto PHK onpenensum
CHEKTPOPOTOMETPUUECKH TIPH JITTUHE BOJIHBI 260 HM, a 3aTeM MPOBOAMIIN
00paTHYIO TPAHCKPHIIIUIO C TIOMOIIBIO Habopa peareHTOB ISCript Reverse
Transcription Supermix BioRad, USA.

[Tonyyennast Takum o6pazom oguorenoueyHas JJHK u cnenuduueckue
npaiimMepsl k reny At2928210, konupyromemy oKA2 (npsimoit 5°- GGC GGT TCA
CGA TAA TTC AGA CAC A-3’ u oopatnsrii 5'- AAA AAATTA AAT AAA
TAG TAC ACT GTG GTT GTA-3) u npaiimeps! k reny At4g20990,
koqupytomemy aKA4 (psimoit 5'-TCCTCACCAAGCTACTAAATGGAATAAA-
3'u obparssiii 5'-TTGACGACAGTCCAAATGACGC-3"), 6b111 HCTIONB30BaHbBI
npu nposenenuu 1P B o0sraHOM perxrme Ha npudope Eppendorf Master cycler
ep gradient u konmuecTBennoi [P (xI1L[P) na mpuGope iQ5 BioRad ¢
peaktuBamu Evrogen, Poccust.

[Tocne npoeaenus I1LP B 00buHOM pexxuMe coaepxanue npoayktos I[P
OLIEHHBAJIH C MTOMOIIBIO AneKkTpodopesa B 1% arapo3HOM rese ¢ UCMoIb30BaHuEM
89 MM Tpuc-6opatnoro 6ydepa, conepxaniiero 20 MM DJITA u 6poMucThIit
stuanil s Busyanuzauuu JJHK u yaeTpaduoneroBom ceere. B kauectse
MeT4YuKOB ucmonb3oBain 2-Log DNA Ladder, New England Biolabs (100-3000
n.o.).

KIILIP mpoBouiau B Tpex OMOJOTMYECKHUX U ABYX CTATUCTUUECKUX
MOBTOPHOCTSIX, UCTIOJB3YS JIUCThS] PACTEHUM TPEX MOBTOPHOCTEN BhIpaliuBaHus. B
KaueCTBE MOJOKUTEILHOTO KOHTPOJISI UCIOJIB30BAIM MTpaiiMephl K TeHy akTUHa 7
At5g09810 (mpsmoit 5°-GAAGGCTGGTTTTGCTGGTGAT- 3’ u 06paTHbIii 5°-
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CCATGTCATCCCAGTTACTTACAATACC -3°). YpoBeHb IKCITPECCUU TEHOB
BBIYHCIISUIN TIO (popMyIIe:

2-(Ct obpazua-Ct koHTpOIIA)

riae, Ct— noporossriit nuk: [P, mpu KOTOpOM MPOUCXOAUT PETUCTPALIUS

npubopoM curHana diyopecreniiuu kpacutens SYBR Green.

2.3. Ormpepenenne coaepkanus Kpaxmasa B JIUCTe

Hagecky nuctbeB (100 Mr) pacTupainu B CTyIKe co cTekiioMm. K
MOJIy4eHHOMY TOMOTeHaTy no6asisia 1,5 M 96% sTaHosa v mepeHOCHIIN B
npoOupKku. DKCTpakT ocaxkaanu npu 5000 06/MuH B Te4eHUE 5 MUHYT Ha
nenTpudyre miniSpin. Ocanok emé aBaxkabl mpoMbiBaiu 1,5 mi 80% 3taHoia u
HEeHTPUYTUPOBAIH B TOM Ke pekume. KpaxMaabHbI 0CcajoK BBICYITUBAIN TIPH
KOMHATHOM TemIneparype, coaoounnsnpoanu B 400 MK TUCTUIUTMPOBAHHON
BOJIbI M UHKYOMpoBanu B TedeHune 30 MunyT B Tepmoctate « Tepmut» pu 99°C,
3areMm neHTpudyruposanu. [Ipoby cynepHaTtanTa, ¢ mepenienuM B paCTBOPEHHOE
COCTOsIHUE Kpaxmaiom, nobasisuu k 1,5 mi 0,12% pactBopa Kl u uzmepsiiu Ha
ciekrpodoTtometpe (Hitachi 557, SAnonust) nornomenue mpu 620 am. J{ist
OTIpeJICICHNS] KOHIIEHTPAIMK KpaxMalia B UCCIIeAyeMOM MpoOe UCTIOIb30BalIN

KaJTMOPOBOYHYIO KPHBYIO ¢ KOMMEpUeCKHM Ipernapatom kpaxmaia (Kaplan et al.,
2012).

2.4. TlpoBeneHue 3JIEKTPOHHOW MUKPOCKOIIUU

Kycouku nuctbeB GpukcupoBanu B 2% riyTapoBoM aipaeruje B pochaTtHom
oydepe (pH 7.,4) ¢ nocrdukcamueit B 1% yverbipexokucu ocmus. JlanpHeimme

IPOIEAYPHI IPOBOIMIIH, Kak onucano B padore (CemeHosa u ap., 2011).
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2.5. Hsmepenue accummsiiuu CO; mucTom

Jns uzmepenusa accummwsinu CO2 HEOTAEIEHHBIM JINCTOM MPUMEH SN
uH(paxpacHblil ra3oBeiil ananuzatop: GFS-3000, koTopslit paboTaeT B cUCTEME C
DUAL-PAM-100, u undpaxpacusiii razoananuszarop LCPro* ¢upmer ADC
BioScientific Ltd. (BenukoOpuranus). Mi3mepeHus mpoBOAMIN B TIOTOKE BO3yXa C
koHueHTparuen CO, 700ppm npu ocBelEeHNH CBETOM MHTEHCUBHOCTHIO 460

MKMOJIb KBaHTOB/MZC B T€UYCHUE 7 MUHYVT.

2.6. Usmepenue dayopecueHIuy Xaopoduiia a JMCTbeB

2.6.1. Tlpumenenue [IAM-dnyopumeTpun A u3MepeHus GryopecieHIINH

xJopodriia @ TUCTHEB

Jlig u3mepenus GpuryopecueHIH XI0poduiuia a eaoro JucTa NpUMEHsIIN
dbayopumerp Mini-PAM (Walz, I'epmanus). [lepen usmepeHneM JIucT
npeBapUTeNIbHO 3aTeMHsUM B TeueHue 30 munyT. [locie BkioueHus
HU3KOMHTEHCUBHOTO MOAYJIMPOBAHHOTO CBETA, HE BBI3BIBAIOILIEIO AaKTUBALIUIO
OOTLI, perucTpupoBaiy BeIUIHHY BbIXoaa (ayopecieHIu Fo, 3aTemM nomaBaim
BCHBINIKY HACKIIAIOIETO cBeTa (8000 MKMOJIb KBaHTOB/ M2C) AIUTENBHOCTHIO 0,8
C, TIPH 3TOM OIEHUBAIM MaKCHUMAJIbHBIF KBAHTOBBIN BHIXO]I (hIIyOpECIICHIIUU
XJIOpoHILIa @ Ha aJaNTUPOBAHHBIX K TEMHOTE JINCTHSX, KAK COOTHOLLIEHUE
Y =(Fm-Fo)/Fm. ITocae Toro kak ypoBeHb (hiyopecieHIInn yMeHbImaacs a0 Fo,
JIMCThSI OCBEIIAIN OJIbIM CBETOM JaMIibl (piryopuMerpa HHTEHCUBHOCTHIO 100
500 MkMOJIb KBaHTOB/M? ¢, Ha 20, 40 1 60 CeKyHIax I0JaBajIn BCIIBIIKY
Hachllatomiero csera. [lpu stom npoucxoauna peructpauus: 1) a¢p¢dpekTuBHOrO

kBaHTOBOTO BhIxoj1a ®C 2 (YY), XapaKTepu3yoIIero MocTaBKy 3IeKTPOoHOB 0T ®C
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2 B ®OTII mpu mocrostaaoM ocBerenun (Genty, 1989), 2) koaddunmenrta
Hedoroxumuueckoro TymeHus giyopectenuuu N, 3) Benmuuunabsl NPQ,
HEe()OTOXUMHUYECKOTO TYIICHHUS (IyOPECIICHITNH, BRIPAKAIONTYIO TYIICHUE
[tepuna-donpMepa U pacCMaTPUBAEMYIO KaK MPSMO MPOMOPIIMOHATIBLHYIO
koHueHTparuu Tymmrens (Gilmore et al., 1991). B koHIe NATUMHHYTHOTO
nepuo/ia OCBemeHus M Ha 1 u 15 MuHyTax Mocie BHIKIFOYCHHS ICHCTBYIOIETO
CBETa BHOBD I0aBaIM UMITYJIEC HACKIIIAIOIIETO CBETA U PETUCTPUPOBAIU
napameTpbl, yKa3aHHbIE BhIlie. OTHOCUTEIBHBIA YPOBEHb BOCCTAHOBIICHUS
MJIACTOXWHOHA OIIEHUBAJIU TTOCJIEC BHIKIIFOUCHHS JICUCTBYIONIETO cBeTa. [IpoTokosn
HKCIIEPUMEHTA MTOKa3aH Ha pucyHKe 12. BrillieHa3BaHHBIC MOKA3aTENH
BBIYHCIISUTUCH IO (POPMYJIaM:

Y = (F'm—Fo)/Fn'

gN = (Fm-Fn)/(Fm'-Fo")

NPQ = (Fn— F'm)/ F'm

gN1 = (Fmi-F )/ (Fm-Fo')

gN15 = (Fmis-Fm1)/(Fm-Fo')

PQ =1-((F'm — F)/( F'm — Fo"))

rae Fm — MakcuManbHasi BeTudrHa Bbixo1a uryopecieHnnn xjaopoduia a
B aJIalITUPOBAHHBIX K TEMHOTE JIUCTHSIX B OTBET HA BCIIBIIIKY CHUIBHOTO CBETA,

Fs — BBIXOA ()ITyOpEeCICHIINY MPY CTAITMOHAPHOM OCBEIICHHH,

Fm' — MakcuMalnbHas BeIMUMHA BbIX0Ja IIyOPECIICHIIMN B OTBET HA
BCITBITIIKY CHJIBHOTO CBETA B YCJIIOBHSIX OCBEIICHUS,

Fo'— ypoBeHb (hiryopeciieHITny oCIie BRIKIIIOUCHUS IEHCTBYIONIETO CBETa

Fmi and Fris - BemnuuHbBI BBIX01a (hIyOPECIIEHIIMH B OTBET Ha BCIIBIIIKH
HACBHIIAIOIIETO CBETA, MOJaBaBIIMecs yepe3 1 MuH 1 15 MUH nocne npekpareHus

OCBCIICHUA, COOTBECTCTBCHHO
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Pucynok 12. I[IpoTokos MpOBEIEHNS IKCIIEPUMEHTA IT0 U3MEPEHUIO YPOBHS
dyopecuenun xiaopoduia a nucra. CTpeakaMu MOKa3aHO BKIIOYECHUE U
BBIKJIFOYEeHHE cBeTa: ML-n3MepuTenbHblil cBeT, SP-BCIIBIIIKA HACHIILAIOLIETO
cBeta, AL-IeiCTBYIOIINNA CBET.

PesynbraTel nu3mepenus dayopecieHImu xjiopoduiiia a oopadaTsiBaId U
BBIBOJIMJIM Ha KOMITIBIOTEP C IMOMOIILIO ITporpaMMHoro obecneuenus WinControl-
3. IHTeHCHUBHOCTD CBETA, MOJABAEMOT0 Pa3HBIMU UCTOYHUKAMU, U3MEPSIIH B

nuanaszone muH BojH 400-700 HM ¢ momomnisro LI-190SA Quantum Sensor.

2.6.2. Uzmepenue OJIP-kunetuku QuryopecueHnnu xjaopoduiia a

brictpyto a3y unaykiuu dayopectenimu xiaopodpumia @C2 (OJIP) B
npomexytke Bpemenu 0,01-1 ¢ pukcupoBau ¢ moMouplo GayopuMeTpa,
OCHAILIEHHOTO CHHUM CBETOJIMOJIOM U KpeMHUEeBbIM (hoTonuoaom. [lepen
U3MEpEHNEM pacTeHHsI 3aTeMHsUTN B TedeHre 30 MUH. 3aTeM OTACICHHBIN JIUCT
MOMEIIIAJIN B JIEPKATEIh U BKIIIOYAU CIA0bIi M3MEPUTEIHHBINA CBET
MHTEHCUBHOCTBIO 0,25 MKMOJIbL KBAHTOB/M’C M II0JaBalM BCIBIIIKY CHHETO CBETA

WHTEHCUBHOCTHIO 5000 MKMOJIb KBAaHTOB/M2C JUTUTEIBHOCTHIO 1 C.
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Ha ocHoBe nosyueHHbIX U3MEPEHUHN PaCCUNTHIBAIM CIIETYIOIIHNE
napameTphbl:

Sm = (An)/(Fn-Fo) — HopMupoBanHas oOmias ruroia s Haa kpusoit OJIP

ABC/RC = (Mo/V;) (Fv/Fm) - kaxymuiics pasmep aHTeHHbI DC2;

TR0/RC = My/V; — MakCHMyM MOTOK SHEPI'HH, IOTJIOICHHON BceMu PI]
®C2 1 UCToNMB3yEeMBbIH JJISI IEPBUYHOTO PA3CICHUS 3aPsI0B

ET20/RC = (Mo/V;) (1 - V;) - MakCUMaJIbHBIH MOTOK 3JICKTPOHOB,
nepeHeceHHbIX oT oT Qa k Qb B pacuere Ha PL] ®C2;

dre1o = (FW/Fm) (1 — V) - MaKCUMaIbHBIH MOTOK 3JIEKTPOHOB,
MEPEHECEHHBIX K KOHEUHbIM akiienTopam @C1 B pacuere Ha PI] ®C2;

rae Am— IUTONIAb HAJl MHAYKIIMOHHON KPUBOH (hITyOpECIICHITNH,

V; — OTHOCHUTEINIbHBIN ypOBEHb (hiryopeciieHuu B ase J.

V; = (Fane— Fo)/(Fm — Fo);

Mo - HaYaIbHBIN HAKIIOH KPUBOW OTHOCUTEJILHOU BETMYMHBI HHTEHCUBHOCTH
MePEMEHHON (PITyOPECIICHITNH, BBIPAXKAET CKOPOCTh TIEPEHOCA MICKTPOHA Ha
HaYaJIbHOM JTaIe

Mo =4 (Fo,3MC— Fo)/(Fm — Fo)

V|- oTHOCHTEIIbHAS TIepEMEHHast PIIyopecleHIInsI B MOMEHT BpeMeHH 30 mMc

(I dbaza) mocne BrmoueHHs aekicTByromero cBera, Vi = (Fsoue — Fo)/(Fm — Fo)

2.7. W3mepeHue KBaHTOBOT'O BhIXOJa (hOTOCUCTEMBI 1

CBETOMHIYLITUPOBAHHbIE OKUCIUTEIBHO-BOCCTAHOBUTEIBHBIE IPEBPAILICHUS
P700 Ha nienbIx JIMCThIX ObUM U3MepeHsI ¢ momomsio DUAL-PAM-100 (WALZ,
['epmanus). @ukcupoBanu P700- 3aBucumbie U3MEHEHUS TIoTJIoneHus npu 820 HM
otHOocUTENbHO 870 HM. HeoTneneHHslii JINCT, MPEIBAPUTEIIBHO 3aTEMHEHHBIN B
teyeHue 30 MUHYT, HOMEUAJIM B KaMEPY-IIPUILEIKY C IOTOKOM BO3yXa C
koHieHTparmeir CO2 700 ppm. MakcumansHoe nu3menenue curtaia P700 (Pm)
U3MEPSUIU C TIPH MoJavye BCObIIIKK Hackimatoniero ceera (10000 Mmkmoib
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KBAHTOB/M? C) B KOHIIE OCBEIIEHUS JAILHUM KPACHBIM CBETOM. I1ocIie BKIIIOUEHUS
AKTHHUYHOTO OcBelieHus (460 MKMOIIb KBAHTOB/M%C) BCIIBIIIKH HACKHIIIAOLIETO
CBETa MMOJIaBAIM TaKXe, KaK U MIPU U3MEPEHUHU YPOBHS (IIyOpeClCHITUH (CM. TTyHKT
2.6.1). Curnan P700 (P) peructpupoBaiu HEMOCPEACTBEHHO Mepe/] To1auei
BCIIBIIIKY HACBIIIAIOIIETO CBETa, BO BpeMsi KoTopoi curnan P700 nocturan
ypoBHs (Pm').

