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OBLIASA XAPAKTEPUCTUKA PABOTHBI

AKTYAJLHOCTDL MPOOJIEMBI

KapOoanrunpaza (KA), ¢epMment, kaTanu3upyromuili B3auMONpEBpalleHUEe JABYX (GopMm

HEOPTaHUYECKOTO0 yIiIepo/ia B COOTBETCTBHHU C PEAKITUCH

CO2 + H,O < HCO3 + HY,

MPUCYTCTBYET BO BCEX JKMBYIIMX Ha 3emuie opranu3max. M3BectHo yuactue KA B Kito4eBBIX mporieccax
B JKMBOTHBIX U BoAopocisx. C y4eToM Ba)KHOCTU IJisi METa0OJIM3Ma KOMIIOHEHTOB KaTalu3UpyeMOi
kapOoanruapaszamu peakiun, CO2, HCO3z™ n H', MokHO monarath, 9YTO M B BBICHIMX PACTCHHSX ITH
(bepMeHTHI JOJDKHBI Y4acTBOBATh B Ipolieccax OnocuHTe3a, (POTOCHHTE3a, ABIXaHUS U JPYTUX, YCKOPSS
MOCTaBKY WM yJaJIeHHE YTIIepoaa B pa3HbIX (opMax M MPOTOHA, oOecrieurnBas HEOOXOIMMYIO CKOPOCTh
MPOTEKAHUS OMOXMMHYECKHX PEaKIWid U TOJJCpKAHUE KHUCIOTHO-IIETOYHOro OanaHca. 3HayeHHE
KapOOaHTuaApa3 Ul BBICIIMX PACTCHUH MOMAYEPKUBAETCS TEM, YTO B HeOousbimoM renome Arabidopsis
thaliana wmaiimeno 19 reHoB, KOAUPYMOIIUX KapOOAHTHMIPAa3bl, NPUHAIICKAIIHNE TPEM OCHOBHBIM
cemeticteam o, B u y (Fabre et al., 2007). B omHoM KOMIapTMEHTE KICTKH MOXKET COACPIKATHCS
HECKOJIbKO KapOoaHruapa3, Tak B MUTOXOHAPHAX pacroioxeHo msatb KA y cemeiictBa n oqHa KA f
cemeiictBa. K Hacrosimemy BpeMeHM B OJTHX OpraHe/iax ObUIO HWACHTU(UIHUPOBAHO YETHIpE
kapOoaHTHIpa3bl (majee Ha3BaHUS YKa3aHbl [0 HOMEHKIAType, MPUHATOW sl KapOoaHrumpas A.
thaliana, (Fabre et al., 2007): BKAI1l, BKAS5, aKAl u oKA4. ITlocneanss Oblia oOHapykeHa B
THJIAKOMJTHOW MeMOpaHe, HO ee 0ojiee TOUHOE PACIHOJIOKEHHUE B ATOH CTPYKType HE ObUIO YCTaHOBJICHO
(Friso et al., 2004). OmHako, JOCTOBEPHO HE H3BECTHO O KOHKPETHOM yd4acTHH Kakoi-mnb6o KA B
nporecce (pOTOCHHTE3a, MPOTEKAIOIIEM B BBICIIMX pacTeHUsX. B crpome xioporutactoB Ha cBety pH
okosio 7,8, u mpeobnangaromeld GopMoil HEOPraHMUECKOTO YTiIepojaa sSBIsSeTCs OukapOOHAT-WOH, TOT/IA
Kak cyoctpatom Pybucko ciyxur COz, MeIEHHO oOpasyromuiics u3 OukapOoHaTa B pe3yibTaTe
CIIOHTaHHOW Aeruppartanuu. KazaBiieecss oueBUIHBIM ydyacTHe B mporiecce GOTOCUHTE3a CTPOMAIBHOM
BKA1, koTopas 1Mo KoJIM4YecTBy OejKa 3aHMMaeT BTOPOE MECTO mocie PyOucko u nomkHa Obl yCKOPSTH
JeruapaTanyio OukapOOHaTa, HE TOJITBEPIAWIOCH, MOCKOJBKY CHIDKeHHE 10 1% ee comepkaHus He
npuBesio K cHwkeHuto ¢dorocunresa (Price et al.,, 1994). bonbimoe KOMUYECTBO HMCTOYHUKOB
KapOOaHTHIPa3HOW aKTUBHOCTHU B XJIOPOILIACTAX, OJHAKO, MpEIojiaraeT, 4YT0 OHM MOTYT MPHUHUMATH
ydacTue B peaKIMsX, BKJIOYSHHBIX B Mpoiiecc (OoTOCUHTE3A.

OmauM u3 caMbiX 3(G(PEKTUBHBIX IMyTeH NpU HMCCIeAOBaHMHM (DYHKIMH OeTKOB/QEpMEHTOB B
HACTOSIIIIee BpEeMs SIBISICTCS MCIOIB30BAHWE MYTAHTHBIX PACTCHHUH C HOKAYTOM HCCIIEAYeMOro Oerka.
[Tpu npenBaputenbHOM aHamM3e (GOTOCHHTETHYECKUX XapaKTEPUCTHK psijla MyTaHTOB apaOujorncuca, ¢
HOKAyTHPOBAHHBIMH TeHaMH 14-TH kapOoaHruapa3 0ocOOEHHO MHTEPECHBIMHU ISl TaTbHEHIIETO aHan3a
BO3MO’KHOT'O Y4aCTHs 3TUX KapOoaHruapa3 B GOTOCHHTE3€ OKA3aJIMCh MyTaHTHBIE PACTEHHUS C HOKAYTOM
reHa At2928210 wiu rena At4g20990, koTOpble COOTBETCTBEHHO KOJAMPYIOT KapOoaHruapassl oKA2 u
aKA4.