KBaHTOBBII BBIXO/ pacCUUTHIBAIM 11O (popMyIIe:

Y(1) = (Pu- P)/Pp

2.8. Ormpenenennie coaep:kanust MEPOKCUIa BOAOPO/Ia B IUCTE

JIucThs pacTeHM B3BEIIMBAIIA U 3aMOPAKUBAIH B )KHJIKOM a30Te.
3amoposkeHHbIN JUCT pactupaiu B 0,4 mi 2 M tpuxiiopykcycHo# kucnotsl (TXYVY)
¥ TOMOT€HAT nepeHocn B npoodupku ¢ 3 mut 0,05 M kanuii-ocdarnoro 6ydepa.
B npobupku 1006aBIsuM aKTUBUPOBAHHBINA YTOJIb IS yaalneHus GpeodutrHa u
kapotuHOu10B. [Tocne 1 yaca nnky6aruu mpu 4°C romoreHaT neHTpudyrupoBaiv
rpu 10000 x g B reuenue 10 mun. Cynepnarant tutpoBanu 2 M KOH no pH 7,0.
CopeprxaHue nepokcuaa Bo1opoaa u3Mepsiau B 50 MKII CylIepHATAHTA € TOMOILBIO
npubdopa Lum-101 (Poccus) mo momuHectieHIuu cmecu 5 MKM niepokcuaassl u 50

MM JTIOMHHOJIA.

2.9. Ormpenenenre KOHIICHTPAUA XJI0poduiuia B 00pasie

K 10 Mk ananuzupyemoit mpoOsl (TUIIaKOUAbL, UX (parMeHThbl, TOMOTE€HAT
JTUCThEB) A00aBIsH 1,5 Mt 96% 3TaHONa M U3MEPSIIN ONTUYECKYIO IJIOTHOCTh
IpH AJuHaxX BoJH: 649, 654 u 665 HM. B kaduecTBe KOHTPOIIS KCOB30BAIN 96%
sTanoA. [ onpeenenus KOHIEHTpAuu Xjaopoduiiia a 1 oTHoueHus Xu a / X

b B 00Opasiie ucnoas3zoBanmu Gopmyisl (Winterman and De Mots, 1965):

61



Ca= 13,7XA665-5,76XA649, (MKF/MJI)
Cs= 25,8XA649-7,6XA655, (MKF/MH)
Car6= (25,13x AgsaxV)/I, (Mxr/mn), e |-mmpuna kroBetsl, V-00beM

pacTBOpUTENS

2.10. BrimeneHue TUIAKOUIOB

Pozetku nucTheB nocie cpe3aHusi B3BEUIUBAIIHN, IPOMBIBAIH BOJIOHN U
BBIJICP>KMBAJIM BO BiIaXHOU Kamepe rpu 4°C 15 ynaneHus: kpaxmana. JIncTbs
pacTeHM B3BEUIMBAJIM U TOMOT€HU3UPOBAJIU B CPEJIE BBIIEIEHUS, coaepxKalieit 35
MM K2HPO4, 15 MM NaH;PO4, 5 MM MgSO,, 0,4 M caxaposy, 20 MM ackopbat
Hatpus, 10 MM KHCO3, 2 MM DJITA, noBeaeHHoM 10 cocTtosiHuUs «Slushy
(morpaHUYHOTO COCTOSIHMS Boa/nen). [lomydeHHbIi romoreHat GuibTpoBaIn
yepes 4 ¢J10s HEMJIOHOBOM TKaHM U lieHTpudyruposanu npu 120xg B reuenue 1,5
muHyT. Ocanok oTOpachiBaiy, a cyrepHaTant neHTpudyruposanu npu 3400%g B
TedeHue 6 MUHYT. YTOOBI HAPYIIUTH IIEJIOCTHOCTH 000JIOYKHU XJIOPOILJIACTOB,
0CaJIOK PECYCIIEHIUPOBAIH B cpefie IoKupoBanus (pazbasnennas B 10 pa3 cpena
BBIJICTICHUS ) U OCAXKIAIM IPH TeX Ke ycioBusax. Ocagok pecycreHIMpoBaiu B
cpene pecycnenaupoBanus, coaepxaiieit 35 MM KoHPO,4, 15 MM NaH2PO4, 5 MM
MgSQO,, 0,4 M caxaposy, 2 MM ackop6Oat Hatpusi, | MM KHCO3, 0,5 MM DITA
HaTpus. OcaioK THIAKOUIOB TPHKIbl OTMBIBAII CPEJON peCyCIICHANPOBAHUS,
9TOOBI YAQIUTh CTPOMANIbHBIC KapOOAHTUIpa3bl. 3aTeM MOJIYICHHBINH 0CA/IOK,
coAep Kaluid THIAKOUIbl, pecycrieHaupoBanu B cpeae ¢ 10% riouuepuHom,
3aMOpakUBaIU U XpaHwin rnpu -80°C uiIM UCTIOIB30BAIU JIJIs1 BBIJEICHUS

MemOpaH, oboramieHHbIx PC1 unu OC2.

2.11. Beigenenue TunakouaHbIX MeMOpaH, odorameHHbIX @C1 i OC2
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Tunakounapl pecycreHIupoBalid U MHKYOUpoBalid B TedeHue 30 MUHYT ¢
nereprenToM Tputon X-100 B3ITOM B KOJTUYECTBE PABHOM COECP>KAHUIO
xjiopoduiiia B cycnieH3uu. Pa3pbixieHHbIe TUIAKOU bl ocaxaanu mpu 12000xg B
teueHue 20 MUHYT U peCyCIIEHIMPOBAJIN OCAJIOK B cpelie, coaeprkaiieit: 50 MM
MES-NaOH, 35 mM NaCl, 5 MM MgCl,, 0,4 M caxapo3y, 20 MM ackopbaT
Hatpus, 10 MM KHCO3, u coequHeHns, 3auiuiaronme 0eJIKu OT TeHCTBUS
npoteas: 5 MM DITA natpus, | MM o-aMUHOKAnmpoHOBYIO KUCIOTY, | MM
oenzamuaun u 1 MM PMSF. Tlonyuennyto cycnen3uto nakyouposanu mpu 0°C B
teuenue 30 MuHyT ¢ goaenmi-B-D-manbrozumom (JIM) npu cooTHOIEHUN
koHuentpamuit JIM/Xun = 4,3. MemOpansl, oboramenasie @C2 ocaxxaany npu
32000xg B Teuenue 40 munyt. M3 cynepHaTaHTa ocaxaaiud MeMOpaHsbl,
oboramennsie ®C1 mpu 175000%g B Teyenue 2 yacoB. Ocagku MeMOpaH
OJIHOKPATHO OTMBIBAJIA B TOM K€ CPENC U OCAKAAIHN B TOM ke pexume. DC2- u
®C1- memOpansl, ¢ 106aBieHHBIM 20% IITUUEPUHOM, 3aMOPAXKUBAIHU B KUIKOM

azote 1 xpanuwi rnpu -80°C.

2.12. W3mepenue kapOboaHTUIPA3HONW aKTUBHOCTH

KA akTUBHOCTH U3MEPSUIN ANEKTPOMETPUUECKUM METOJOM I10 CKOPOCTH
ymenbienus pH (ot 8,3 no 7,8) npu ruaparanuu CO,. U3mepenus npoBOANIN B
TEPMOCTATUPOBAHHOM stueiike npu 1,7-2,2°C. B sueliky BHOCHIU 4 Ml
BepoHasioBoro Oydepa (25 mM), 0,02-0,04 M uccrnemyemoro oopasia u 2,3 mi
BoJbI, HackleHHo CO; ipu 0°C He meHee 1 yaca. Bpems nsmenenus pH npu
cnnonTanHou ruaparaiuu CO; B cpee 6e3 o0pasia NpuHUMAIIH 32 KOHTPOJIb.
AKTHUBHOCTBH KapOOaHTHIPa3bl BhIpaKkaan B MKMOJIb H'/Mr Xi1 X MUH ¢ yuyeTom
n3mMepeHus 0yhepHoi eMKOCTH Cpell U 00pa3lioB, KOTOPYIO ONPEAesiIn

tutpoBanuem 0,1 N HCI.
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I'JTABA 3. PE3YJIBTATHBI

3.1. 3aBucumocts 3kcrpeccuu renoB At4g20990 wim At2g28210, koaupyrommx

0aKA4 unmu aKA2, ot BHeNTHUX (akTOpOB

UccnenoBanue s3xcnpeccuut reHoB A12g28210 u At4g20990 B nucThsix
pacrenui [T mokasano, 4To 3T reHbl IEUCTBUTEIBHO SKCIIPECCUPYIOTCS, U
YPOBEHb HX IKCIPECCUU 3aBUCUT OT OCBEIICHHOCTU pacTeHuil u coaepxkanus CO;
B BO31yXxe. DKcrpeccus reHoB o0enx KA, Bo3pacTaiia mpu ajantainuu K
MOBBIIIEHHON OCBEIIEHHOCTH MOCJIE BhIpAIIMBAHUS TPU HU3KOW MHTEHCUBHOCTHU

ceta (Puc.13).

[ 180 mkmonb kBaHTOB/M*C

N 360 mkmonb kBaHTOB/M?C

2,0

1,5

1,0 /

0,51

0,10
-

™ N\

0,00

At2g28210 At4920990

YpoBeHb 3Kcnpeccuu, OTH. ea.

Pucynok 13. YpoBuu skcnpeccun renoB At2g28210 u At4g20990,
xkoaupyronmx oKA2 u aKA4, cooTBeTCTBEHHO, B TUCThIX pactenuii A. thaliana
BBIPALIEHHBIX IIPU OCBEMIEHHOCTU 80 MKMOJIb KBAHTOB/M2C (0€eIble CTONOUKH) U
360 MKMOJIb KBAHTOB/M>C (3aIUTPUXOBAHHEIE CTOJIOUKH).

Uccnenopanue Biusiaust koHeHTpaun CO, B BO3IyXe MOKa3aio, 4To
skcnpeccus reHa At4g20990, kogupyromero aKA4, B mucteax pactenuii 20-25
JTHEBHOTO BO3pacTa, BBIpaIeHHBIX MpHu KoHIeHTparuu CO; B Bozmyxe 750 ppm,

ObL1a 3HAYUTENBHO BBIIIE, TOTJIAa KaK YpOBEHb dKcnpeccuu rena At2g28210,
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koaupytoiiero oKA2, Ha060poT, ObLT 3HAUUTENHLHO BBIIIE MTPU BhIPALTUBAHUU

pacrenuii mpu 150 ppm CO; (Puc. 14).

1150 ppm CO,
N\ 750 ppm CO,

o
[
]

o
(2]
1
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Pucynox 14. Yposuu sxcnpeccun renoB At29g28210 u At49g20990,
koaupyromux oKA2 n aKA4, cOOTBETCTBEHHO, B JINCThAX pacTenumii A. thaliana
nipu cojaepxkanuu CO, B BO3yXxe npu BeipamuBanuu: 150 ppm - cepbie CTOIOUKY;
750 ppm - 3amTpUXOBaHHBIE CTOJIOUKH.

VYBenuueHue ypoBHs SKCIIPECCUU T€HOB 000X (DEPMEHTOB TP MOBBILIEHUU
OCBELIEHHOCTH PACTEHHUU U 3aBUCUMOCTB 3TOTr0 YPOBHS OT KOHLIEHTpauuu CO;
CBUICTEIHCTBYIOT O BO3MOKHOM BIUSHUU (DYHKIIMOHUPOBAHUS 3TUX (PEpMEHTOB

Ha 1poriecc (POTOCHHTE3a B BBICIIUX PACTEHUSIX.

3.2. BHemHwui BUI U Bec pacTeHUil MyTaHTHBIX o 0KA4 nim aKA2

[To BHemHemMy Bumy MyTaHThl o aKA4 Mano otnmyanuck ot pacrenuid (T
(Puc. 15). Ha HauanbHBIX CTAIUSAX POCTA KOJIMYECTBO JIUCTHEB B PO3ETKE OBLIO
TaKUM XKe, KaK U y pacrenuid [IT. Pazmep u cbipoil BeC pO3ETKH MyTaHTHBIX

pacrenuii mo oKA4 6wl Heckobko Ooubiie, uem y JIT (Taou. 1).
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! JuKuii THII MyTtant no aKA4
Junus 9-12 JuHus 8-8

Pucynok 15. Buemnuii Bua pacrenuii JIT u MmyTaHTa ¢ HOKayTOM 110 T€HY
At4920990, xonupyromemy oKA4 (muauu 9-12 u 8-8). BospacT pacrenuii 45 nuei
OT IOCEBA.

[1o BHEmIHEMY By MyTaHThl 10 0KA2 Takke MaJIO OTIIMYAIIACH OT

pacrenuii JIT, onHako Bec po3eTku y myTtanTa 0bl1 HUXKe, yeM y JIT (Taou. 1).

JInkuid TN

MyTanT no aKA?2

anang 9-11

Jaunug 8-3

Pucynok 16. Buemnuii Bua pacrenuii JIT u MmyTanTa ¢ HOKayTOM 110 TeHY
At2g28210, xomupyromemy oKA2 (muanm 9-11 u 8-3). Bo3pact pactenuii 65 mHei
OT II0CEBa.
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Tabnuna 1. Ceipoli Bec po3eTku JucTheB pacteHuii A. thaliana
HOKayTHpoBaHHBIX 0 TeHaMm At4g20990 nmm At2g28210, kogupyromum aKA4
(muanm 9-12 u 8-8) wnun aKA?2 (muauu 9-11 u 8-3), cCOOTBETCTBEHHO,
OTHOCHUTEJIBHO CHIPOTO Be€Ca AUKOTrO Tuma, npuHAToro 3a 100%.

Pacrenns Bec, %
MyrtanT o aKA4, nunus 9-12 119£10
Myrtant no oKA4, nuaus 8-8 107£15
MytanT o aKA2, munus 9-11 7145
Myrtant o oKA2, nunus 8-3 68+5

3.3. ConepkaHue KpaxMasa B JUCThSIX pacTeHU MyTaHTHBIX 10 aKA4 nmu

aKA2

[Ipu BBIIETEHNN TUJIAKOUIOB U3 JTUCTHEB pacTCHUN apabuaorncuca ObLIo
3aMEUYEHO, UTO JINCThs pacTeHuid MyTaHTOB 10 0KA4 conepxanu Oosbliee
KonnuecTBO Kpaxmaia, ueM I T. Jlaxke Beliep)KMBaHNE pacTEHUM B TeueHue 3-4
JHEW BO BJIAKHOU Kamepe 1pu 4°C B TEMHOTE HE PUBOJMIIO K ITOJTHOM
Jierpajaly KpaxMaibHbIX 3epeH. KoJIMuecTBEeHHbBIN aHaIu3 ColepKaHus
Kpaxmalia B JINCThSIX MOATBEP I 3T0 Habmoaenue (Tabm. 2).

[Ipu nanbHeieM UCcCae0BaHUN ObLIO BBISIBICHO, UTO MOBBIILIEHHOE
coJiepkaHue Kkpaxmana B MyTante 1o aKA4 o0ycioBieHO ero noBbIIEHHBIM
CHUHTE30M B TEYEHHUE CBETOBOrO IHA. [Ipy 3TOM 0Ka3aock, 4TO B TEYEHUE HOUU

BECh M30BITOYHBIN KpaxmMall B MYTaHTHBIX PaCTCHUAX YTHIIM3UPOBAJICA, KU €TO

coJiepKaHUe CTAaHOBHIIOCH Aake Hike, yeM B pactenusx T (Ta6m. 3). DTo MoxeT

CBUICTCIBCTBOBATH, O TOM, UTO YBGJII/I‘-ICHHblf/'I CHUHTC3 KpaxmMaJjia Ha CBCTY IIPUBCII

K BO3HHUKHOBEHUIO B JINCTHSIX U 00JIe€ aKTUBHOM CHCTEMBI ACTpagaliy Kpaxmajia y

MyTaHTOB 110 0KA4, uem y pactennii [T.
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Tabnuua 2. Conepxanue Kpaxmaia B TUCThsAX pactenuid I T u pactenuit
MyTaHTHBIX 110 0KA4 (muanm 9-12 u 8-8) mocne 3 1 oceemenwus (100 MxmoIb
KBaHTOB/M°C).

Pactenus ConeprxaHue Kpaxmania

(Mr/T CBIp. Beca)

AT 5,57+ 0,61
MyrtanTt o aKA4, muans 9-12 9,37 +0,98"
MyrtanTt no aKA4, nuaus 8-8 14,17 £1,24"

JlaHHBIC MPEACTABJICHBI B BUJIC CPSAHUX 3HAYCHUM U3 6 U3MEPCHHIM +
cTaHjapTHas ommoka, * p <0,05.