OCOOCHHOCTBPIO pacTeHUH, OOYCIOBICHHOW «CHUISYMM» OOpa3oM JKH3HHU, SBISIETCS WX
CIOCOOHOCTh MPUCTIOCAOIMBATECA K Pa3IMYHBIM YCIOBHSM BHEIIHEW cpebl. M3BecTHO, 4TO mporecc
(dboTocuHTE3a SABISAETCS HE TOJIHKO MCTOYHHKOM SHEPTUU JUIS KJIETKH, HO M YyBCTBUTEIBHBIM CEHCOPOM

YCIOBUI BHEIIHEW Cpelbl: TeMIeparyphbl, ocBelleHHOCTH, KoHieHTpamun CO2 u t.a. (Rochaix J.D.,
3



2011). Bo3MOXHO, YTO, y4acTBysl B OOCCIHCYCHHH ONTHMAIbHOIO MPOTEKAHMs PeaKiuii (HOTOCHHTE3,
KapOOaHTUAPpa3bl MOTYT ObITh KOMIOHEHTAMH CHCTEMBbI aJIarTaluy.

Taxum 00pazom, mpodiieMa COCTOUT B TOM, YTO, HECMOTPSI HA MHOTOUHCIICHHBIE TIPEATIOI0KEHUS,
ponb KapOoaHruapaz B MeTaboIM3Me KJIETOK BBICIIMX pAcTeHHH M, B YaCTHOCTH, B IIpoleccax

(bOTOCI/IHTC3a A0 CUX IIOp HC ObL1a AOCTOBCPHO YCTAHOBJICHA.

[lesqb padoThI

BBISICHUTD Y4acTBYIOT JM B (POTOCHHTETHYECKOM Meraboim3Mme Boiciiero pactenust A. thaliana
kapOoanruapasel o-cemeiictBa, 0KA4 u oKA2, u, ecnu ydacTBYIOT, TO Ha KaKOM U3 3TaroB 3TOTrO
CJIO’KHOTO MHOTOIUTAHOBOT'O TIpo1iecca OHU (PYyHKITMOHUPYIOT.

B mporecce paboThl pemanuch ciaeayromue 3a1a4n:

1. Uzmeputs mopdodusnonornyeckue MoKa3aTeiIu, CBS3aHHBIE MPSMO WJIM KOCBEHHO C IPOIIECCOM
dorocunTesa, pacrenuit ¢ HokayToM reHoB At2928210 wnmu At4g20990, komupyrommx aKA2 u aKA4
(1o 1B€ TMHUM KaXKJIOTO MyTaHTa).

Y CTaHOBUTH MECTOHAXOXKACHUE HCCIIEyEMbIX KapOOaHTHIPa3.
Y cTaHOBUTH 3TaIbl npouecca GOTOCUHTE3a, B KOTOPBIE BKIIIOUEHBI UCCIIEAyeMble KapOoaHruapassl U

chopMyaMpoBaTh pabOUyI0 TUIIOTE3Y 00 UX (PYHKIIMOHMPOBAHUU.

HavyuHasi HOBH3HA pa0OThI

B nmuccepranmonHoit pabore BriepBbie moka3zaHo, 9To oKA2 n aKA4 nMerot BaxHOE 3HAUCHUE TSI
dorocuHTeTHYECKOrO MeTabonmu3ma Beicmiero pacrenus A. thaliana, yuactByss B perymsiuu
HHEPro3aBUCUMOr0 HE(OTOXHUMHUECKOTrO TyIIeHHUsS (IyopecleHIuu Xjiopoduuia a. Y CTaHOBIEHO, YTO
JIB€ WCCJICIOBaHHBIE KapOOaHTHApPa3bl HMMEIOT TMPOTHUBOIOJIOKHOE BIMSHHE HA O3TOT  THII
HEe(DOTOXMMHUYECKOTO TYIICHHS, YTO IIO3BOJISICT ONEPATUBHO YCTAHABIMBATH BEIWYHHY TYIICHHUS,
HEOOXOIMMYIO JUIsl ONTUMAJBHOTO (YHKIIMOHUPOBAaHUA (OTOCMHTETUYECKOTO ammapara pacTeHHd B
KOHKPETHBIX YCJIOBUAX OKPYKAIOIIEH CPeIbl.

BriepBrie yCTaHOBIIEHO MECTOHAXOXXJICHHE JBYX KapOOaHTHOpa3 B XJIOPOIUIACTE BBHICIIETO
pacrenus A. thaliana. Jlanusie, mony4eHHbIe B paboTe, CBUACTEILCTBYIOT O MPHUCYTCTBUU BOIM3U DC2
KapOoaHTHIpa3bl, MPUHAJICKAIICH K o ceMeicTBy, a uMeHHO aKA4. Jlo HacTosmero BpeMeH:u He ObLIOo
W3BECTHO O MecTomnonoxeHuu u GyHkiusax aKA2 B pacTuTenbHON KieTke. BriepBbie ObUIM MOTYYEHBI
JlaHHbIE, CBUJETENbCTBYIOIME, 4TO OKA2 pacrnosio)keHa Ha CTPOMaJIbHOM CTOPOHE THJIAKOWIHOU
MEMOpaHEI.

Teopernyeckasi M NPAKTHYECKAA 3HAYHMOCTh PA0OThI

[TonmyueHHbIE TaHHBIE PACIIUPSIOT PYHAAMEHTALHBIC 3HAHUS O POJIM KapOOaHTHIpa3 B MpoIiecce
¢dorocuHTe3A.

Pa3zpaOoTaHHbIif METOIOJOTMYECKUI MOJIXOA U UCIOJIb30BaHHAS COBOKYITHOCTh METOJIOB cOOpa U
OLICHKH TOKa3aTenel (POTOCHHTE3a MOTYT OBITh MOJIE3HBIMH TPH WCCIEIOBAaHUM (YHKIUH Pa3IMYHBIX
0enkoB B ()OTOCHHTE3€ BBICHIMX PACTEHH, Tak KaK JalOT KOMIUIEKCHYIO XapaKTE€pPUCTHUKY CBETOBOM M
TEMHOBOU CTaguil (DOTOCHHTE3a W TIO3BOJSIOT YCTAaHOBUTH MECTO (PYHKIIMOHUPOBAHUS HCCIIETYEMOTO

Oenka.



OO6HapyxeHHass B paboTe OCOOEHHOCTh pPACTEHMH, HOKAyTHpOBaHHbIX Mo reny At4g20990,
konupyronemy oKA4, HakamIMBaTh 3HAYUTEIHFHOE KOJIMYECTBO KpaxmMalla UMEET BaKHOE MPAKTHYECKOE
3HAYEHHE, MOCKOIBKY Kpaxmal MpeaCcTaBiIseT co0oi oauH U3 HanboJee pacpoCTPaHEHHBIX MPOIYKTOB

(1)OTOCI/IHT€33, HCIIOJIB3YCMBIX B Pa3HBIX OTPACIIAX IMPOMBIIIJICHHOCTH.

Anpooanus pe3yJabTATOB PA0OTLI

Marepuansl nuccepTanuu ObUIM TMPEACTaBICHB Ha MeEXIyHapOoaHOW HAayYHO-METOIUYECKON
KoHpepeHmu «CoBpeMeHHBIE TpoOieMbl OMO(U3MKH  CIHOXKHBIX —cucTteM. HWH(popMamnoHHO-
oOpa3zoBatensHbie Tporiecch» (Boponex, 2013); 17-o#, 19-o0it u 20-oit Mexnynapoaubix [lymuHCKux
IIKOJIaX-KOH(EepeHIUAX MOJObIX yueHbIX «buonorus-nayka 21 Beka» (Ilymmno, 2013, 2015 u 2016);
[lIxone xoHpepeHIIUU MOJOAbIX yUeHbIX «bumocucrema: ot Teopuu k npaktuke» (Ilymwmno, 2013); VII
cbe3nge Poccuiickoro ¢orobuonornueckoro oodmecrBa (Kpacnomapckuit kpait  Ilencu, 2014);
Bceepoccuiickoit HayuHOM KOH(MEPEHIIMN ¢ MEXIyHAPOJHBIM YYacTUEM M LIKOJIE JJISI MOJOABIX YUEHBIX
«DyHIaMeHTalbHbIC U TMPUKIIATHBIE TPOOIEMbI COBPEMEHHON SKCIIEPUMEHTATBLHON OMOIOTHU PACTEHUI
(MockBa, 2015); Bcepoccuiickoii Hay4yHOW KoH(pepeHnn «MeXaHU3MBl PEryJsinud  (QyHKIUH
pacturensHbIx opranen (Mpkyrck, 2014); VIII cwre3ge OOmectBa ¢usuonoroB pacrenuit Poccnn u
Bceepoccuiickass Hay4yHas KOH(epeHLHS C MEXIyHapoAHbIM yuacTueM "PacTeHuss B yCIOBHAX
TII00ANBHBIX U JIOKATBHBIX MPUPOIHO-KIMMATUYECKUX U aHTPOIMOTeHHBIX Bo3nencTBuit» (IleTpo3aBock,
2015); XXI IMymuuckux ureHusx no ¢orocunre’y u Bceepoccuiickoit koHbepenuuu «DoTocunres u
dorobroTexnonorus. dyHaaMeHTaNbHbIe U TpUKIagHble acnekTbl» (Ilymmuo, 2015); 71 International
Conference Photosynthesis Research for Sustainability — 2016 (ITymwuno, 2016), 17th International
Congress on Photosynthesis Research (Maactpuxt, 2016).

JIMYHBIN BKJIAJ COMCKATEJSA

[TocTaHOBKa BceX OSKCIEPUMEHTAIBLHBIX 3a7ad4, NPOBEACHHE OKCIEPHUMEHTOB, 00paboTKa
MOJIYYCHHBIX Pe3ylbTaTOB u (OPMYIHUPOBKA BHIBOJOB CAMOCTOSTEIBHO TMPOBOAWIIACH JIMYHO

COUCKATCJICM HJIN ITPHU €TI0 HEIIOCPECACTBEHHOM YYaCTHH.

Hyoaukanun
[To marepuanam auccepranuu onyOnukoBaHo 20 mewatHsIx paboT, U3 HUX 3 B pedepupyemMbix

POCCUIICKMX Hay4HBIX JKypHaslaX, 2 U3 KOTOpbIX pexkoMmenaoBaHsl BAK, u 17 B maTepuanax u te3ucax

KOH(EPEHIIHA.

CTpYKTYpA M 00LEM I CCEPTAIINHT

Juccepraiusi COCTOMT W3 BBEACHUS, 0030pa JIUTEpaTyphl, OMHCAHHUS OOBEKTOB M METOJOB
UCCIIeIOBaHMS, U3JI0KEHUS PE3yJIbTaTOB, 00CYKIIEHHUs, BBIBOJOB U CIUCKa JuTeparypbl. Juccepranus
n3noxkeHa Ha 132 crpaHuiax TekcTa W BKIOUaeT 32 pucyHka W 17 tabmui. CHOHCOK JUTEpaTyphl

coiepxuT 216 UCTOUHUKOB.



OCHOBHOE COJAEP/KAHME PABOTbI

OB30P JIMTEPATYPBI cocraBiaser mnepByl dYacTh JAuccepTalMu. B HEM H3JI0KEHBI
COBPEMEHHBIC TIPE/ICTABICHUS O (QYHKIMSIX U MECTOMONOXKEHUH KA B JKUBBIX OpraHM3Max, MEXaHHU3MbI
KaTajin3a UMH KapOOaHTUIPa3HOH peakMu U MEXaHW3Mbl HHrUOUpoBaHus 3THx (GepmentoB. [ToapoOHO
OIUCAHBI IIECTh TEHHBIX CEMEHCTB ATUX (DEPMEHTOB, MPEICTABUTENH, TPEX U3 KOTOPHIX OOHAPYKCHBI B
KIeTKax Bbicmiero pacrenust A. thaliana. Kpome Toro, moapoOHO oOmMCaHO CTPOEHHE U
(GYHKIIMOHUPOBaHHE (OTOCUHTETHYCCKOW DIICKTPOH-TPAHCIIOPTHOW  IIEMTH, MEXAHHU3MbI Pa3BUTHS
HE(POTOXUMHUYECKOTO TYHICHUS (IIyOpECHCHIIMH XJIOpopuuia 8 B JHUCThSAX, a TAaKKE COBPEMECHHBIC

MMpeACTaBJICHUA O KOMIIOHCHTAX 3TOI'0 TYILICHHA.