Tabnuua 3. ConepxaHue Kpaxmaina B TUCThAX pactenuit T u pacrenuii
MyTaHTHBIX 10 0 KA4 (muHuuM 9-12 u 8-8) mocyie HOUU U Nocye 8 4 OCBEIICHUS
(100 MKMOJIb KBaHTOB/M2C).

Pactenus Copnepxanue Kpaxmalia, Mr/T ChIpOro Beca
[Tocne Houn [Tocne 8 4 ocBemieHus
AT 2,01 £0,03 5,85+0,34
Myrtant o aKA4, muans 9-12 1,72 +0,30 7,88 £0,31
MytanTt no oKA4, muans 8-8 1,61 £0,23 7,84+ 0,28

[ToBbIIIEHHOE COAEP)KAHUE KPaxXMaJla B XJIOPOILIACTaX MyTaHTHBIX
pactenuii no aKA4 noaTBepk1a10Ch 3JEKTPOHHOM MUKPOCKONHKEH TucTheB. Ha
AJIEKTPOHHBIX MUKPOGOTOrpadusx XOpoIo BUAHO, UTO pa3Mepbl U KOJIUYECTBO
KpaxMaJbHBIX 3€PEH B XJIOPOILJIACTaX MyTaHTa HAMHOT'O OOJIbIIIE, YEM B
xjnopormuactax pacrenuu AT, npudem pasnuuue mexay myrantom u T

CTaHOBHJIACh OOJIBIIIC TIPU yBEIMUEHUH Bo3pacTa Jincta (Puc. 17).
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Pucynok 17. Dnextponnsie MukpodoTorpadun muctbeB A. thaliana mukoro
tuna (A, B) u nuctbeB pactenuid MyTaHTHbIX 110 0KA4, nunus 8-8 (b, I'). Aub —
2-X HeJeNnbHbIe TUCThS, B 1 I — 2-x mecsiunble mucThs. JIucTes Obutn cpe3aHsl
nocne 3 9 ocsenienus ceeroM 100 MKMOJIb KBAHTOB/M2C.

B otnuuune ot pacrenuii MytaHTHBIX 110 0KA4, pacTeHuss MyTaHTHBIE 110

aKA2 cogepxanu MEHbIIEEe KOJTMYECTBO KpaxMalia B JIUCThSIX 10 cpaBHEHUIO ¢ [T

(Tab6m. 4).

Tabnuma 4. Conepxkanue Kkpaxmana B TucTbsx pactenuid T u pacrenuit
MyTaHTHBIX 110 0 KA2 (muauu 9-11 u 8-3) mocie 3 4 ocBemenus. THTEHCUBHOCTH

cBera 100 MKMOJIb KBAHTOB/M2C

Pacrenus Coneprxanue kpaxmana (MI/T CbIp. Beca)
AT 2,05+0,13
MytanT no oKA2, nuans 9-11 1,48 £0,13
Mytant no oKA2, muans 8-3 0,92+0,10
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3.4. Cxopoctb accumuiisiiuu COz TUCThIMU pacTeHUN MyTaHTHBIX 0 0KA4 unmu

aKA2

[Tpu m3mepennu ¢ momoIisio HHPpakpacHoro razoanaauzaropa GFS-3000,
cesi3anHoro ¢ DUAL-PAM, 6bu10 HaliieHo, 4To ckopocTh accummisinuu CO;
mucThsaMu MyTaHTa o 0KA4 6puta moutu Ha 20% Hioke (Tabn. 5),yemy [T, ay

mMyTaHTOB 110 0KA2 — Bbitiie Ha 30-50%, uem y JIT (Tabu. 6).

Tabmuua 5. Ckopocts accummisinnu CO; muctbsamu pactenuid AT u
pactenuii MytanTHbIX 10 0KA4 B motoke CO, 700 ppm nipu ocBemeHHocTH 460
MKMOJIb KBAHTOB/M2C, H3MEPEHHAs IIPU MOMOIIM ra30Boro anaausaropa GFS-

3000.

Pacrenus Cxopocts accumunsanun CO,, mxmons COy/m%c
AT 2,99+0,22
Myrant no aKA4, muaus 9-12 2,43+0,17"
Myrtant no aKA4, muans 8-8 2,42+0,03"

JlaHHBIC TIPEJICTABIICHBI B BUJIC CPEIHUX 3HAYCHHUN U3 6 U3MEPEHUH +
cranaaptHas ommoOka, * p <0,05.

Tabmuma 6. Ckopocts accummsinmu CO; muctbsamu pactennid T u
pacteHuii mytanTHbIX 10 0KA?2 B motoke CO, 700 ppM nipu ocBemieHHOCTH 460
MKMOJIIb KBAHTOB/M>C, U3MEPEHHAsl IIPY IIOMOIIM Ta30Boro ananmsaropa GFS-
3000.

Pacrenus Ckopoctb accummiisiiuu COz, MKMOJIb CO,/m%c
AT 1,46+0,13
Mytant no aKA2, nunaus 9-11 2,2240,12%*
Myrtant o oKA2, nuxus 8-3 1,95+0,65

JlaHHBIE TTPECTABJICHBI B BUE CPEIHUX 3HAUCHUHN U3 6 U3MEPEHUM +
cTanaaptHas ommoOka, * p <0,05.
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Takoe HeOKUTaHHOE pa3iinure B CKOpocTiIX accumMuisiuun CO2 y MyTaHTOB
no 1ByM uccieayeMbiM KA otnocutensao T, BbI3Bano HEOOXOAUMOCTD
MOATBEPKACHUS MMOJTYUYSHHOTO pe3ysbTaTa. Mi3MepeHue, B TaKuX K€ YCIOBUSX,
CKOPOCTH aCCUMUJISILIMU C TIOMOIIBIO MIEPEHOCHOTO MH(PAKPACHOTO Ta30BOTO
ananmu3aTopa LCPro* na pacTeHusx qpyroro nuKia BeIPAIMBAHUS TTOTBEPIHIIO

YCTaHOBJICHHYIO pa3HUILy Mex 1y Myrantamu (Tabm. 7).

Tabmuua 7. Ckopocts accummisinna CO; muctesamu pactenuid AT u
pactenui MmyTanTHbIX 10 0KA4 nnu o aKA?2 B motoke CO, 700 ppMm mipu
OCBEIEHHOCTH 460 MKMOJIb KBAHTOB/M>C, U3MEPEHHAs [IPY OMOLIU I'a30BOT0
aHaym3aropa LCPro™,

Pactrenus Cxopoctb accumuiisininu COo,
MrMoib COz/M2c
AT 6,4+0,2
Mytant o aKA4, nuaus 9-12 5,2+0,3%*
Myrtanat mo aKA4, muans 8-8 4,8+0,2%
AT 8,1+0,4
Mytant o aKA2, muaus 9-11 8,9+0,3
MytanT o oKA2, muaus 8-3 9,6+0,4*

JlaHHBIE ITPECTABIICHBI B BUAE CPENHUX 3HAYEHUN U3 6 N3MEpEHNN +
cTaHjapTHas ommoka, * p <0,05
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3.5. CpaBHeHHE XapaKTEPUCTUK (PIIyOPECUECHIIMH XJI0pOpHILIa a JIMCTHEB

pacteHuid MyTaHTHbIX 110 0KA2 nnu no aKA4

J171st TOro 4TOOBI OLIEHUTD BIMSHUE HOKAayTa T€HOB, Koaupyromux aKA4 wim
aKA2, Ha npoTekanue (OTOCHHTE3a B MyTAHTHBIX PACTEHUSIX IO CPABHEHUIO C
pactenusimu J|T Obutn u3mMepeHsl mapaMeTpsl GIyopecieHIny XJopoduina a
JIUCTHEB, UCTIOJIB3Ys JiBa moxoaa: [TAM-dbayopumeTpuro AJis BbISIBICHUS
XapaKTePUCTUK MHAYKIUU (POTOCHHTE3a OT BKIIFOUEHUSI aKTUHUYHOTO CBETA 10
JIOCTHXKEHUSI «CTallMoHapHOTro» ypoBHi, U OJIP-Tect, T.e. u3MepeHne HHIyKINH
(iyopecueHIIMN ¢ MUKPOCEKYHIHBIM pa3pellieHueM B TeueHue 1 ¢, 4To Mo3BoJIsIIO
OLIEHUTH XapaKTEPUCTUKH (DOTOCUHTETUUECKON IIIEKTPOH-TPAHCIIOPTHOM IIETIH.
Bce nzmepenus npoBOIMIM Ha HEOTJEIEHHBIX JIUCTHAX, YTO 00€CIIeYBAIO

BO3MOYKHOCTh XapaKTepPH30BaTh MPOTeKaHnue GOTOCHHTE3A iN VIVO.

3.5.1. HM3mepenue napameTpoB GhayopeclueHIIun Xaopoduiia a JUCThEB C

nomoipsio [TAM-dayopumerpun

3.5.1.2. Tlapametpsl dayopecueHIuu xjaopoduiia a JUCTbeB pacCTeHUN

MyTaHTHBIX 10 0 KA4

[TapameTtpsl (hiryopeciieHIny ¢ moMoIbto Giyopumerpa mini-PAM
U3MEPSUTN C UCTIOJIb30BAaHUEM CIIEITUATFHON YCTaHOBKH, MTO3BOJISIONICH
MO/ICP>KUBATh 3a/1aHHYI0 KOHIeHTpalruio CO2 B kaMmepe MpUIIenKe, Kyaa
MOMEIIATU HEOTACICHHBIN JIUCT pacTeHus. [IoCKOIbKY SKCIIpeccus UCCIIelyeMbIX
KA 3aBucena ot konunentpauuu CO2 U OCBEIIEHHOCTH, JIJIsl BHISABICHUS BIUSIHUS
HOKAYTOB UCCJIETYEMBIX T€HOB Ha (D)OTOCUHTE3, MPOBOIUIN U3MEPEHUS
bayopecueHIuy pu AByX HHTeHCUBHOCTAX cBeTa (100 u 500 MkMoOIh

KBaHTOB/M>C) 1 Tpex konuenTpamusax CO; (100, 800 u 1500 ppm).
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MaxkcumainbHbIi KBaHTOBBIH BbIX0 (Fv/Fm), oTpakaromiuii MOTCHIIMAIbHBIC
BO3MOKHOCTH (POTOCHHTETUYECKOTO armapaTa pacTeHuid, B MyTaHTHBIX 110 aKA4
pacTeHusX oTanyaics ot TakoBoro B pacrenusix T He Gonee yem Ha 1-2% (Tabm.
8). DTO CBHIETEILCTBOBAJIO O TOM, YTO OTCYTCTBHE 3TUX KA He Biuser Ha
opranuzanui OC2.

DNEeKTPOHHBINA TPAHCTIOPT MPHU (POTOCHHTE3E OIEHUBAIIN C TTOMOIIBIO
u3Mepenust 3ppexTuBHOro KBaHTOBOTO Bhixoa @C2 (YY) npu nocTOSHHOM
ocBeleHud. [Ipy HU3KO MHTEHCUBHOCTH cBeTa, 100 MKMOIIL KBAaHTOB/M2C, U
koHueHTpanuu CO, 100 ppm pa3uuiia B napamerpax (HiayopecleHInN pacTeHU I
JAT u myranToB o 0KA4 (06enx nuHuit) ObUTa HE3HAYUTEIBHOM; TIpHU OoJee

BbICOKMX KOHIeHTpanusx CO, Y MyTaHTOB ObUT HECKOJIBLKO MEHbIIIE, ueM y JIT

(Puc. 18).

Ta6nuna 8. MakcumanbHbIN KBaHTOBBIN BbIX0] T @C2 MUCTHEB MyTaHTHBIX
pactenuii ¢ HokayToMm rera At4g20990, komupyromiero aKA4, munuu 9-12 u 8-8.

Pactenus [Tapametp F./Fr
AT 0,81+0,01
Mytant o aKA4, muuaus 9 -12 0,80+0,01
Mytant no o KA4, nuaus 8-8 0,81+0,01
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C_laT
0,8 I vyTanT no aKA4 (9-12)
Il vyTaHT no aKA4 (8-8)

*

]
0,61
0,5-
> 04
031
021

014

3

100 ppm 800 ppm 1500 ppm

Pucynox 18. D¢ dexruBHbiii kBaHTOBbIHN Bbix0a @C2 TUCTHEB MyTaHTHBIX
pacteHuii ¢ HokayTtoMm rera At4g20990, koaupyromero aKA4, nuaun 9-12 u §-8,
TI0CJIE 5 MMHYT OCBEILEHHUS CBETOM MHTEHCHBHOCTBIO 100 MKMOJIL KBAHTOB/M2C
nipu koHueHTpanusax CO2 B Bozayxe 100, 800 u 1500 ppm. JaHHbie peaCTaBIEHbI
B BHJIC CPEJIHMX 3HAUCHUN U3 6 U3MepeHuil + cTanaapTHas ommuoka, * p <0,05.

I[Ipu uaTEHCHMBHOCTH cBeTa 500 MKMOIIL KBAHTOB/M%C M HU3KOI
koHueHTpauu CO2 3¢ (HeKTUBHBIN KBAHTOBBIN BBIXOJ U B TIEPBYIO MUHYTY
OCBEIICHMS, U TIPU «CTAIIMOHAPHOM (POTOCHMHTE3€» OBbLIT HECKOJIBKO HIKE Y JINHUU
9-12, a y nunuu 8-8 ne otnuyaincs ot AT. MaTepecHo, 4TO Mpu NOBBILIEHUN

koHueHTparuu CO; B Bozayxe 10 800 u 1500 ppm KBaHTOBBIN BBIXOJl MYTAaHTOB

cTaHOBHJICS BbIlIe, yeM y pactenuit 1T (Puc. 19).
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VYposens HedoToxumuyeckoro Tymenus (HOXT) dbayopecrieniumy,
xapakTtepusyemoro BennunHoi NPQ (CM. MeTobl) mpu HHTEHCHBHOCTH cBeTa 100
MKMOJIb KBaHTOB/M?C 1 Tpex KoHueHTpaiusax CO, OblI OUHAKOB Y MyTaHTOB U Y
pactenuit JIT (nannsie He ipeacTasiensl). [Ipu BICOKON MHTEHCUBHOCTHU CBETA U
Hu3koi koHreHTpauuu CO; Benmmunnabl NPQ y mytanToB u 'y JIT Ob11M 0JUHAKOBO
BbicokuMU (Puc. 20). Hanbonsmmee paznuuue B BenuunHax NPQ mexmy
myTaHTaMu U T nposBIIsUIOCH IPU BBICOKOM MHTEHCUBHOCTHU CBETA U
onTUMaNTbHOM 11 poTtocuuTe3a KoHneHTpanuu CO2, 800 ppm.
[IpenBapuTeIbHBIMU U3MEPEHUSIMU YCTAHOBJIEHO, YTO MAKCUMAJIbHAsI CKOPOCTh
dboTocuHTE3a Y TUCTheB HaOMoAanach umeHHo mpu 800 ppm (Mynapuk B.A.
HEONyOJIMKOBaHHbIE JaHHbIE). B nepByro MuHyTy ocBenieHus: ceeroM 500 MKMOIIb
KBaHTOB/M*C IpH BBICOKUX KoHnenTpanusx CO,, ocobenno npu 800 ppm, NPQ B
myTaHTe 1o 0 KA4 pa3BuBanoch HECKOJIbKO MeJIeHHee, ueM B pacteHusx T (Puc.
20). [Ipu mocTHKEHUH «CTAIMOHAPHOT0» (POTOCHHTE3a OTUETINBO BBISBUIIOCH,
uro BenuunHa HOXT B myrante mo aKA4 nmke, yem B pacrenusix AT (Puc. 21).