OBBEKTBI U METO/bI UCCJIEAOBAHUSA

B pabore wucnons3oBanm pactenuss A. thaliana skorun Columbia (JIT) u pactenus,
HokayTHpoBaHHble 10 reHy At4920990, xomupyromemy oKA4 (romosurorseie nuHuu 9-12 u 8-8,
nosryaennbie u3 auHd SALK 117962 u SALK _024517C, cootBercTBeHHO); Muin 1o Teny At2g28210,
komupytomemy oKA2 (romosurorHeie muamH 9-11 u 8-3, momydennsie m3 nuamidc SALK 120400 u
SALK _080341C, coorBerctBeHHo). CemMeHa pacTeHuil nro0e3Ho mpenocrtariensl Prof. J.V. Moroney
(Louisiana State University, USA). PacTeHus BbIpalinBaii B KJIMMAaTHUECKOW KaMepe MpH 8-MH 4acOBOM
ceeronepuose, BenuunHe MAP 100 MKMoIb KBaHTOB/M?C, NIPU MOCTOSIHHON Temmneparype 18-20°C wu
koHutenTpanuu CO2 450 ppm. J{7s 5KCIepUMEHTOB HCITOJIB30BAIN 55-65-THEBHBIC paCTCHHSI.

Okcrpaktel PHK Beiensim ¢ momomksto Habopa pearentoB Aurum total RNA Mini Kit, BioRad,
USA. u mnpoBoamnu OOpaTHYH TPaHCKPHIIIHMIO C IOMOIIb0 Habopa peareHtoB BioRad, USA.
[Toyuennas takum obOpaszom kJIHK u cnenmduueckne mpaiiMepsl k reny At2g28210, xomupyromemy
aKA2 (mpsimoit 5°- GGC GGT TCA CGA TAA TTC AGA CAC A-3’ u obparusiit 5'- AAA AAA TTA
AAT AAA TAG TAC ACT GTG GTT GTA-3’) u npaiimeps! k reny At4g20990, konupytomemy aKA4
(mpsimoit 5'-TCCTCACCAAGCTACTAAATGGAATAAA-3’ " oOpaTHbIN 5'-
TTGACGACAGTCCAAATGACGC-3"), Obum wucnosb3oBaHbl mpu mnpoBeaeHun [P B oObranOM
pexume u xkommuectBeHHou [P (xITL[P) ¢ peaktuBamu Evrogen, Poccus. Ilocne nmposenenus I[P B
OOBIYHOM pexume conepxkanue npoayktoB I[P onenmBaim ¢ momomipio 3mekrpodopesa B 1%
arapo3Hom rene. KIII[P mpoBoauiu B Tpex OHMONIOTMUYECKUX W JIBYX CTATUCTHUYECKUX MOBTOPHOCTSX. B
Ka4eCTBE MOJIOKUTEIBHOTO KOHTPOJISI MCIOJIb30BaIK npaiiMmepsl k reny aktuHa 7 At5g09810 (bopucosa-
Myb6apakuina u ap., 2014).

Omnpenenenne cofepkaHusi KpaxMaia B JUCTBAX MPOBOJMIN C TIOMOIIBIO HOAHOTO OKpPAIIMBAHUS
obpasioB, usMepsis nornomenune npu 620 am (Kaplan et al., 2012). Jlnst noctpoeHus KaiuOpOBOYHOM
KPUBOU UCIIOJIb30BaId KOMMEPUECKUHN Kpaxmall.

DIIEKTPOHHYI0 MHUKPOCKOIHIO CPE30B JINCThEB MPOBOAMIN, Kak onmucaHo B pabore (CemeHOBa U
ap., 2011).

Cxopoctps accumuisiiu CO2 nmctom uaMmepsui npu coaepxkanuu CO2 B Bozayxe 700 ppm u

OCBELIEHHH CBETOM 460 MKMOJIb KBaHTOB/M’C B TE€YEHHE 7 MHHYT C MOMOINBIO JBYX MH()PAKPACHBIX



ra3oBeix ananuzatopoB: GFS-3000, paGoratomero B cucteme ¢ DUAL-PAM-100, u LCPro* ¢upmsr
ADC BioScientific Ltd. (BenmukoOpuranus).