DTO pa3inyre NposABIBUIOCHh Npu BeipaxkeHnn HOXT ¢ nomomibio
koaddummenta qN (cm. Metozsr). Mcnonp3oBanue 3Toro ko3 puitmenTta ais
xapaktepuctuku HOXT dyopeciieHIIMN N03BOJISUIO BBISIBUTH COCTABJISIONINE
storo TymeHus. [Ipu paznoxenuun koapdunnenta N Ha KOMIIOHEHTHI,
pa3IMYaroIIMecs BPEMEHEM peJIaKCallui, 0Ka3alloch, 4To pasHuua B HOXT mexny
pactenusimu [T 1 MmyTaHTamMu 00yCJIOBJI€HA SHEPTO3aBUCUMBIM KOMITIOHEHTOM
gN1 (gE), xapakTepu3yromnmmM MoJKUCICHUE JIIOMEHA, KOTOPBIA Y MyTaHTa ObLI
ke Ha 30-40%, yem y 1T (Puc. 21). Bropoii no BpemeHu penakcaiuu
komoneHT HOXT - qN15 (gZ), xapakTepu3yromuii TyIeHe, 00yCIOBICHHOE
(GYHKIIMOHUPOBAHUEM BHOJIAKCAHTUHOBOTO ITUKJIA ¥, COOTBETCTBEHHO,
HAKOIJICHUEM 3€aKCaHTUHA, MpU HU3KOM KoHIeHTpauu CO, ObUT TOCTOBEPHO
HECKOJIBKO BBIIIE Y MYTaHTa, TOT/1a KaK IPH BbICOKUX KOHLEHTpauusx CO; He

ommyaics y ooeunx nmuauii myranta u JIT (Puc. 21).
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3.5.1.2. [lapamerpsl dayopecueHnu XJIopoduiiia a TMCThEB pacTEHUMN

MyTaHTHBIX 110 0K A2

XapakTepucTuku (IyopecleHIIuy XJIopoduiuia a JUCTheB PaCTEHUN
MyTaHTHBIX 10 0. KA2 (aBe munuun) u T uzmepsin B T€X K€ YCIOBUSIX, YTO U
MyTaHTOB 110 0KA4: npu IByX HHTEHCUBHOCTSIX CBETA M TPEX KOHIIEHTPALUAX
CO;,. MakcumanbHbIi kBaHTOBBIH BbIX0 (Fv/Fm) pacrenuit MyTanTHBIX 110 0 KA2
takoke oyt He oraudaics ot AT (Taoma. 9). [Ipu HM3KOH HHTEHCHBHOCTH CBETA U
nByx koHueHTpanusax CO; spdexkTuBHbIN KBaHTOBBIN BbIx0oa ®C2 MyTaHTa 110
aKA2 ne ornuyaiics ot napametpoB T (Puc. 22). Takas cxoxxecTb 3HaUCHHI
MOKET OBITh CBSI3aHA C TEM, YTO Ha HU3KOM cBeTy, koraa @ITL] padoTaer ¢
HU3KOM CKOPOCTHIO, HE3aBUCUMO OT KOoHIIeHTpauuu COz, orcyrcTtBre 0KA2 He

BJIMACT HA IIPOTCKAHHC (1)OTOCI/IHTe3a.

Tabnuma 9. MakcumanbHbIi KBaHTOBBIN BbIX0l @C2 TUCTHEB MYTaHTHBIX
pacTeHult ¢ HokayToM reHa At2g28210, kogupyromero aKA2, muanu 9-11 u 8-3.

Pacrenus [Tapamerp Fu/Fm
AT 0,80+0,01
Mytant no aKA2, muans 9 -11 0,79+0,01
MyrtanaTt mo aKA2, nuans 8-3 0,79+0,01
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B T
0.9- [ I myTanT no aKA2 nuHmus (9-11)

0 Il vyTanT no aKA2 nunHma (8-3)

0,7 4
0,6
> 0,5+
0,4+
0,3
0,2+
0,14
0,0-

100 ppm 800 ppm
Pucynox 22. DpdexrrBHbIi KBaHTOBbIN BbIX0a @C2 TUCTHEB MyTaHTHBIX
pactenuii, ¢ HokayToMm reHa At2928210, koaupyromero aKA2, nuauu 9-11 u 8-3,
rnociie S MUHYT ocBelleHus ceetoMm 100 MKMOJb KBAHTOB/M2C MPU KOHIEHTPALUAX
CO. B Bo3yxe 100 u 800 ppm.

[Tpu BBICOKOI MHTEHCUBHOCTH cBeTa, koraa ®IOTL] paboTaeT MHTEHCHBHEE,
BBISIBIIICTCS pa3HUIIA B 3P(PEKTHBHOM KBAaHTOBOM BbIXoze Mexay MmyTanToM u JIT.
[Tpu naTeHCMBHOCTH cBeTa SO0 MKMOJIH KBAaHTOB/M2C M HU3KOW KOHIICHTPAIIUN
CO2 Y mytanTa Obut HeckoJibko HUKE, ueM y AT (Puc. 23). [lpu yBenuuenun
kounentparuu CO2 go 800 ppm, Y myrtanTta mo aKA?2 B pacTeHUsIX 00euX JUHAN
OBLT 3HAUUTENBHO HIDKE, ueM y T, mpudem npu crarimoHapHOM (GOTOCUHTE3E 3Ta
pasuauma pocturana 20-25% (Puc. 23). Ilpu kornerTpanuu CO, 1500 ppm
pa3HMIla MEX]Ty 3HAYCHUSIMUA KBAaHTOBOTO BbIXx0/1a MyTaHTa 1 JIT HeMHOTO
yMeHbInanack (Puc. 23).

YpoBeHb HEHOTOXUMUYECKOTO TYIICHUSI, PACCYUTAHHOTO KaK BEJIMYMHA
NPQ npu unrencusaocTH cBeta 100 MKMOJIb KBAHTOB/M?C U TPEX KOHIIEHTPALUIX
CO, 6b11 oiuHakoB y MyTanToB 0lKA2 u JIT (naHHbie He IpeICTaBIECHbI ), TAKXKE,

Kak ¥ 3Q(HEeKTUBHBIN KBAHTOBBIN BBIXO/.
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NHuTtepecHas 3akoHOMEpPHOCTH Oblila HaiieHa rpu u3amepenun HOXT npu
BBICOKOW MHTEHCUBHOCTH CBETa U TpeX KoHUeHTpauusx COz. Y MyTaHTOB 110
aKA2 NPQ B nmepByto MUHYTY OCBeIIeHHsI ObLT HIDKEe OTHOCUTeNnbHO [T, a k
NSTOW MUHYTE OCBEIICHHSI CTAHOBUJICS MJIM PaBHBIM, WK Jaxe Boiiie. (Puc. 24).
Haunbomnee sipko Takas TeHISHIIUS MPOSIBIISIIACH MPU ONTUMATBHOM KOHIICHTPAIIUN
CO..

[Tpu moctwxkenuu craunoHapHoro ¢porocuate3a BenuaruHbsl NPQ u N B
myTtanTe o aKA2 npu ontumansHoi koHueHTpauun CO2 ObUTH JOCTOBEPHO
Bhiire, ueM B [T (Puc. 24 u 25). J{ns Toro, 4ToObl YCTAaHOBHTH IIPOIIECC,
SBJISIOIIMICS TpUYMHOM 60Jiee Beicokoro HOXT B MmyTaHTe, ObLIO MPOBEICHO
paznoxenue ko3 dunrenta N, u3aMepeHHOro Moce MATH MUHYT OCBEILICHUS, Ha
COCTaBJISIFOIIME €r0 KOMIOHEHTHI. BBISICHHIIOCH, UTO SHEPTrO3aBUCUMBIN
kommoHeHT N1 (QE), xapakTepu3yroIiuii MoAKUCIICHNE JIIOMEHA, Y MyTaHTa ObLI
HeckoJbKo BhIte ipu 100 u 1500 ppm (5-10%) u 3HauntensHO Bhie Ha 40-50%,
yeM y JIT ipu 800 ppm (Puc. 25). bonee MeaJIeHHO pelakCUPYIOIIUN KOMIOHEHT
H®OXT - gN15 (gZ ) npu 100 u 800 ppm 6bL1 oguHakoB y mytanta u J{T, a mpu

1500 ppm 6511 HE3HaunTENBbHO BbILIE (Puc. 25).
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3.5.2. Onenka ycToMuuBOCTH pacTeHU MyTaHTHBIX 0 0KA4 nmu aKA2, k

,Z[CfICTBI/IIO CBETa BHICOKOM MHTECHCHUBHOCTH.

[Tockonbky ypoBenb HOXT uryopectieniinu xiaopoduiiia a JMCThEB 000UX
MyTaHTOB oTin4ajcs oT ypoHs HOXT B pacrenusix [T, Obu10 ncciaenoBaHo
JIECTBUE CBETA BHICOKOM MHTEHCUBHOCTU Ha (YHKIMOHAIBHYIO aKTUBHOCTh
OIOTL. YcTOoMUMBOCTh K BO3MOKHOMY (POTOMHTMOMPYIOIIEMY JAEHCTBUIO CBETA
BBICOKOW MHTCHCHBHOCTH OLICHUBAJIM C MOMOIIBIO napameTpa (Fm -Fo)/Fo, KoTOpBIit
XapaKTepu3yeT MakCUMaabHy0 3QheKTUBHOCTH GyHKIIMOHUpOoBaHus ®C2, HO
Oounee uyBcTBHUTENICH, YeM (Fm-Fo)/Fm, 0cOOEHHO NIpH H3MEPEHUH B YCIOBHSIX
crpecca (Lichtenthaler and Buschmann, 2005). ¥ myranToB o aKA4 stot
napameTp Obu10 HUKe, yeM y JIT, mocie 3 u 6 yacoB JeHCTBUS CBETA BHICOKOM
uHTeHcuBHOCTH (Puc. 26), a y myranTa nmo aKA2 ue otnuuancs ot AT (Puc. 27).
bonbmiee poronnrundbupoBanre @C2 B MyTaHTHBIX pacTeHusx 1o aKA4 no
cpaBHenuto ¢ JIT xoporo coorBeTcTBOBANIO OoJiee HU3KOM Benmmunae HOXT

(bIyopecieHITuU B ’TUX MyTaHTaxX.

4,54 —a— [T
—&— MyTaHT no oKA4 nuHuga (9-12)
i —a&— MyTaHT no aKA4 nuHua (8-8)
4,0 1
u-o
= 3,5
e
£
—
3,01
2,5
2,0 T T T T T
0 3 6
Bpewms, 4

Pucynok 26. MakcumanbHast 3ppextuBHOCTh hyHKIIMOHNpOoBaHus OC2 B
JUCTBAX pacTeHuid MyTaHTHBIX 110 AKA4 u B ucthsx pactenuit T, uamepennas
nocie 3-X U 6-TH 9acoB OCBEIEeHUs cBeToM 500 MKMOJIb KBAHTOB/M2C TIpH
koH1eHTparuu CO, 700 ppm.
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— = ,D,T
MyTaHT no aKA2 nuHua (9-11)
—&— MyTaHT No aKA2 nuHusa (8-3)

N
(@]

0 3 6
Bpems, 4

Pucynok 27. MakcumanbHas 3ppextuBHocTh pyHKIMOHNpOoBaHUS OC2 B
JIUCTBSX pacTeHUH MyTaHTHBIX 110 KA2 u B nmucthax pacrenuii T, usMepennas
nociie 3-X U 6-TH 4acoB ocBereHus cBeToM 500 MKMOJTb KBAHTOB/M2C npu
koHnentparuu CO, 700 ppm.

3.5.3. Orenka OTHOCUTENBHOTO YPOBHSI BOCCTAHOBJICHUS ITyJia TUIACTOXWHOHA

pacteHuil myTaHTHBIX 110 0KA4 i aKA?2

OKHCIUTEIIbHO-BOCCTAaHOBUTEILHOE COCTOSTHUE IMyJia IiacToxuHoHa (PQ)
ABJISIETCS] BAXKHBIM ITOKA3aTEJIEM B PETYJISLIMA MHOTHX IPOLIECCOB CBSA3AHHBIX C
paboTOoil 3NIEKTPOH-TpaHCIOPTHOU Lenu. COCTOSTHUE ITOTO IyJia PEryaupyer
nepepaclpeeieHle MOTOKOB AIEKTPOHOB MEXAY JIMHEHHBIM U HUKIHYECKUM
notokamu. M3mMeHenue B nepegaue 31eKTpoHOB 10 @OTL MoxkeT ObITh NPUUNHON
M3MEHEHUS] OKUCIUTEIbHO-BOCCTAHOBUTEIBHOIO COCTOSIHUS TUIACTOXMHOHOBOTO
nyna. B pactenusix myrantHbeix no oKA4 nocie natu MUHYT OCBEIIECHUS] BBICOKUM
CBETOM OTHOCHUTEJIbHBIN YPOBEHb BOCCTAHOBJIEHMSI I1yJIa IUIACTOXUHOHA ObLI
BbIlIe, yeM B pacteHusx T (Tabxn. 10), a B pacTenusix myrantHbix no oKA2 stor

ypOBEHB OBLT JJa)ke HEMHOTO HIDKe, ueM B pactenusx JT (Taom. 11).
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Tabnuna 10. OTHOCHUTENBHBIN YPOBEHb BOCCTAHOBIICHUS ITyJia
IJIACTOXMHOHA B JIUCThIX MyTaHTOB 0 0KA4 (muanu 9-12 u 8-8) u pacrenuii AT
ocJie 5 MUHYT OcBemeHns cBeToM 500 MKMOJIb KBAHTOB/M2C IIPU KOHIIEHTPALUH
CO, 800 ppm.

Pacrenus OTHOCHUTENIbHBIN YPOBEHD

BOCCTaHOBJIeHUS Tynna PQ

AT 0,42+0,01
Myrtant o aKA4, muans 9-12 0,45+0,01
Myrtanat mo aKA4, nuaus 8-8 0,49+0,02

Tabmumua 11. OTHOCUTENBHBINA YPOBEHb BOCCTAHOBIIEHUS ITyJIa
MJIACTOXMHOHA B JTUCThAX MyTaHTOB 10 0KA2 (iuauu 9-11 u 8-3) u JIT mocne 5
MHHYT OcBemenus cBeToM 500 MKMOIIb KBaHTOB/M%C 1ipu KoHueHTpanuu CO, 800

ppm.

Pacrenus OTHOCHUTEIIbHBIN YPOBEHb

BoccTaHoBIeHUs PQ

AT 0,55+0,01
MytanT o aKA2, nunus 9-11 0,53+0,02
MytanT o aKA2, nunus 8-3 0,52+0,01"

3.5.4. Usmepenue OJIP — kunetuku hayopecueHIuu XIopopuiiia a JTUCTHEB

pacteHnit MyTaHTHbIX 110 0KA4 nn aKA2

N3mepenust mapameTpoB diryopecieHIuu xjaopoduiia a ¢ nomouiso OJIP-
TeCTa MO3BOJISAIOT MOJIYYUTH O0JIee MOAPOOHYI0 HH(OPMAITUIO O COCTOSTHUN
AJIEKTPOH-TPAHCTIOPTHOM 1IETH B MEPBYIO CEKYH/1Y OCBEIICHUS, 4 UMEHHO O
MEePEHOCE DIEKTPOHA OT TOHOPHOM K akiienTopHoit ctopore ®C2. B tabmure 12
MIPUBEICHBI HEKOTOPBIC TTapaMeTpPhbl (hIIyOPECIICHIITUN MYTAHTHBIX PACTEHUH 110

oKA4 wim o aKA2.
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[Tapametp Sm, mpencTaBiasoNIMi OO0 HOPMUPOBAHHYIO OOIIYIO TUIOLIA/b
Hajg OJIP kpuBoO# 1 XapaKTepu3yIIHi eMKOCTh ITyJia 3JIEKTPOHHBIX aKIIENTOPOB
JIO TIOJITHOT'O BOCCTaHOBJICHUS ITyJla TJIaCTOXMHOHA, Y MyTaHTa 1o aKA2 (06e
nuHuM) ObuT HIDKE HA 5-12%, uem y JIT, y myranTta no aKA4 (06e uHuM) 3TOT
napameTp ObLI BbIlIE. DT JIaHHbIE TTOJITBEPKAAIOT MTOKA3aTeId OTHOCUTEILHOTO
YPOBHSI BOCCTAHOBJICHUS ITyJIa MJIACTOXWHOHA, MTOJTYyYE€HHbBIE IPYTUM METO/IOM, a
uMeHHO ¢ nioMotsio [TAM-duyopumerpun. [IpoTuBomoNnoxHas TEHACHITUS
OTJIMYMSI MYTAHTOB M0 ABYM KapOoaHruapasam ot pactenuil JT Habmroganace u
JUISL IPYTUX TapaMeTpOB, XapaKTePU3yIOMUX (PYHKIIMOHATBHYIO aKTUBHOCTh
OOTL: kaxymierocs pazmepa anteHHb @C2 u ap. (Tabn. 12). 3To moka3bIBaer,
YTO OTCYTCTBHE KAXJA0U U3 UCCIAEA0BAHHBIX KA3 BIUsET HA IEPEHOC JIEKTPOHOB
B ®OTLI, u nmpenmnonaraer Takxke, uto 06e KA3bl, ckopee Bcero, pacroyiokeHbl B

TUJIAKOUTHOU MeMOpaHe.
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Tabnuua 12. OcuoBubie OJIP-mapameTpbl MyTaHTHBIX PACTCHUIH,
HOKayTHpoBaHHBIX O TeHaMm At4g20990 nmm At2g28210, kogupyromum oKA4 nmu
aKA2.