W3mepenust uryopeciieHIe XJI0poduiuia a JUcTa MPOBOMIINA C HCIIOJIb30BaHHEM (DITyoprMeTpa
Mini-PAM (Walz, T'epmanus). [IpeaBapurensHO 3aTeMHEHHBIH B TeyeHHue 30 MUHYT JIHCT OCBEIIAJIN
HU3KOMHTEHCUBHBIM MOJYJIHPOBAaHHBIM CBETOM; MOCJIE TOTO, KaK (IyOopecIeHIIHs ToCTUrana ypoBHs Fo
MO/IaBajii BCHBINIKY Hacklmaromero ceera (8000 MKMOJIb KBaHTOB/ m?c) mmrenbHOCTRI0 0,8 ¢ s
OLICHKM MaKCHUMAaJbHOTO KBAHTOBOTO BbIXO/a (hIyopecleHLUUH XJopopuiia & B aJalTUPOBAHHBIX K
TEMHOTE JUCThSIX, Y* = (Fm-Fo)/Fm. [Tocne Bo3BpaieHus: ypoBHs ¢uryopecteHIin K Fo JINCThs OCBeIamu
C MOMOMIBIO JIAMIIBI (DIIyOpPUMETPa OEIbIM CBETOM UHTEHCUBHOCTHIO 100 mimu 500 MKMOIIb KBaHTOB/M? C;
Ha 20-oi1, 40-0i1 u 60-0ii cexyHaxX MOCiIe Hayanaa OCBEUICHHS MO/IaBaii BCIBIIIKY HACBIIAIOIIETO CBETA.
[Tpu aTom mpoucxoauino usmepenue: 1) adpdexruuoro kBanToBoro Beixoga PC2 (Y), (Genty, 1989), 2)
kodpdunrenTa Heporoxummueckoro TymeHus  QuyopecueHmmd N, 3) Bemmumael  NPQ,
He(OTOXUMHUECKOTO TYIICHUs (IIyopecleHINH, Beipakatoiero Tymienue [ltepaa-donbpmepa (Gilmore
et al., 1991). B koHIle MATH-CEMUMUHYTHOTO OCBEIleHHs U Ha 1 u 15 MuUHYTax mocie BBIKIIOYEHUS
JIEICTBYIOIIETO CBETa BHOBb IM0/IaBaJId BCIIBIIIKY HACBILIAIONIETO CBETa M PErHCTPUPOBAIM MapaMeTphl,
yKa3aHHble BbIe. OTHOCHTEIBHBIH YPOBEHb BOCCTAHOBJICHHS IUTACTOXMHOHA OIICHUBAIU TIOCTIE
BBIKJTIOUCHHSI ACUCTBYIONIETO cBeTa. [IpoToKOI SKCIepuMeHTa TToKa3aH Ha pucyHke 1. Brie ykasaHHbie
noka3zaresu Obutd BerarcieHsl o popmynam: Y = (F'm — Fs)/Fn';
gN = (Fm-Fm")/(Fm'-Fo); NPQ = (Fm — F'm)/ F'm ; N1 = (Fm1-Fm')/(Fm-Fo'); qN15 = (Fmis-Fm1)/(Fm-Fo'); PQ
= 1'((F'm - Fs)/( F'm— Fo'))

3 20004 . 4 i
E 1800—: ; |Fm15
s 1600

1 Fo

ML

o
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Pucynox 1. TIpoTOKON TIPOBEIEHUS SKCIICPUMEHTA IO H3MEPEHHUIO XapaKTEPHCTHUK (DIIyopecIeHIInn
xyiopopruia a mucta. CTpernkaMy MMOKa3aHO BKJIIOYCHHWE M BBIKJIIOUCHHE cBeTa: ML-M3MepuTeNTbHBIHN
cBeT, SP-Bcmbllika Hacklmaromiero ceera, AL-melcTByrommii c¢BeT. Fm — MakcuMaibHas BEJIMYMHA
BbIX0za (piyopecieHunu xjgopoduiia a B aJaNTUPOBAHHBIX K TEMHOTE JHMCThAX B OTBET HA BCIIBIIIKY
HACBHIIIAOIIETO CBETa, Fs — BBIX0O (piryopecieHIny Ipy CTallMOHAPHOM OCBelleHuH, Fm' — MakcuManbHas
BCIIMYMHA BbIXOO4a (i)HYOpCCHeHHI/II/I B OTBCT Ha BCHI)IH_IKy HAChIIIIAOIICTO CBETA B YCJ'IOBI/Ile OCBEUICHUA,
Fo'— ypoBeHb (IyOopecCleHIMH TOCIIe BBIKIIOUCHHs JeHCTBYIOIEero cBera, Fmi and Fmis — BeTUYHHBI
BbIX0J1a ()JIyOPECIEHIIMY B OTBET Ha BCIIBIIIKHA HACHIIAIONIETO CBETA, MoJaBaBiuecs dyepe3 1| MuH u 15
MUH TI0CJIE MIPEKPAIICHUST OCBEIICHUS, COOTBETCTBEHHO.



Beictpyro ¢azy wuaayknumu ¢uyopectenimn xiopodumia PC2 (OJIP-tect) B mpomekyTKe
Bpemenu 0,01-1 ¢ u3Mmepsiau ¢ moMomIbl0 (IyopUMETpa, OCHAIIEHHOTO CHHUM CBETOJUOJIOM H
KpeMHHEBBIM (poToamonom. M3 momydeHHBIX WHAYKIMOHHBIX KPHUBBIX PACCYMTHIBAIM MapaMmerp Sm =
(Am)/(Fm-Fo) — HopMupoBanHas o6imas miomiaas Hag OJIP KpuBOH, XapakTepu3yrolas eMKOCTh IyJia
AJIEKTPOHHBIX AKLIENTOPOB [0 IIOJHOTO BOCCTAHOBJIEHMs IyJla IUIACTOXMHOHA; a TAKXKE IapaMeTphl
ABC/RC; TRo/RC; ET20/RC; @rEto.

CBeTOMHIYIIMPOBAaHHBIE OKUCIUTEIHHO-BOCCTAHOBUTENbHBIE TpeBparieHnst P700 B mucThsIx ObUH
u3MepeHsl ¢ ucnonb3zoBanrneM PAM-101 (WALZ, I'epmanust), perucTpupysi K3MEHEHHUs TTOTIIOICHHS IPU
820 um orHocutenpHO 870 HM. KBanTtoBsiit Beixoq ®CI1 paccuutsiBanu o ¢popmyse: Y (1) = (Pm'- P)/Pm,
rae Pm — makcumanbHbiii curHan P700 mpu momade Bemblmky Hackimaromiero csera (10000 mxmors
KBAHTOB/M? ¢) Ha (oHe OCBeleHMs NalbHUM KpacHbIM cBeToM, P — curmanm P700 nepen mnopaueii
BCIIBIIIIKM HACBIAIONIEr0 cBeTa, Pm' —curnan P700 Bo Bpems mojaud BCHBIIIKM HACHIILAIOLIETO CBETA
IIPU OCBELICHUH JEHCTBYIOIUM CBETOM.