[TapameTpsl MytanT o aKA2 MytanT o aKA4

mmanAg 9-11 | guaus 8-3 | muang 9-12 | nuHUg 8-8

[Tnomane Hag OJIP-kpuBoi 95 88 117 107
MIPOTIOPITMOHAIEHAS YUCITY

red/ox akToB Qa (Sm)

Kaxymniicst pazmep 104 106 91 92
anterHsl ®C2 (ABC/RC)

MakcumanbHBIN 105 105 92 93
YJIOBJICHHBIN ITOTOK
snepruu /P1 ®C2
(TRo/RC)

CkopocTh MOTOKA 105 105 94 94
ameKTpoHOB 0T Qa kK Qp/PI1

®C2 (ET20/RC)

CKOpOCTb 2JIEKTPOHHOIO 109 112 72 82
TpaHCTIIOpTa K aKIenTopam

®C1/PL] ©C2 (dre1o)

3.6. H3amepenue kBanToBOro Beixona ®CI1 pactenuit MmyTaHTHbIX 110 0 KA4 nu

aKA2

Kaxk nokasano Bbiie, B Myrantax no aKA4 myn miactoxuHoHa 0osee
BOCCTaHOBJICH, a y myTaHTa 1mo aKA2 6omnee okucien, yeM B JIT (Ta6m.10 u 11).
MBI npeanoiokKuIn, YTo 0O0JIbIIask CTENEHb BOCCTAHOBJICHUS ITyJia CBsA3aHa C
3aMeUIEHHBIM OTTOKOM JIEKTPOHOB K akuenropam @C1, a MeHpmas - ¢

YBEIMYECHHBIM OTTOKOM. [[J1s1 MpOoBEpKU 3TUX MPEANO0JI0KEHUI ObUT U3MEPEH
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kBaHTOBBIN BhIX0A PC1, Y(I). DTOT Mmokasareinp y mytanTa mo aKA4 mocie 20

CCKYHIbI OCBCHICHUA U IO JOCTHKCHHUIO KCTALIHOHAPHOI'0» (1)OTOCI/IHT63a OBLI

3HAYUTENBHO HIKE, ueM Yy pactenuit AT (Puc. 28). ¥ myranta no aKA2, mocnie 20

cekyHbl ocBetienus Y (1) 0wt Boitie, ueM y pacrenuid AT (Puc. 29).

0,6 —=—QT
—&— MyTaHT no aKA4 nuHusa (8-8)
0,5 =

0,0 L T ¥ T L T T T L T = T =
0 50 100 150 200 250 300
Bpewms, ¢

Pucynok 28. Kanrossiii Beixoq ®C1 nauctbes pactenwnii 1T u pacrennii
MyTaHTHBIX 110 0 KA4 (nmuHus 8-8), n3MepeHHbIN pu ocBelieHnu ceetom 500
MKMOJIb KBaHTOB/M2C 1 11pu KoHuenTparuu CO, 800 ppm.

—&— MyTaHT nNo aKA2 nuHung (8-3)

0,0 T T T T T T T
0 50 100 150 200 250 300
Bpewmsa, ¢
Pucynox 29. KBanTosslii Beixon @C1 nuctbeB pactennii AT u pacrennii
MyTaHTHBIX 110 0KA?2 (muHus 8-3), u3MepeHHbIi npu ocserieHuu ceetom 500
MKMOJIb KBaHTOB/M2c 1 KoHneHTpauu CO, 800 ppm.
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CymiecTBeHHO, 4TO BeNM4rHA KBaHTOBOrO Beixoaa ®C1 xopomio
COTJIacyeTCs CO CKOPOCThIO accuMWALMU CO2 TMCTOM, KOTOpasi y MyTaHTOB 10
aKA4 Obina HIKE, a y MyTaHTOB 110 0KA?2 - Bbite, ueM B pacteHusix AT (Tabia. 5
U 6). DTO HE YIUBUTENHHO, €CIIM IPUHATH BO BHUMaHKe, 4To 1uki1 KanbBuHa —

rJIaBHBIN "TIOTpeOUTEND" eKTPOHOB, BhIXoAAmMX U3 OITL] uepez OCI.

3.7. V3mepeHue CBETOMHIYITMPOBAHHOTO COACPKAHUS IMTEPOKCHIA BOJAOPO/Ia B

JUCTE pacTeHUd MyTaHTHBIX 10 0KA4 i oKA2

['maBHBIM aKIEITOPOM DIIEKTPOHOB JTUHEHHOIO MOTOKA siBasieTcss HAJ[D™,
BOCCTAHOBJICHHAsI (pOpMa KOTOPOTO UCTOIB3YETCS ISl CHHTE3a yTICBOIOB B IIUKJIC
KanbBuna. ¥ mytanta no aKA4, HaGmroganm 60osiee HU3KYIO CKOPOCTh
accummisinuu CO; nipu 0osee BhICOKOM 3((PEeKTUBHOM KBaHTOBOM Bbixojae DC2.
[TockonpKy 3 eKTUBHBIN KBAHTOBBIN BBIXO/ HA CBETY (TIPH YMHOKCHUH HA
MHTEHCUBHOCTD IOTJIOIIEHHOIO CBETA) COOTBETCTBYET CKOPOCTH MOJHOIO MOTOKA
31eKTpoHOB 10 PITL, ykazaHHOE pa3IM4re MOIJIO CBUIETEIHCTBOBATH O TOM,
4TO MpH 00Jiee HU3KOM TOTOKE AIeKTpoHOB K HA JI®*, yBennueH kakoi-1ubo u3
aNbTEPHATUBHBIX ITOTOKOB AJIEKTPOHOB. M3BECTHO, YTO OJJHUM M3 TJIABHBIX
aNbTEPHATUBHBIX MYTEW AIEKTPOHHOIO TPAHCIIOPTA SBISETCS MEPEHOC FIEKTPOHOB
Ha KHUCJIOPOJ C MOCJEAYIOINM 00pa30oBaHUM Nepokcuia Bogopoaa. Coaepxanue
NepoKCcuaa BOJIOpoia ObLIIO U3MEPEHO TOCIIe KPATKOCPOUHOTO OCBEIICHUS
CUJIbHBIM CBETOM aJIalITUPOBAHHBIX K TEMHOTE JTUCTHEB. bbII0 0OHAPYKEHO, YTO B
TucThsX MyTanta no o KA4 cBeTonHAYLMPOBaHHBIN npupocT coaepxkanus HoO,
3HAUUTENBHO, B 1,5-2 pa3za 6ombine, ueM B [IT (Puc. 30). B nucteax MyTaHTOB 110
oKA2 npupoct conepkanust H,O, Ob11 MEHBIIIE, UeM B JIUCThAX pacTeHuid [T
(Puc. 31). D10 CBUAETENBCTBYET O TOM, UTO B 0OOMX MyTaHTaX MPOUCXOAUT
M3MEHEHHE COOTHOIIEHUS MOTOKOB JIEKTPOHOB B @I TL] 110 cpaBHEHMIO C

COOTHOIIEHHEM B pacteHusax [T.
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Pucynok 30. CBeTOMHAYIIMPOBAHHBIN MPUPOCT COACPKAHHSI IEPOKCHIA
Bojiopoza B ucThsx pactennid T u pacrenuit myranTHbix 1o aKA4 (muaNM 9-12
u 8-8) mocne 5 MuHYT ocBemenus cBeToM 500 MKMOIIbL KBAHTOB/M2C.
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Pucynox 31. CBeTOMHIYIIMPOBAHHBINA IPUPOCT COACPKAHUSI TIEPOKCHAA
BOJI0po/Jia B UCThsX pacteHuit T u pacrenuit mytanTHbIX 110 0KA2 (muaum 9-11
u 8-3) nocne 5 MUHYT ocBenieHus cBeToM 500 MKMOJIb KBAHTOB/MC.

3.8. Omnpenenenue mecronaxoxaeHuss 0KA4 u aKA2 B TunakouHoit MeMOpaHe

Kak yxe oTMeueHo BbIIIIe, psiJl U3MEHEHHUN XapaKTEPUCTUK (IyOpEeCUCHIINN
XJIOpo(uiIa & TUCTHEB YKa3bIBaJl Ha TO, 4TO Hcciaenyemble KA3bI pacmnonoxeHbl B
TunakonHOM MemOpane. J[iig aKA4 3To COOTBETCTBOBAJIO TAHHBIM JIMTEPATYPHI; B

padote (Friso et al., 2004) sra KA Oblia BbIsSBIICHA Cpeu OCITKOB THIIAKOUHBIX
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MeMOpaH. Biusinue HokayTHOM MyTaruu o reny At2928210, koaupyromiemy
aKA2, Ha Takue BaxkHbIe MoKa3aTeian GoTocuHTe3a, Kak 3(h(PeKTUBHbIE KBAHTOBbBIC
BbIX0i6l ®C1 u O®C2, Benuunny O0bicTporo komnonenta HOXT qE, ctenens
BOCCTAHOBJICHUS ITyJIa INIACTOXWHOHA, CKOpOocTh accumuisiuuu CO; u T.4.
MO3BOJISIET MPEIOJIOKUTh, UTO U 3Ta KapOOaHTHIpa3a HAXOJIUTCS B TUIIAKOUTHBIX
MeMOpaHax U MPUHUMAET HEMOCPEACTBEHHOE yUyacTue B mporecce porocunresa. K
COaJICHUIO, HAIMYME B TWIIaKou1ax 1ByX KA3 a-cemelicTBa yCI0XKHSAET MPOIIECC
norcka 0oJyiee TOYHOTO MECTOHAXOKICHHS HCCIEAYEeMbIX KapOoaHTuapas B
CUCTEME THUJIAKOUHBIX MEeMOpaH, MPeXJIe BCEro, U3-3a KPOCCKOHTaMUHAIINH
npenaparoB porocucrem. Kpome toro, crumynsinus KA aktuBHOCTH
areTa3oJaMuI0M B CYOMUKPOMOJISIPHBIX KOHIICHTPAIUSIX, TPUCYIIE BCEM
KapOoaHTuIpa3aM o-cemeincTra (moapodHee cm. cTp. 25 nutob3opa). Panee y
ropoxa ctuMyJianus KA akTUBHOCTH 3TUM MHTMOUTOPOM HabIt01a11ach y
npemapatoB @C2-memOpaH, HO He y npenaparoB ®C1-memOpan (Ignatova et al.,
2006). 11 yCTaHOBJIEHHUS] MECTOHAX0KJIEHUS UCCIEAYEMbIX KapOOaHruapas B
TUJIAKOWTHOU MeMOpaHe BhIACISUIN THIIAKOUIBI U MPETapaThl TUIAKOUTHBIX
meMOpaH, oooramieHabie PC1 umu OC2 (OC1- u DC2-meMOpaHsHl,
COOTBETCTBEHHO), U3 MYTaHTHBIX pacTeHuit u pactenuit T u uzmepsuim ux KA

AKTHUBHOCTD.

3.8.1. Ocobennoctu BbiAeneHUs! GParMeHTOB TUIAKOMIHBIX MEMOpaH,

oborameHHbix ®C2 unu OC1 u3 pacrennit myrantHbix mo oKA4 nnm aKA2

OnHoit u3 ocobeHHocte MmyTaHTHBIX 110 0KA4 pacrenuii okaszanach
CJIOKHOCTbH MOJYUYEHHUS MPEnapaToB TUIAKOUIHBIX MeMOpaH, oboramieHHbIx OC2.
[To BennuuHe oTHOIIEHUS XJI0podmLIoB Xit a/Xi b MoxkHO B iepBOM
NPUOIM)KEHUHN CYAUTh O KauecTBe nojiydeHHbIX npenapatoB OC1- u OC2-
MeMOpaH. M3BecTHO, uTO mpemnapatsl, ooboramnieraasie @C2, y BRICITUX PACTEHUHN

UMEIOT oTHOIIeHue Xut a/Xin b B nuanasone 1,6-1,8, a npenapatsl, 000TaIl[CHHBIC
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®CI1 - okozo 3,0. g kauectBeHHOTro BhiaeneHus OC1- u ®C2-memOpan u3

JINCTBHCB apa61/moncmca KOHIOCHTpPAIWA NOHOB Mardu:Aa B CpCac HHKY6aHI/II/I

THUJIAKOM/IOB M 9THX IIpernapaToB J0/KHa ObITh He MeHee 5 MM (Ignatova et al.,

2011), Torma Kak JuIst BEIACICHUS U3 JIUCThEB ropoxa goctatouro 2 MM MgCl,.

Opnaxko, yciosus Beiaenenus OC1- u ®C2-membpan, nogodpannsie aisa AT,

OKa3aJIMCh HEMOAXOAsMMHE JiJ1s tosrydaerust @C2-memOpaH U3 pacTeHui

myTtaHTHBIX 110 0KA4. [Tpu yBennuenun kounenrpamuu MgCl, B cpene

POMCXOIMIIO YITydllleHre kKadecTBa npenaparoB @C-memoOpan (Tadm. 13).

Ycnemnoe pazaenenne OC1- u @C2-memMOpaH ObLIO JOCTUTHYTO MPHU

YBEIIMYEHUH KOHUEHTpAUU XJopuctoro maruus 1o 10 MM. Mel pacuieHrBaemM

3TOT (PAKT, KAK KOCBEHHOE CBUAETENICTBO HaxoxAeHus1 0KA4 B rpaHaJIbHBIX

001acTAX THJIAKOUJAHBIX MEMOpPAH U BO3MOKHOI €€ CBSA3HM CO CBETOCOOUPAIOIINM

koMmiiekcoM CCK2, mockonbKy MMEHHO OH 00eclieuynBaeT 00pa3oBaHue

rpaHabHOM CTPYKTYyphI THiIakownoB (Goral et al., 2012).

Ta6nuua 13. Bnusiaue konunentpaunu MgCl, Ha otHomenune Xt /X b
MeMOpaHHBIX TipenaparoB, odorameHHbIX OC1 nnu OC2, U30IMPOBAaHHBIX U3

pacTeHnii MyTaHTHBIX 110 0KA4.

myTaHT o oKA4, muaus 8-8

Pacrenus Konrenrparus Xna/Xnh
MgCl, DC2- @Cl-

MeMOpaHbl | MeMOpaHbI

AT 5 MM 1,81 +0,04 | 3,56+0,06

myTaHT o oKA4, muaus 8-8 5 MM 2,54+0,09 | 2,93+0,04
myTaHT o oKA4, muans 9-12 8 MM 2,31+0,05 | 4,85+0,39
MyTaHT o oKA4, muaus 8-8 2,04+£0,06 | 3,92+0,21
myTaHT o oKA4, muans 9-12 10 MM 1,83+0,01 | 3,35+0,07

1,78+ 0,00 | 3,10+ 0,05
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[Tpu Beinenenuu npenapatoB OC1- u ®C2-memMOpaH U3 pacTeHUH,
HOKayTHUPOBaHHBIX M0 0KA?2, HEe BO3HUKIIO TOJI0OHBIX ClOkHOCTEH. Bee

MPOLIEIYPhI BbIICJICHUS IPOBOJIUIIU B YCIOBUAX, NO100paHHbIX Juis pactenuid [ T.

3.8.2. Kapb6oanrunpaznas akTuBHOCTh TUIakon10B U OC1- u ®C2-memOpan

N3mepenne KA akTUBHOCTH TUIIAKOUAOB U3 PACTEHU MYTaHTHBIX IO
o0enM kapOoaHTHIpa3aM MOKa3ano0, 4YTo CTUMYJALMs KA aKTUBHOCTH THIIaKOUIOB
arerasojiaMuI0M HabJrogaIachk B TUIakou1ax MyTanTa no oKA4 odeux auHui
(Tabm. 14), a B Tunakougax MmytanToB 1o 0KA?2 takas CTUMyIAIMS OTCYTCTBOBaIA
(Tabn. 14), u nposIBASIIOCH MHTUOUTOPHOE JIEHCTBUE alleTa3ojamMuaa. Y
TUJIAKOUJIOB, BhIJIeNIeHHBIX U3 pactenuil T, crumynsauuio KA akTuBHOCTH
HaOJII0/JaIM BCET/IA, YTO MOKET CBUIETEIbCTBOBATH O XOPOILIEM KaueCTBE
BBIJICJICHHBIX THJIAKOUAOB. [10-BuauMoMy, B TUIIAKOU1aX MyTaHTOB 110 0KA?2
ctuMysiius KA akTUBHOCTH HE BBISIBIISLIACH MO MPUYUHE «3aAKPBITOCTH
ocraBiueiics B MemOpane aKA4, koTopas, BeposiTHEE BCETO, PACTIONOKEHA C
JIOMEHAJIbHON CTOPOHBI TUJIAKOUAHOW MeMOpaHBbI, a aneTazojamMui, Oyayqu
BOJIOPACTBOPUMBIM COETUHEHHEM, TIJI0X0 IPOHUKAET Yepe3 MeMOpaHy U ero
xoHueHTpanys, 107M, 6b11a K ToMy %e Hu3Ka. Takum 00pasom, 3a
HaOmoaasuryrocs B Twiiakonaax AT u myrantax no aKA4 ctumyisanuio KA
aKTUBHOCTH aleTa3o’aaMuioM, oTBeTcTBeHHA 0KA?2, 4yTo 1o3Bosier
MPEANOJIOXKUTh €€ HAXOKIEHUE B JIAMEIUIIPHBIX MEMOpaHax Ha UX CTPOMAIbHOU

CTOpPOHE.
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Ta6nuna 14. Biusaue anerasonamuna (AA) (10°M) na KA axTHBHOCTB
TUJIAKOUOB PACTEHUMN JUKOIO TUIA U pacTeHUd MyTaHTHBIX 110 aKA4 unu no
aKA2.

Pacrenus KA akxtuBHOCTB, pMoIs HY/Mr Xom MmuH
-AA +AA (10'M)
AT 41,4+ 8,7 475+4,2
myTaHT o oKA4, muans 9-12 58,0£11,6 61,6 +9,7
myTaHT o oKA4, muans 8-8 55,7+17.8 68,6 £10,6
AT 11,7+53 19,3 +3,7
MyTaHT 1o aKA2, nunus 9-11 58,4 +10,7 42,9 +9,3
myTaHT o 0KA2, nmuans 8-3 437+29 38,7 4,7

B ®C2-membpanax u3 mytanToB 1o aKA4 crumymnsiuuu KA akTUBHOCTH
arerazojiaMuioM He Ob110, a B DC2-memOpanax u3 JAT crumynsmus 6suta (Taom.
15). D10 yOenuTenbHO CBUAETENLCTBYET O TOM, 4TO UMEeHHO 0KA4 OTBETCTBEHHA
3a KA aktuHOCTh B @C2-MemOpanax apadbupormncuca. B ®C2-membpanax
MyTaHTOB 10 0KA2 cTumyIsiius amera3onaMuI0M Ha0I01aaack, YTO COrIacyeTcs

C MMPUCYTCTBHEM B 3TUX MeMOpaHax aKA4 (Taou. 15).
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Ta6muua 15. Bousuue anerazonamuna (AA) (107°M) na KA aktuBHOCTE

OC2-meMOpaH pacTeHUH AUKOTO TUIA U pacTeHUd MyTaHTHBIX 110 0 KA4 v o

aKA2
Pacrenus KA aktuBHOCTB, pMoJib HY/Mr X1 MuH
-AA + AA(107M)
AT 65,0 £ 8,1 75,4+3,6
myTaHT o oKA4, muaus 9-12 53,04 4.6 21,6437
myTanT 1o oKA4, nunus 8-8 78,5+ 7.8 74,4 +10,6
AT 36,5+7,3 45,3 +£8,7
MyTaHT 1o aKA?2, muuus 9-11 35,1 +£8,2 424+6,5
MyTaHT 1o aKA2, nunus 8-3 39,3+5,6 65,5 £5,6

B npenaparax ®C1-memOpan n3 060Mx MyTaHTOB MpUcyTcTBOBasIa KA

aKTUBHOCTb, CTUMYJIMpyeMas anerazoinamuaom (Taoum. 16).

Tabnuna 16. Biusaaue anerasonamuna (AA) (10°M) na KA axTHBHOCTB

OC1-meMOpaH pacTeHUH AUKOTO TUIA U pacTeHUd MyTaHTHBIX 110 0 KA4 v o
aKA2

Bapuant KA aktuBHOCTB, uMOib H/mMr X mun

-AA +AA(107M)
At 25,0442 292+ 1,8
myTaHT 1o aKA4, muaus 9-12 42,0+ 84 48.8 £33
MyTaHT 1o aKA4, nunus 8-8 504+ 6.3 59.745.6
AT 15,6 +3,8 20,8 +4.4
MyTaHT 1o aKA2, muuus 9-11 35,1 +8,9 42.4+6,5
MyTaHT mo oKA2, muans 8-3 25,0£5,6 33,4 £5,6
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C ydyeToM JaHHBIX JTUTEpaTyphl 0 IpucyTcTBUn 0KA4 cpenu 6enkoB
TUJIAKOWTHBIX MeMOpaH HaJIMuue aleTa3oaMua-cTuMynupyemMor KA akTuBHOCTH
B ®C1-meMOpanax u3 myTantoB o aKA4, CBUIETEIbCTBYET O HAIMYUU B 3TUX
MemOpanax emé ogHout KA a-cemeiictBa. Mectonaxoxaenue aKA2 1o Hameit
paboTel He ObLI0 Hen3BecTHO. CTumyssiinu KA akTHBHOCTH alieTa3ojlaMHUIOM B
®C-1 membOpanax u3 MyTanToB 1o 0KA4 sBIsIeTCS BaXKHBIM JIOTIOTHUTEIIBHBIM

apryMEHTOM B MOJIb3Y TOTO, 4T0 aKA2 HaXOUTCS B TUIAKOMIHOW MeMOpaHe.
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I'JIABA 4. OBCYXJIEHUE

B nenom, nonyuenssie B paboTe pe3yabTaThl MPEACTABISIOT COO0M NIEPBbIC
B MUPOBOM JIUTEepaType AaHHbIE 0 TOM, 4TO KA BBICHINX pacTeHUN MPUHUMAIOT
y4acTHE B PEAKIIUIX, COCTABJISIONIUX Mporecc (OTOCUHTE3a, U YKa3bIBAIOT, KAKUE
ATO pEAKUUHU. YKE U3MEHEHHE SKCIIPECCUH T'€HOB JIBYX HcciieqoBaHHbIX KA3 moj
BIIUSIHUEM (DAKTOPOB CpeIbl, UMEIOITUX OIMPEACIIAIONIee 3HAUCHHE JIJIST CKOPOCTH
dboTocHuHTE3a, - UHTEHCUBHOCTHU cBeTa U KoHleHTparuu CO; B Boznyxe (Puc.13 u
14), - cBHIIETEIIBCTBOBAJIO O BO3MOXHO BayKHOU poJiH, KoTopyio oKA2  aKA4
UrparoT B npouecce porocunresa. [Ipu s3Tom sxcnpeccus reHoB 3Tux 1Byx KA
3aBucesnia oT KoHueHTpauuu CO, NpOTUBOIONI0XKHO, — 3Kcnpeccus oKA4
YBEJIIMYMBAJIACH TIPHU MOBBIIIEHHOM cozepkanuu CO, B BO3ayXe, a dKCIpeccus
oKA2 yBennunBanach npu HuU3koM coaep:xkanuu COgz, - 4TO Mpeanogaraio ux
y4acTue B PEryJIAIUU OJHOU U TOM Ke PeakIMu MyTeM pa3HOHAINPABJICHHOTO
JercTBUs. Takou NPUHLIMI PETYJIALMA OYEHb IIIUPOKO IIPEICTABJIEH B
MeTaboJIM3Me )KUBBIX OpraHu3MoB. [IouCK perynupyemMoil peakiuu u poib Kaxaon
u3 KA ObLI OCYIIECTBIICH C UCIIOIH30BAHUEM PACTEHUN MYTAHTHBIX 110
COOTBETCTBYIOIINM T'€HAM.

CpaBaenne MOpGhOhU3HOTOTHIECKHUX TTOKA3aTeNIel PaCTCHHM,
HOKayTHpoBaHHBIX 0 TeHam At4g20990 u At2928210, koaupyrommm aKA4 u
aKA2, coorBeTcTBEHHO, ¢ pactenusimu T noarBepaniio, yto nanueie KA
y4acTBYIOT B MeTaboau3me pacteHui. [Ipu atom mopdoduznonornueckue
MoKa3aTesy, o KOTOPbIM MYTaHTHBIE pacTeHus oTiinuainuch oT T, - Bec po3eTku
JIMCTHEB, COJIEPKAHUE Kpaxmaa 1 MEPOKCUIA BOJOPOAA B JUCThIX, CKOPOCTh
accumuisiuu CO2 TUCTOM, YCTOMYUBOCTD K JIEHCTBUIO CBETA, - TUOO MPSIMO
orpaxkanu (ckopocTth accuMmsiiuu COz), 1160 B OOJIBIIICH WM MEHBITICH CTEIICHH
OBLITM CBSI3aHHBI C U3BMEHEHUSIMU IIpoTeKaHus poTocunTe3a. BHOBb Habm0AaIH,
YTO MCCIICIOBAaHHBIC MTOKA3aTENN OTanYanuch B MyTanTax mo aKA?2 wim aKA4 ot

TakoBbIX B JIT B mpOTHBOMNOJIOKHBIE CTOPOHBIL. Y MyTaHTOB 110 lKA?2 chIpoit Bec

99



PO3ETKHU JINCTHEB M COJICPIKaHKe KpaxMaia ObUTH HecKobko Huxke (Tabmn. 1 u 4), a
ckopocth accumutsiniuu CO; arcToM Oblia 3HaYMTEIbHO BhINIe (Ha 30-40%)
(Tabu. 6), a y mytanToB 110 c.KA4 chipoit BeC pO3eTKH JTUCTHEB U COJICPIKAHUE
kpaxmana Obutn Boiie (Tabm. 1 u 2), a ckopocts accumusisitiuu CO2 muctom ObLTa
ke, uem y JIT (Tabm. 5).

Oco60 obpariaio Ha ceOst BHUMaHUE TaKOE HATJISTHOE OTIMYHUE MyTaHTa 1o
oKA4 ot JIT xak 3HaunTensHO Oosbiee, B 2-3 pasza (Tabm. 2), conepkanne
Kpaxmaja B 3TOM MyTaHTE 10 CPAaBHEHHUIO C COACPKaHUEM KpaxMaja B JIUCThIX
pacrennii J[T. DiexkTpoHHass MUKPOCKONUS IMOATBEPANIIA CYILIECTBEHHOE PA3JININE
B HAKOILUJICHUHU KpaxMaJia B JIMCThIX: B PACTEHUSX MYTaHTHBIX 110 0K A4 6bL10
0o0JIbIIIe KpaXMaabHBIX 3€PEH, U OHU UMEIIH 3aMeTHO Ooubiiuii pasmep (Puc. 17).
Bb110 ycTaHOBJIEHO, UTO OOJBIIIEE KOJIMYECTBO KpaxMalia B JIUCThIX MyTaHTa ObLIO
pe3yapTaToM ero HakorieHus Ha cBety (Tabu. 3). [Ipu aToM oka3anock, 4To
CYIIIECTBEHHOE MPEBBIIICHUE B MYTAaHTE COJICPKAHUS Kpaxmasa 1mocjie 8-4acoBoro
ocBelenus cBeToM 100 MKMOIIb KBAHTOB/M?C HCYE3AII0 TIOCIIE HOYHOTO NIEPHOJA,
¥ K HaYaJy HOBOTO JIHSI COJIEP’KaHUE KpaxMaja CTAHOBHIJIOCH JaKe HECKOJIBKO
MeHblIe, yeM B JIUCThAX T (Tabm. 3). [Tocaegnee Moriio ObITh pe3yJIbTaTOM TOTO,
9TO B OTBET Ha MOBBIIIEHHBIN OMOCHHTE3 KpaxMalia akTUBHPOBAJIach U CUCTEMA
€ro Jerpaaariu, 4ToObl HE JOMYCTUTh €T0 CBEPXHAKOTUICHHUS, YTO YXYIIAeT
doTocuHTE3.

Yro kacaeTcs MPUIMHBI YBEIMYCHHS CKOPOCTH OMOCHHTE3a Kpaxmaa, To,
BO-TIEPBBIX, U3BECTHO, UTO KpaxmaJ B TUCThAX C3-pacTeHUI HAKATUTUBAETCS,
KOTJ1a BBICOKA CKOPOCTh npoaykiuu AT®. [TokazaHa TakKe CTUMYJISALIUS
aKTUBHOCTH KIIIOUEBOTO (pepMeHTa OMocuHTe3a kpaxmana, A/[P-rmoko30-
nupodochopunassl, mpu Bozpactanuu npoaykuuu AT (Loef et al., 2001). ITo-
BUJIUMOMY, B pacTeHusax 06e3 0KA4 n30bITouHOE HAKOIUUIEHHE KpaxMalia Ha CBETY
MPOUCXOIUT BCIEACTBHE N30BITOYHOTO OTHOCUTEIIBHO CKOPOCTH 00pa30oBaHUs

HAJI®H cunteza AT®. [TpudrHOM 3TOr0 MOXKET ObITh, KaK yBEJIUYEHUE,
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HaIpUMep, HUKIMYECKOT0 dJIEKTPOHHOTo TpaHcnopTa Bokpyr ®C1, tak u 6oiee
BBICOKHI TIOTOK 3JIEKTPOHOB K O2 B 3TOM MYTaHTE, YTO YBEJIMUMBAET OTHOIIICHUE
ATDO/HAJIPH B xmoporiacrax. U3mepenus yBenuuenus coaepkanus H,O; B
JUCTBSIX MOCIIE MATH MUHYT OCBEUIEHUS, - YTO, YUUTHIBAsA BPEMS 3TOTO OCBELICHUS,
OTPa)KA€T UMEHHO PACIIPENCIICHUE TOTOKOB A1eKTPpoHOB B ®ITLI, - moka3anu, 4to
B MyTaHTe 1o aKA4 cBetounayrupoBanusiii mpupoct HyO, 3HaunTeNNbHO O0BIIIE,
yeMm B [{T (Puc. 30). Takum oOpa3om, ckopee BCero, UMEHHO YBEIMUEHHBIN MOTOK
ANEKTPOHOB K KUCJIOPOY, CTUMYIUPYIOLINNA TPOTEKAHUE «BOHO-BOJAHOIO
LMKJIa», B KOTOPOM IMOTOK 3JIEKTPOHOB, HE HAIIPaBJIEHHBI Ha BOCCTAHOBJICHUE
HAJI®*, B1BOE MPEBBIMIAST MOTOK 3JIEKTPOHOB K O2, MPUBOJUT K U30BITOYHOMY
obpazoBannio AT®, 4To 1 BBI3BIBAET YBEIUUECHUE OMOCHHTE3a Kpaxmasa Ha CBETY,
HaOmromaeMoe y MytanToB 1o aKA4 (Tabx. 3). B myrante mo aKA2 mpupoct
coaepkanusi HyO; 6611 HA 30-40% Mmenbiue, uem B JIT (Puc. 31).

N3menenue mopdodusnonornueckux nokazaresnei, TouHee, ux pa3iniue B
JT 1 myraHTax, HE MO3BOJIIET YCTAHOBUTH IPOLIECC, BKIIOYAOLINAN
KapOOaHTUPa3HYIO PEAKIIMIO, B KaTaIM3€ KOTOPOU yyacTByeT Ta win nuHas KA.
[Touck 3TOTO MpoLECcca C UCMIOJIB30BAHUEM MYTAHTOB 10 COOTBETCTBYIOIINM
KA3aMm ObUT OCYIIECTBIIEH TYTEM CPABHEHHUS XapaKTEPUCTUK (DOTOCUHTE3A,
U3MEPEHHBIX C MOMOIIbIO perucTpanuu GIyopecieHInu Xaopohusuia a TUCThEB
pacrenuu AT u MmyTaHTOB.