Copeprxanue nepoKCUaa BOJOPO/Ia B TUCTE U3MEPSUIU, PETUCTPUPYSI BBIXO]I TIOMUHECIICHIIMU TTPU
no0aBKe Ipemnapara, MoJTy4eHHOrO U3 TOMOIr€HaTa 3aMOPOKEHHBIX B JKUAKOM a30T€ JIUCTHEB, B CMECh O
MKM mnepokcuaasel ¢ 50 MM mromuHONOM. [l peructpanyy  JIFOMUHECHCHIIMH  HMCIOJIb30BAIH
momuHomeTp Lum-101 (Poccus).

Konnentpanuto xiopodunia B o0Opasie pacCUUTHIBAIM, UCHONIB3YS (OPMYIIbI, MIPEATIOKEHHBIEC B
pabote (Winterman and De Mots, 1965).

st BeIIETIEHUS TUIIAKOUIOB JIMCThSI TOMOTEHU3UPOBANU B cpene, coaepxarieit 35 mM KoHPOa,
15 MM NaH2PO4, 5 MM MgSOs4, 0,4 M caxapo3y, 20 MM ackopbar uatpus, 10 MM KHCOs3, 2 MM
DJITA, nosemeHHoir g0 cocrosiHusi «Slushy (morpanudHoro cocrosiuusi Bopa/nen). IlomydeHHbI
romMoreHat (GuIbTpOBaIM M LeHTpudyruposanu npu 120xg B Tedenue 1,5 MUHYT, 3aTeM CylnepHATaHT
neHtpudyruposanu npu 3400xg B redyerne 6 MuHyT. OCaIOK XIJIOPOILIACTOB PECYCIIEHANPOBAIN B CpEJIe
mokupoBanus (pa3dasnenHas B 10 pa3 cpeaa BbLAETCHUS) M OCAKIAIN NpU TeX ke ycioBusax. Ocagok
TUJIAKOUIOB TPWXKJIl OTMBIBAJIM Ui yJAJEHUS BBICOKOAKTHBHOM cTpomanbHOW KA (MockBuH u ap.,
1995) cpenoit pecycnenaupoBanus, conepxaieir 35 MM KoHPO4, 15 MM NaH2PO4, 5 MM MgSOy, 0,4
M caxaposy, 2 MM ackopbar Hatpusi, | MM KHCOs, 0,5 mM DJITA nHaTtpus. OTMBITbIE THUIAKOUJIBI,
pecycnenaupoBaiii B cpene ¢ 10% raunepuHoM, 3amopaxuBanud W xpaHw npu -80°C  umm
MCIOJIb30BAJIH IS BblJesieHus: MeMOpaH, oborammenHbix @C1 umu OC2.

Jnst Beigenenus meMOpan, oborameHHbIx OC1 unu @C2, TUIaKOHIBI PeCcyCHeHIUPOBATH U
nHKyOupoBanu B TeueHne 30 munyT ¢ TputoHom X-100 B3ITOM B KOJHWYECTBE PABHOM COJEPIKAHHUIO
xyopoduiuia B cycrneHsuu, nocie dero ocaxnamu npu 12000xg B teuenue 20 munyT. [lomyueHHBIH
0CajIOK pecycreHaupoBaIn B cpene, coaepxkaiieid 50 MM MES-NaOH, 35 mM NaCl, 5 MM MgCl, 0,4
M caxaposy, 20 MM ackop6ar Hatpus, 10 MM KHCOs, u coeaunenus, 3amuiaronige OeNKH OT
nevctBus npoteas: S MM OJITA natpus, | MM o-aMHHOKampOHOBYIO KUcIOTy, | MM OenzamuauH u 1
MM PMSF. Tlonyyennyro cycnensuto naKyoupoBaim npu 0°C B teyenne 30 muuyT ¢ moxerni-f-D-
ManbTo3uoM ([IM) mipu cooTHomeHnn KoHreHTpanuii JIM/Xn = 4,3. MemOpansl, oboramennsie OC2,
ocaxnanu npu 32000xg B teuenue 40 muHyT. M3 cynepHaTaHTa ocakaaqud MeMOpaHbl, 0OOraleHHbIe

®C1 mpu 175000%g B Teuenue 2 gacoB. Ocanku MeMOpaH OJHOKPATHO OTMBIBAIH B TOH K€ cpeje U
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ocaxnanu B ToM xe pexume. PC2- u OCl- memOpanbl, ¢ nob6aBiaeHHbIM 20% IIIUIEPUHOM,
3aMOpPaXUBAJIU B )KUIKOM a30Te U XpaHuiau npu -80°C.

KA akTuBHOCTH U3MEPSUIN 3JIEKTPOMETPUUYECKUM METOIOM I0 cKopocTH yMmenbleHus pH (ot 8,3
no 7,8) npu runpatamuu CO2. 3MepeHust mpoBOAWIA B TEPMOCTaTUPOBaHHOM stueiike nipu 1,7-2,2°C. B
s4yeiiky BHOCHIM 4 il BepoHanoBoro Oydepa (25 mM), 0,02-0,04 M uccnenyemoro npenapara u 2,3 mi
Boapl, Hackimasmeiics CO2 nmpu 0°C He meHee 1 waca. Bpemss usmenenuss pH mnpu crioHTaHHOU
ruapataiuu CO2 cpeapl Oe3 mpemapaTa HNPUHUMAIU 3a KOHTPOJb. AKTUBHOCTh KapOOaHTHpa3bl
BBIpaXaaud B MKMOJb H*/Mr Xm X MuH ¢ yuerom OydepHOH €MKOCTH Cpel M MpernaparoB, KOTOPYIO

onpenensuu turposanuem 0,1 N HCI.