[TokazaTenu QuryopectieHIInK, U3MEPEHHBIC TTPU HU3KOW WHTEHCUBHOCTHU
cBera u Tpex KoHueHTpausx COy, MOYTH HE OTIAMYAIIMCH Y MYTAHTOB 0 00EeUM
KA u y pactennii IT (Puc. 18). Onunakoast Benuunna HOXT dayopecniennun
MIPU HU3KOM MHTEHCUBHOCTU CBETA, BEPOSITHO, CJIEJICTBUE TOTO, YTO HET
HEO0OXOMMOCTHU PETYIISIIIUU AUCCUTIAIINY MOTJIONIEHHON SHEPTUH CBETA B TEILIO,

u 3Ta 3ueprus, noromieHHas CCK2, 3¢ heKTHBHO UCTIOMB3YETCS IS
TPaHCIOPTa NEKTPOHOB. [Ipu BEICOKOM MHTEHCUBHOCTU CBETA U KOHLICHTPALIMHU

CO- 100 ppm Bennunna HOXT B MyTaHTax Takke HE OTINYAIOCHh OT €T0
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BenuuuHbl B pacteHusix T (Puc. 21). Beicokue 3nauenus gN npu 100 ppm
COg2, xorna (OoTOCMHTE3 HEBEIUK BCIIEICTBUE OIPAHUYEHHOM MOCTABKU
cybctpara st PyGucko, 0OBsICHSIIOTCS HE3HAUUTEIIBHBIM MOTPEOICHUEM
MPOTOHOB NpH cuHTe3¢ ATD U, COOTBETCTBEHHO, UX BBICOKON KOHIIEHTpAILIMEH B
JFOMEHE, a CXOJICTBO BEJIMYMH dHepro3asucumoro kommnonenta qE (qN1) B AT u
MyTaHTE, OYEBUAHO, OTPAKAET TOT (PaKT, UTO KOHLEHTPALIUS IPOTOHOB B
JFOMEHE JIOCTUTaeT B TAKUX YCIOBUSIX BEIUUYHMHBI, OJM3KOH K HACBIIICHHIO.

[Ipu yBennuennn konuentpauuu CO, no 800 u 1500 ppm ckopocThb
oOpamenus nukia Kanesuna yBenuuuBaercs, 1 AT® akTUBHO noTpediisercs,
MO3TOMY KOJIMYECTBO MTPOTOHOB B JIIOMEHE, COCOOHBIX cTUMylnpoBaTh HOXT,
yMeHbIIaeTCs. B 3TUX yCIOBHSX, T.€. IPU BICOKON HHTEHCUBHOCTH CBETA U
BbICOKUX KOHIEHTpauusax COz, ypoenb HOXT B mytante no aKA4 okazasncs
Huxe, ueM B [T, npuueM 3Ta pa3Huna Obuia 00ycioBiIeHa S3HEPro3aBUCUMbIM
xomoneHToM HOXT, qE (qN1) (Puc. 21). B HacTosmee BpeMst TPHHUMACTCH,
4TO BeMM4MHA (E Xapakrepu3yeT creneHb npoToHnpoBanus PsbS Genka
(Ruban, 2016), n menbpee 3HaueHne napameTpa qE y myranra mo aKA4 mMoxer
CBHJIETEJILCTBOBATH O TOM, 4YTO B OTCYTCTBHM 3TOM KA mpoucxoaur
«HEJIONPOTOHUPOBAHKE) 3TOro Oenka. Emé oqHuM 10BOJIOM B MOJIB3Y
HapYIIEHHs B 9TOM MyTaHTe IPOTOHUPOBaHUS UMEHHO PSDS Oerka siBnsieTcs
0onee memiennas aktuBanus NPQ y MyTaHTa B IepByI0 MHHYTY OCBEIICHUS,
0COOEHHO TP ONTUMAJIbHON U BbICOKOH KoHIeHTpanusx CO; (Puc. 20): B
JUTEepaType UMErOTCs JaHHbie 00 yuactuu PSbS B passutin HOXT nmeHHO B
nepByro MuHYTY ocBetienus (Ikeuchi et al. 2014).

B Tex xe ycnoBusix B MyTaHTHBIX pacTeHusX 1o olKA2 yposens HOXT
Ob11 BeIIe, 4yeM B pactenusix T (Puc. 24). Pasnoxenne HehOTOXUMUIECKOTO
TymIeHus (PIIyOPECICHIINY Ha KOMIIOHCHTHI BBISIBUAJIO, YTO KOMITOHEHT HOXT

qN1 (gE), 0OycmoBieHHBIN HAKOIUICHHEM ITPOTOHOB B JIIOMEHE THIIAKOUIOB, Y
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myTaHTa 1o aKA2 na 40-50% Bbliie, 4eM 3TOT KOMIIOHEHT B pacteHusx AT
(Puc. 25).

Bropoii komnonentr HOXT, uzmepspiumiicst B JaHHON paboTe Kak
pETAKCUPYIOIIMI B UHTEPBAJIE BpeMEHU OT 1-01 10 15-0i1 MUHYTBI OCIIE
BBIKJIIOUEHUS JieiicTBYomero ceera, N15, panee paccmarpuBaics Kak
nmokaszareiib Bo3BpaTa MoOomibHOM yacTu CCK2 k ®C2 ot ®C1, xyna sTa 4acTh
CCK2 murpupoBaiia Ha CBETY, - IpoIiecc, 0003HaYaeMbIii Kak state transitions
(Quick and Stitt, 1989). Onnako, B HacTOsIIee BPeMs yCTAaHOBIIEHO, YTO TIPH
BBICOKOM MHTEHCUBHOCTH CBETA, KOMIIOHEHT, PEJIAKCUPYIOIIUN B TAHHOM
BPEMEHHOM JMAIa30He, ABJISETCS 4acThio d3Heprozaucumoro HOXT u
oOyciioBiieH (PYHKIIMOHUPOBAHUEM BHOJIAKCAHTUHOBOTO ITUKJIIA, KOTOPBIHA
aKTUBUPYETCSl IPOTOHUPOBAHUEM (DepMEHTA BUOJAKCAHTHUHIEIMOKCUAA3HI, T.€.
TaKKe 3aBUCUT OT KOHILICHTPAIIMU TPOTOHOB B JIIOMEHE; ObLJIO MOKA3aHO, YTO
STIIOKCHIAIINS 3¢aKCaHTHHA MOXKET 3aHuMaTh J10 aecatkoB muHyT (Nilkens et al.,
2010). Koappumment qN15 y myrantoB no aKA4 nmm aKA2 He otiauyancs ot
takoBoro y JIT (Puc. 21 u 25).

Baxubpim otiinuuem mytanToB 1o aKA4 ot pactenuii T 6b110 TO, 4TO
MOCJIE IIECTH YacCOB OCBEIIEHUS CBETOM BBICOKOW MHTEHCUBHOCTH
dbotounrndbupoBanrie ®C2 B Hem Obu10 OombINE, yeM B [T (Puc. 26). B
COOTBETCTBHHM C 3TUMU JAHHBIMU, OIIMCAHHOE BbIlIE yuacTue aKA4 B ctuMynsuuu
HHEPro3aBUCUMOTO TYIICHUS, KOTOPOE OTPAXKAET JUCCUTIAIUIO MOTJIOIIEHHON
HHEPTUHU CBETA, MO3BOJISET PACCMATPUBATH ATOT PEPMEHT KaK YACTh CUCTEMBI
3alUThl (POTOCHHTETUYECKOTO anmnapara oT (POTOMHTHOMPOBAHMS, YTO BEPOSATHO, U
apisiercst pynkimenn aKA4 B porocuntese. B myrante mo aKA2
dboronnrnoupopanne @C2 Mano OTIMYAIOCH OT pa3BUBaBIIerocs B pacteHusx T
(Puc. 27), HO MOHO OBLIIO 3aMETUTH TCHACHIINIO K TOMY, YTO OHO OBLIIO MEHBIIIE,
yeM B JIT; mociemHee MOXKHO COITOCTABUTE ¢ OoJiee BhICOKOM BeauunHo HOXT

bayopecteHIuu xjgopoduiiia B 3TOM MyTaHTE.
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KBanTOBBIIf BbIX0T (hITyOpeECIEHIINN XJIOpO(dHILIa & JTUCTHEB B
aJlalTUPOBAHHBIX K TEMHOTE PACTEHUZ| HE OTIMYAJICSA B 000MX MyTaHTax OT
takoBoro B pactenusax AT (Ta6u. 8 u 9). B conocrapieHuu ¢ BIUSHUEM MyTalluu
no renam At4g20990 u At2928210, komupyronum olKA4 n aKA2,
COOTBETCTBEHHO, Ha BEJIMYUHY 2P(PEKTUBHOTO KBAHTOBOT'O BBIXOJIa HA CBETY, Y,
3TOT (PAKT CBUIETENBCTBYET, YTO OTCYTCTBHE HCCleoBaHHBIX KA He BIuseT Ha
opranuzanuio ¢popmupyrormieiics B oatoreHeze @C2. Paznmmune B BenmmunHax Y
NOATBEP)KAAET, uTo 3TH KA yuyacTByroT B npotekannu peakuuii B @ITLI, korga
3Ta 1enb PYHKIMOHUPYET Npu ocBeleHun. CaM 1o cede 3 PeKTUBHBIN
KBAHTOBBIN BBIXOJI, KOTOPBIN IPU YMHOKEHUU HA UHTEHCUBHOCTD MOTJIOIIEHHOTO
CBETA JIa€T CKOPOCTh MOTOKA 3JIEKTPOHOB 10 @I TLI, He 1MO3BOJISIET, B OTJIMYHE OT
BenuunHbl HOXT dayopecueHunuu, CTpouTh NPEANOI0KEHUS 0 MEXaHU3Max
¢ynkunonupoBanus KA B xjoporuiactax, HOCKOJIbKY BeJIMYMHA Y 3aBUCUT OT
IIPOIIECCOB MOJAYM JIEKTPOHOB K akienrtopam @C2 u 0TTOKa 3IEKTPOHOB OT HUX,
U MOXET U3MEHATHCS TPU U3MEHEHUHU JII000ro 3 HuX. OIHaKO0, COMOCTABICHUE
BIIMSIHUSL MyTalluid Ha 3P (EeKTUBHBIM KBAHTOBBIM BBIXOJ] C BIUSHUEM Ha APYyTrUe
XapaKTEePUCTUKHU PACTEHUIM MOXKET PACUIUPUTH MPEJCTaBICHUE 00 y4acTUn
uccienoBanHbix KA3 B orocunTese.

VY mytanToB no oKA?2 3 pexTuBHBIN KBAHTOBBINM BBIXO]T TTOCJIE MATH MUHYT
ocsenienus Obu1 HIDKE, 4YeM y T (Puc. 23). CHmxenue 3 pexTuBHOTO
KBaHTOBOTO BBIX0JIa B 3HAUUTEIILHON CTENIEHU Pe3ybTaT 00Jiee BHICOKOTO YPOBHS
JUCCUTIALMHY TTOTJIOIEHHON SHEPTUHU B TEILJIO B 3TOM MYTaHTE. Y MYTaHTOB I10
oKA4 s dexTuBHBIN KBAHTOBBIN BBIXO/] TIOCIIE TISITH MUHYT OCBEIICHUS OBbLI
BhIIIe, yeM y pactenuid IT (Puc. 19), 9T0, B CBOIO 0Yepe/b, MOXKET OBITH
COIIOCTABJIEHO C 00JIe€ HU3KUM YPOBHEM JIUCCUIIALIMHU TTOTJIOIEHHOW SHEPTUH B
TEIJIO B 3TOM MyTaHTe. TakuMm 00pa3oMm, Mpy BEICOKO HHTEHCUBHOCTH CBETA U
onTuManbHOM KOHUEeHTpauu CO,, yMeHbIIEHHUE IO cpaBHEHUIO ¢ [T

3¢ (HEeKTUBHOTO KBAHTOBOTO BhIX0/1a B MyTaHTe 110 o KA2, 1 ero yBenuyeHue B
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myTtaHTe no aKA4 BcTymnanu B mpOTUBOPEYHE C TEM, YTO CKOPOCTh ACCUMIIALIMU
CO; B nepBom mytanTe Obua Bhime (Tadm. 6), a Bo Bropom — Huke (Tabi. 5), uem
B pacteHusix JIT. Takoe BuammMoe mpoTUBOpEUUE TIPOIIE BCETO OOBICHITh
M3MEHEHUSIMU aJIbTEPHATUBHOTO MOTOKA AMEKTPOHOB B ®IOTL] y MyTaHTHBIX
pacteHuit. I PpexTUBHBIN KBaHTOBBIN BhIX0JT DPC2 0TpaxkaeT BCE ICKTPOHHBIC
notoku B ®ITLI k nenomy psay akiienTopos, a ckopocTh accumuisiuuu CO; -
TOJIKO TTOTOK AIeKTpoHOB K HAJI®™, BoccTaHOBIIeHHAs1 (hopMa KOTOPOTO
HeoOxoauma 11t accuMumsui CO2. OCHOBHBIM albTEPHATHBHBIM TOTOKOM
aneKTpoHOB B ®IOTL] sABISIETCS NTEPEHOC ANEKTPOHOB K KUCIOPOAY; IPUHSATO
CUUTATh, YTO ITOT MOTOK AJIEKTPOHOB MOKET COCTABIATh OT 5 10 30% oT o011ero
notoka atekTporoB (Ivanov et al., 2012 u ccbutku Tam). I3mMepeHns HaKOTUICHUS
H>0; B TUCTBSIX Ha CBETY, KaK y>Ke ObUIO PACCMOTPEHO, MOKA3aJIH, YTO 3TO
HaKoIUuleHne Hibke B MyTtanTax no olKA2 (Puc. 31), HO BbIllIe B MyTaHTax Mo
oKA4 (Puc. 30), T.e. usMeHeHnue B HakorieHnu HyO, coBnanano ¢ N3MEHEHUSMU B
Benu4YrHE 3P(HEeKTUBHOTO KBaHTOBOTO Bbhixos1a @C2. Ha nepBblii B3I 3TO
BBITJIAJIUT JOBOJIBHO CTPAHHO, YUYUTBIBAs, UTO IEPEHOC AIEKTPOHOB K O>
CYIIIECTBEHHO 00Jiee MEUICHHBIN IIpoliece, YeM BoccTaHoBlienne HAJ[®*. B
HACTOSIIEE BPEMs y HaC HET IaHHBIX, YTOOBI MPEANOIaraTh, 4To B apabuaoncuce
MOTOK 3JIEKTPOHOB K O2 HACTOJBKO BEJUK, YTO UIMEHHO €r0 U3MEHEHUS
onpeneNstoT o0 NoTok 31ekTpoHoB o ®ITL. Ognako, B tuTepaType ecTh
yKa3aHus Ha TO, YTO, HAIPUMED, B TUIIAKOUAX OBCA MTPHU CO3JaHUH ONTUMAJIbHBIX
ycnoBuii aiist BocctanoBnerns HAJI®D™ notok anekrponoB k O, gocturan 80%
(LImenesa u ap., 1984). MccnenoBanus ¢ UCTIOIb30BAHUEM TUIAKOUIOB
apaOujorcuca 3aTpyIHEHbI U3-32 TPYJIHOCTEHN BBIIECIECHUS MTOJTHOCTHIO HHTAKTHBIX
MeMOpaH u3 mytadTa mo olKA4 (cMm. PesynbraThl, paszaen 3.8.1), Ho mpoBepka
YKa3aHHOTO MPEJIOIOXKEHUs OyIeT MPOBEICHA B lajbHEHIIel padoTe.

JIJ1st ycTaHOBJICHUSI MECTOHAXO0XKACHUS HcclieoBaHHbIX KA3 B TUIaKOMTHOM

MeMOpaHe ObLIH BBIICJICHBI TUJIAKOUIBI, U3 HUX — (DparMeHThl TUIIAKOUTHBIX
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MeMOpaH, oboramieHHbie uin PC2 wu OC1, ®C2-memOpansl 1 OC1-meMOpaHbI
(Pesynbratsl, paznen 3.8). [1pu noay4eHnn U3 TUIAKOUIOB PACTEHUH MyTaHTHBIX
o aKA4 memOpan, oborameHHbx @C2, BO3HUKIIM CII0KHOCTH, U PEIICHUE ITOU
POOJIEMBI C TTIOMOIIBIO MOBBIIIEHUST KOHIIeHTparuu maraus (Ta6:a. 13) npu
BbIJICJICHUH MeMOpaH JaJio I0MOJIHUTENIbHOE KOCBEHHOE CBUJIETEIBCTBO CBSI3H
stoit KA ¢ PsbS 6esnkom. B padote (Kiss et al., 2008) 6s110 okaszano, uto PsbS
yBennunBaeT acconuanuio CCK2 ¢ ®C2 B THiiakonIHONH MeMOpaHe Npu
yBenuueHnu Konuenrpanun Mg?*. Eciu aKA4 pacnonaraercs 8oz ®C2 u
akTuBupyeT PsbS 6enok, To ee OTCYyTCTBHE MOTJIO MOBIUATH Ha CIOCOOHOCTh PsbS
Ocnka yBenumuuBath cTeneHb B3anmoaecTBus CCK2 u @C2, 94T0 ¥ MpUBOIMIIO K
HeynayHoMmy BblaeneHuto @C2-meMOpaH npu 00Jiee HU3KUX KOHLIEHTPaLUIX
maraus. B myrantax no aKA2 npucyrcrsyet aKA4, u npobiem ¢ BbiAeIeHUEM
OC2-meMOpaH HE BOZHUKAJIO.

Hcnonb3ys 10BOJIBHO HEOOBIYHOE CBOMCTBO KapOoaHTUAPA3 O-CEMEMCTBA
(llies et al., 2004) yBennuuBaTh AKTUBHOCTH B IPUCYTCTBUU MUKPOMOJISIPHBIX
KOHIICHTpAIUH BEIIEeCTB, TPU 00Jee BHICOKUX KOHIIEHTPAIUAX, JEHCTBYIOIINX KaK
WHTUOUTOPBI, B YACTHOCTH, alleTa3oaMuia, Mbl mokazanu, uto aKA4
pacnonoxxeHa Bou3u ®C2 (Pesynwpratsl, pa3aen 3.8.2). 9To xopoiio
COOTBETCTBYET BbIBOJIaM, CJI€JIAaHHBIM BBIIIIE O €€ CBsI3U ¢ PsbS 6enkoM, KOTophIii
pacmosiaraeTcsi cpenu xJiopodmni-cBs3pBaronux 0eakoB anTeHHb DC2. KA -
akTuBHOCTh ®C2-MemMOpaH u3 myranta no aKA4 Obl1a pe3yabTaram NpUCyTCTBUS
B ®C2 elie 0JHOr0, «BBICOKOMOJIEKYJIIpHOro», HocuTenst KA aktuBHoct (LU and
Stemler, 2002; Khristin et al., 2004; Ignatova et al., 2011), akTHBHOCTH KOTOPOTO
MHTUOMpYETCS y’Ke PU HU3KOW KOHLIEHTpaluu anerazoinamuaa. Mcnomab3ys 3To
K€ CBOMCTBO KapOOaHTHAPA3 0-CEMEMCTBA MOTyUEHBI TaHHbIE, KOTOPHIE
MO3BOJISIOT MpeAnoaararh, yto oKA2 pacnosioxkeHa Ha CTpOMaIbHOM CTOPOHE

triakou10B (Pesynbratsl, pasaen 3.8.2).
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B Ta6JII/ILI€ 17 MpCaACTaBJICHO UI3MCHCHHUC NCCIICIOBAHHBIX CBOMCTB MYTaHTOB

no renam At4920990 u At2g28210, koaupytouum aKA4 u aKA2, oTHocuTeNbHO

cBoiictB pacrenuii JIT. Bunno, uro orcyrctBrUe oqH0# 13 3TuX KA3 npuBoauio

dbenoTuny, orTinyaromemycst ot JIT B MPOTUBOIMOIOKHYIO CTOPOHY 110 CPABHEHHUIO

¢ eHOTHMIIOM MyTaHTa 1O Apyroi KA.

Tabnuua 17. CpaBHeHHE CBOMCTB pacTeHU MyTaHTHBIX IO T'€éHaM
At4920990 u At2928210, kogupyromum aKA4 u aKA?2.

CaoiicTBa MytanTt no aKA2 Myrant no aKA4
Bec myTaHTHBIX pacTenuil % oT ~0 110-120
AT
Conepxanue kpaxmaia % ot 80-90 180-250
AT
O} dexkTUBHBIN KBAHTOBBIMI I[Tpu Bcex [CO,) 3aBUCHT OT
BbIXOJ PC2 Hrxe, yem y JIT coaepxanus COp,

IIPU ONTUMAJIbHON
[CO;] Bbime T

DHEPro3aBUCUMbII KOMIOHEHT
HOXT, qE

Beiue, yem y 1T npu
ontumaibHoi [CO,]

Hwuxe, wem y AT npu
ontumaibHoi [CO,]

OHocHUTENBHBIN YPOBEHD
BOCCTaHOBJICHUS MyJia
IJIACTOXUHOHA

Hwuxe, yem y AT

Brie, uem y AT

YcronuuBocts OC2 k
(GOTOMHTMOUPOBAHUIO

Kak y AT

Hwuxe, yem y AT

KsanToBrlii BeIxog OC1

Beire, uem y AT

Hwxe, uem y AT

Cxopoctb accummsiniun CO»

Bpiue, yem y AT

Hwuxe, vem y AT

ConeprxaHue NMepeKncH B
JIUCTBAX

Mensbie, yem B T

bosnbmie B 1,5-2 pasa,
yem B JIT

Takum 06pa30M, OCHOBHOU pe3yiibTaT IPOBCACHHOT'O UCCIICAOBAHUA

COCTOMT B TOM, UTO ycTaHOBJeHO yuacTre aKA4 u aKA2 B meTabonuszme

BhIcIero pactenust Arabidopsis thaliana u mokazaHo 4To, BEpOsATHO, OCHOBHOI
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MPOILIECC, B KOTOPOM OHHU IPUHUMAIOT YYACTUE — PETYIUPOBAHUE JUCCUTIAIIAN
SHEPI'HH CBETA, MOIJIONAeMON MUTMeHTaMu (POTOCHHTETHYECKOTo anmnapata. [1pu
3TOM HX BJIMSIHHE Ha MPOLECC AUCCUMNALAN SHEPTUHU ITPOTHUBOIMIOIOKHO, - aKA4

CIIOCOOCTBYET YCUJICHUIO 3TOM nuccumnanuu, a aKA2 — ee ymenbinenuto. Takoe
pa3HOHAIPaBJICHHOE JEHCTBUE ATUX (PEPMEHTOB 0OECIIEYNBAET ONEPATUBHYIO
HACTPOWKY (POTOCMHTETUUECKOTO anmnapara pacTeHud HeOOXOIUMYIO TSt
ONTUMAJIBHOTO (DYHKIITMOHUPOBAHUS B KOHKPETHBIX YCIOBHUSIX OKPYKArOIIEH
Cpelibl.

C yueroM oOHapyxeHHOro BiusiHUS MyTanuid o KA4 n aKA2, T.e.
oTrcyTcTBUA 3TUX KA B pacTeHUH, Ha SHEPro3aBUCUMOE TylIeHue (hIyopecleHIIun
xJiopouia a, KOTOpoe 3aBUCHUT OT HAKOTUICHHS MIPOTOHOB B JIIOMEHE M TECHO
CBSI3aHO € MpoToHUpoBaHueM PsbS Gernka, a Takxke TaHHBIX O PACTIONOKEHUH ITUX
KA3 B Tunakougax npeajiaraeTcsi mpeiBapuTesbHas CXeMy X BKIIOYEHUS B
npotiecchl, npotekarorme B ®ITL na ceety (Puc. 32). Mbi cuntaem, uro aKA4
pacnonaraetcsi BOm3u @C2 1 yyacTBYeT B pa3BUTUU HE(DOTOXUMHUUECKOTO
TYILLEHUS, JIOKAJTbHO OCTaBIsAs MPOTOHBI PsbS Oenky. D10 sBsieTCsI UMEHHO
PETYIATOPHBIM BIUSIHUEM, TOCKOJIBKY SHEPro3aBUCUMOE TYIICHUE MOXKET
pa3BuBaThcs U 0e3 yuactus 3toi KA 3a cuetr mpoTOHOB JTIOMEHATIBLHOTO
npoctpancTia («bulk» mpoToHOB). B cTarimoHapHbIX yCIOBUSIX, ONTHMAIBHBIX JIJIS
dboTocunTe3a, nociueaHue MHTEHCUBHO "yTekatT" k AT®-cunTasze,
pacnionararouieics B iamesuiax crpombl. Haxonsics Bommzu @C2, aKA4
MO3BOJISIET o0ecreunTh PsbS Oenok npoToHaMu Ja)ke Mpu aKTUBHOM CUHTE3¢
AT®. Crumynsnust KapOOAHTUIPa3HON peaKUU B HAIIPABICHUHU BHICBOOOKACHUS
MIPOTOHOB MPOUCXOJIUT UMEHHO Ha CBETY, KOT/la KOHIIEHTpalus OukapOoHaTa B
JIOMEHAJIbHOM IIPOCTPAHCTBE YMEHBIIAETCS MPU 3aKaYKe MPOTOHOB B JIIOMEH MIPH

¢yukunonupoanun OITL. Ilocnenuss peakuus KaTaIu3upyeTcs JTIOMEHATbHON

KAs3oii (Fedorchuk et al., 2014).
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Yro kacaercst aKA2, To paccMOTpPEHHBIE BBILIE JAHHBIE, TIOJyYEHHBIE C
BbIJIEJICHHBIMU THJIAKOUAAMU U (PparMEeHTaMu THJIAKOUAHBIX MEMOpPaH
MPEANoaraiT, YTO OHA HAXOJUTCS HA CTPOMAJIbHON CTOPOHE JTaMEJUISIPHBIX
MeMOpaH. be3 1onoHuTeNbHBIX CBEJIEHUI 00 €€ TOUHOM pacioIOKEHUU
KOHKPETHBIN Ipo1iecc, 00eCeUnBaIOIINMA C €€ Y4aCTUEM YMEHbILICHUE
COJIep KaHMsl B JJIOMEHE ITPOTOHOB, CTUMYJIMPYIOIIHUX SHEPrO3aBUCUMOE TYILIEHHE
bayopecteHIu xjaopoduiiia a, moka TpyJIHO TOYHO UAEeHTU(GUIIUPOBaATh. B
KaueCTBE MPEABAPUTEIILHON TUIOTE3bI, O0OBACHAIONIEH YKazaHHYIO poib aKA2,
MO>KHO ITPEACTABUTH, UTO OHA ""3aKpbIBAET' HA CTPOMAIBHOU CTOPOHE
TUJIAKOUTHOM MeMOpaHbl crienn(puuecKruii KaHai BbIX0/Ja IPOTOHOB U3 JIIOMEHA.
[Toxoxas runoresa o pojau oJHON u3 TUIaKouaHbIX KA3 Obuta npeioxkeHa paHee

(MocksuH u ap., 1995; Meanos u mp., 2007).
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Pucynox 32. Cxema pacnonioxxkenust 1 pynkimonuposanust oKA4 u aKA2 B
TUJIAKOUIHOU MeMOpaHe.
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BbIBO/IbI

1. Haiizeno, uto rensl, koaupyromue kapooanruapassl 0KA4 u aKA2,
IKCIPECCUPYIOTCS B JIMCThsX pacteHuit Arabidopsis thaliana (var. Columbia),
pUYEM YPOBEHb UX DKCIPECCHUHU 3aBUCUT OT OCBeleHus U KoHneHTpauu CO; B
Bo3nyxe. [Ipu yBennueHnr OCBEIIEHHOCTH PACTEHUI YBEIMUHUBAIIACh SKCIIPECCUS
oboux renoB. [Ipu konnentparuu CO; 750 ppm skcnpeccus rena At2g28210,
komupytomero aKA?2, 6puta HUXKe, a xkcnpeccus rena At4g20990, koxupyrorero
aKA4, - Bbiie, uem npu koHueHnTparuu CO2 150 ppm.

2. BeisiBnens! Mophohu3HOIOrHIecKre OTIUIHS PACTCHHH,
HOKayTHpOBaHHBIX M0 reHy At2928210 wiu no reny At4g20990 ot pactenuii
aukoro tuma, skotuna Columbia. B myranTe mo aKA2 ckopocTh aCCUMHUIIAIIUH
COy nucthsimu ObLIa BhIIIE, 2 0OpazoBanue HoO, Ha cBeTy U copepkaHue
KpaxmaJjia B JINCThSAX ObUIN HMXKE, YEM B JIUCThSIX PACTEHUN AUKOro Tuma. B
MIPOTUBOIIOJIOKHOCTh 3TOMY, B MyTaHTe 110 0KA4 ckopocts accumuiisiniu CO»
JUCThsIMHU OblIIa HUXKE, a 00pa3oBanue H,O, Ha cBeTy U, coaepkanmne Kpaxmasa B
JUCTHSIX OBLIM BBIIIE, YEM B JIUCTHSIX PACTEHUN JUKOTO THUIA. Y CTAHOBJIEHO, YTO
pasnuyue B coiepkaHuu Kpaxmaiia B MyTante o aKA4 6bu1o pesynbratom
U3MEHEHHUSI CKOPOCTH €0 HAaKOIUJICHHSI Ha CBETY.

3. Biusinue HokayTa reHa, konupyrouiero aKA4, Ha HehOTOXUMUYECKOE
TymeHue QIyopecieHINH, U OTCYTCTBHE BO (hparMeHTaxX TUIIAKOUTHBIX MEMOpaH,
oOoranieHHbIX (poTocucuTemoit 2, u3 mytanToB 1o aKA4, xapaktepHoi nms
KapOOaHruapa3 o-CeMENCTBA CTUMYIIALIMY AlIETa30JIAMUJIOM B
CYOMUKPOMOJISIPHOM KOHLIEHTPALUK KapOOaHTHIPa3HON aKTUBHOCTH
CBUICTEIBCTBYIOT O PACIIOJIOKEHUU ATON KapOOaHTH Ipa3bl B TUIAKOUTHOM
MeMOpaHe BOJIM3M oTocucTeMsl 2. BiusHue HokayTa rena, kogupyromero aKA?2,
Ha HEPOTOXUMUYECKOE TyIIEHUE (ITYOPECIECHIINH, U OTCYTCTBHE CTUMYJIISIIUN
aleTa3zoaMuaI0M KapOOaHTUIpa3HON aKTUBHOCTH 1EJIBIX THIIAKOUIOB,

BBIJICJIEHHBIX U3 PACTEHUI, MyTaHTHBIX 110 aKA?2, HO HaTU4YUE TaKOBOU B
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TUJIAKOUAax U3 MyTaHToB 1o aKA4, npeamnosnaratoT pacnoaoKeHUH 3TOU
KapOOaHTHJIpa3bl Ha CTPOMAJIIBHON CTOPOHE THJIAKOUAHON MEMOpaHHBI.

4. Hepotoxumuueckoe TynieHue GayopecleHInu Xaopoduiuia a JUCTheB
pacTeHull, HokayTupoBaHHbIX 110 reny At4g20990, komupytromero aKA4, 6pu10 Ha
30-40% meHbllle, 4eM B PACTEHUSAX IUKOIO THIA, & y PACTEHUH, HOKAyTUPOBAaHHBIX
no reny At2g28210, kogupytomiero aKA2, - va 20-30% Gomplie. Y cTaHOBIIEHO,
YTO pa3jinyve B 000UX ciyyasx 00yCJIOBICHO BETMUYUHON KOMIIOHEHTA
HE(POTOXMMHUYECKOTO TYHICHHS (IIyOPECIICHIINH, 3aBUCSINEr0 OT KOHIIEHTPALUN
MPOTOHOB B JIIOMEHE (3HEpro3aBucuMoe Tyuienue). Haiineno, uro
(OTOCUHTETUYECKHI ammapat pacTeHui MyTaHTHBIX 110 0KA4, o01aman MeHbiei
YCTOMYMBOCTBIO K ITOBPEKIAIOIIEMY IEUCTBUIO CBETA BBICOKOW MHTEHCUBHOCTH,
YyeM armapar pacTeHUN AUKOTO TUIIA, YTO COTJIACYeTCs C JaHHBIMH 00
YMEHBUIEHHOW BEIMYMHE HE(HOTOXUMHUECKOTO TYIIEHUS (IyOpeCLeHIINN
XJIopo¢uiia & B 5TOM MyTaHTE.

5. OTnnums XapakTepUcTUK (PIyopecleHnn XJIopopuiia a JUCThEB
pacteHnii MyTaHTHBIX 110 0KA2 u aKA4, 0T COOTBETCTBYIOIINX XapaKTEPUCTHUK
pacteHuii JuKoro tuma, 3xotumna Columbia, 1 Mexay co00l CBUIETENBCTBYET, YTO
3TH KapOOAHTUAPA3bl PErYIUPYIOT Pa3BUTHE SHEPTrO3aBUCUMOr0 KOMIIOHEHTA
HEe()OTOXUMHUYECKOTO TyIIEHUS (IyOpeCEHIIUU, KOTOPBI ObICTPO, B CEKYHAHOM
JIAAIa30He, U3MEHAETCS B OTBET HA U3MEHEHHE YCIOBUU NMPOTEKAHUS
¢otocunTesa. [IpoTHBOIIOIOKHOE BIUSHUE ITUX KapOOAHTHIpa3 Ha TaHHBIN
KOMITOHEHT HE()OTOXMMUYECKOIO TYIICHHS MO3BOJISIET ONIEPATUBHO YCTAHABIIMBATh
BEJIMUMHY 3TOr0 TYIIEHUS, HEOOXOAUMYIO JIJIsl ONTUMAIBHOTO (PYHKIIMOHUPOBAHUS
(OTOCMHTETUUYECKOTO arniapaTa paCTeHUI B KOHKPETHBIX YCIOBHAX OKPYKAIOIIEH

CpPE/Ib.
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