PE3YJIBTATBI UCCJIEJOBAHUA

3aBUCHMOCTD IKCIIpeccuu renoB, kogupywmmux oKA2 u aKA4, B pacrenusix T ot ocBelmieHHOCTH
pactenuii u koHuenrpauuu CO2 B Bo3ayxe

N3menenne B pactenusix T skcnpeccun TeHOB NBYX wuccienoBaHHbIX KA moa BiusHHUEM
(bakTOpOB Cpeabl, UMEIOIIMX OMNpeeNsIolee 3HaUeHUE Uil CKOPOCTH (POTOCHMHTE3a, MHTEHCHUBHOCTH
ceera u koHueHtpaiun COz B Bo3nyxe (XKypukoBa u mp., 2015; 2016), yke CBHAETEIHCTBOBAJIO O
Bo3MoOkHOM y4actuu oKA2 u aKA4 B mporecce dotocunresa. [Ipu s3ToM B TeueHne NepBhIX 5-7 qHEH
II0CJI€ TEPEHOCA PACTEHUH C HU3KOI'O CBETa Ha BBICOKUN YpOBEHb JKCIPECCUHM TI'eHa, KOAUPYIOIIETO
oKA2, ymensiancs, a rena, kogupytomero aKA4 — pesko yBemmuuBancs (JKypukoBa u ap., 2016).
Takum 00pazom, B T€UEHHE OTHOCUTEIHLHO HEOOJNBIIOr0 MEepro/ia U3MEHEHHsI OCBEIIEHHOCTH PAaCTEHHM
JKCIIpecCHsl TEHOB JTUX KapOoaHrujapa3 H3MEHslach B IPOTUBOMNOJIOKHOM HampasieHuu. [lpu
JanpHemeM npeObIBAHUM PACTEHUH Ha BBICOKOM CBETY, B T€UEHHE Ooyiee JBYX HEAEIb, SKCIPECCHUs
reHa, koaupytoniero oKA?2, Ttakxke, kak W reHa, kogupyromero oKA4, craHoBWiach BbIIIE, YEM Ha
HU3KOM cBeTy. IlocnenHee MOXET CBHIETENLCTBOBATH O HEOOXOIMMOCTH 00euX KapOOaHTUApa3 IMpH
BBICOKOW OCBEIIEHHOCTH PaCTEHUH.

BripamuBanue pactenuid npu pazHor koHeHtpauu CO2 B BO3ayXe NPUBOAWIO K TOMY, YTO TIPU
yBenuueHHoW KoHmneHtpanuu CO2 skcmpeccust reHa, koaupytomiero o-KA4, 6suia Beime (JKypukoBa u
ap., 2015), a skcnpeccusi reHa, kogupyromero o-KA2, naobopor, — cymectBenHo Hmwxke (Pynenko, He

OITyOJIMKOBAHO).

CoaepsxkaHue KpaxMaJia B JIUCTBSIX pacTeHHi MyTaHTHBIX 10 0KA4 nim aKA?2

B nmucthsax pactenmii MyTaHTHBIX 110 0KA4 (00e inHMM) comepxaHue Kpaxmana Obuto B 2-3 pasa
Oosblie, a B pacTeHUsIX MyTaHTHBIX 110 aKA2 —B 1,5-2 pa3a menbiue, yeM B pacrenusx [T (Tabn. 1). B
Tabnuie | npuBeAeHbl AaHHBIE TUIIMYHOIO HKCIEPUMEHTA. DIIEKTPOHHAs MHKPOCKOIUS IOKa3ana, uTo
pa3Mepbl ¥ KOJIMYECTBO KpaxMaJIbHbIX 3€pEH B XJloporiactax MyTaHnTa 1o aKA4 namuoro Ooblie, 4eM B
xJyioporutacrax pactenuit AT, u pazmuane mexay MmyTanToMm #u [{T cTaHOBHIIOCH OOJIBIIE TIPH YBEIIMYCHHUH

Bo3pacra yiucta (XKypukosa u jp., 2015).



Tabnuya 1. Cogepxxanue kpaxmana B JucTbax pacteHuid [T u pactenuit myrantHeix no aKA4
(yiuaum 9-12 u 8-8) mnu no aKA2 (nmuuuum 9-11 u 8-3) mocne 3 4 ocBelIeHUS! CBETOM MHTEHCHUBHOCTBIO
100 MKMOJIb KBAHTOB/MZC.

Pacrenus Coneprxanue kpaxmana (MI/T CbIp. Beca)
AT 5,57+0,61
Myrant no oKA4, muaus 9-12 9,37+0,98"
Myrtant o aKA4, muaus 8-8 14,17 +1,24"
AT 2,05+0,13
MytanT no aKA2, nunus 9-11 1,48 +0,13
Myrtant o aKA2, muaus 8-3 0,92+0,10

JlaHHBIE TIPEICTABJICHBI B BUJIC CPETHUX 3HAUCHUH U3 3 ompeeneHuil + crannapraas omuoka, * p <0,05

[Ipu nanbHelIeM HCCIeA0BaHUU ObUIO BBISIBICHO, YTO MOBBIIIEHHOE COJEp)KaHHME Kpaxmasia B
MyTante 1o 0KA4 00ycClOBIE€HO €ro MOBBILIEHHBIM CHHTE30M B TeueHHE cBeToBoro aHs. [Ipu stom
0Ka3aJIoCh, YTO B T€YCHHUE HOYM BECh U30BITOYHBIN KpaxMall B MyTaHTHBIX PACTCHUSAX YTHIM3UPOBAJICS, U
€ro cojep)kaHue CTaHOBWIOCH Jaxke Huxke, deM B pacrenusx T (Tabn. 2). Orto Moxer
CBUJIETEILCTBOBATH O TOM, YTO YBEJIMYEHHBIM CUHTE3 KpaxMmaja Ha CBeTy y MyTaHToB o aKA4 npusen k

BO3HUKHOBEHHIO Y HUX U 00Jiee aKTUBHOU CHCTEMBI JIeTpaJaliii Kpaxmaia.

Tabnuya 2. Conepxanue Kpaxmaina B TMCThsX pactenuil AT u pacrenuit MytanTHbiX o aKA4 (iuHun 9-
12 u 8-8) mocine HOYHOTO TMEpUoaa U TMOCie § Y OCBEIICHUS CBETOM HHTEHCHUBHOCTHIO 100 MKMOIIB

KBaHTOB/MZC.
Pactenus CopeprxaHue Kpaxmalia, MI/T CBIpOro Beca
[Tocne HouHOrO NMepuoaa [Tocne 8 4 ocBenieHus
AT 2,01 £0,03 5,85+0,34
Myrant o aKA4, muaus 9-12 1,72 +0,30 7,88 +0,31
Myrtant o aKA4, nunus 8-8 1,61 £0,23 7,84 £ 0,28

Cxopoctb accumuisauun CO2 JuCTbAMM pacTeHUl MyTaHTHBIX 110 0 KA4 i aKA2

Ckopoctb accumuiisiun CO2 AuCThsAME ObliIa M3MEpPEHa ¢ MOMOILBIO JBYX pa3HbIX MPUOOPOB (CM.
MeToibl). Pe3ynbTaThl M3MepeHMil moka3and OAMHAKOBBIE TEHACHLWH, MO3TOMY MPHUBOIATCS TOJIBKO
JaHHBbIC, TOJYYCHHBbIC C IOMOIIBI0 ra3oBoro aHamusatopa LCPro*. OOHapyXeHO, YTO CKOpPOCTh
accuMmmwsinuu CO2 muctbamMu MyTanTa o oKA4 6su1a moutu Ha 20-30% Hmke yem y [T, a y myTaHToB
o aKA2 — Boimie Ha 10-20%, uem y AT (Puc. 2).
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Pucynox 2. Cxopoctb accummsiiuu CO2 nuctesimu pactenuil AT u pactenuit mytaHTHbIX 1o aKA4
(muaum 9-12 u 8-8) wim mo aKA2 (muauu 9-11 u 8-3). UHTeHCUBHOCTH cBeTa 460 MKMOIbL KBAHTOB/M?C U
konueHrpauus CO2 B Bo3zayxe 700 ppm. 3a 100% mnpunsaTel 3HaueHust ckopoctu accumuiisinuu CO32
nuctbamu pactenui [T.

CpaBHeHHMe XapaKTepUCTHK (uIyopecHeHIUuH XJIopoduiia a JUCTbeB MYTAHTOB 10 WKA2 niun mo
oKA4 ¢ xapakTepucTukaMu (puryopecueHIuy XJ0popuiia a Jucrbes pacrenui AT

Jlyis BbISBIIEHUS BO3MOKHOTO BJIMSIHUSI HOKAyTOB HCCIIEAYEMbIX I'€HOB Ha (DYHKIIMOHHPOBAHUE
(dorocuHTEeTHYECKOH 3eKTpoH-TpaHcnopTHOi nenu (PIOTL) npoBoamim uamepenus (ayopecHeHIUH
IpH ABYX MHTeHCHBHOCTsX cBera (100 m 500 Mxmonb KBaHTOB/M?C) M Tpex koHuentpaunusx CO2 (100,
800 m 1500 ppm). IIpu HU3KON WHTEHCHBHOCTH CBETa MapaMeTpbl (uIyopecieHIuu xjiopodmuia a
JTUCTHbEB 000MX MYTAaHTOB MOYTH HE OTIMYAIMCH OT apaMeTpoB (IIyopecleHINN XJI0podulia a JTMCTHEB
pactenuii JIT. 310 MoXkeT ObITh CBSI3aHO C TeM, YTO Ha HU3KOM cBeTy, korja ®ITL] paboraer ¢ HU3KOM
CKOPOCTBI0, He3aBUCUMO OT KoHLeHTpauuu CO2, orcyrcrBue 0KA4 min aKA2 He BauseT Ha MpoTeKaHue
(dbortocuntesa. Hanbonpiras pazHuiia B nmapamerpax (iayopecieHIny Xjaopoduiuia a JUCThEB pacTeHUN
AT u pacrenuit mytantHbiX o oKA4 nmn aKA2 nposiBisiiachk Ipy BbICOKOW MHTEHCUBHOCTH cBeTa (500
MKMOJIb KBaHTOB/M’C) ¥ oONnTUMainbHOH s Qorocunre3a konunentpamuu CO2 (800 ppm).
[IpenBapuTENbHBIMU U3MEPEHUSMHU YCTAHOBJICHO, YTO MaKCUMalbHasi CKOPOCTh (POTOCUHTE3a B JTUCTHSIIX
apabuorcuca Habmoanacs uMeHHo mpu 800 ppm (Myapuk B.A. He onmyOIMKoBaHO).

D¢ dexTuBHbIi KBaHTOBBIA BHIXOA (YY), M3MEPEHHBIH KakK B MEPBYIO MHUHYTY OCBEUICHHS, TaK U
MoCJie JIOCTMDKCHHUsSI CTAllMOHAPHOTO YPOBHS, y pacTeHuid MyTaHTHBIX 1Mo oKA4 (o0e nuHMM) ObLI
J0CTOBEpHO BhIlIe, yeM Y pactenuil T, a y pacrenuit myranTHbix o oKA2 (o0e nuHum) 3¢ ¢eKTUBHBIN
KBaHTOBBII BbIXOJ OBbLT 3HAYUTENBHO HIDKE, yeM y pactenuit AT (Puc. 3). Ilpu sTom Y*, MmakcuManbHbIHI
KBaHTOBBIN BbIxos ®C2 B alanTHPOBAHHBIX K TEMHOTE JIUCTHSIX, B MyTaHTax u o aKA4, u mo aKA2 He

OTJIMYAJICS OT TakoBOro B pacreHusx JT.
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Pucynox 3. DddextuBHblit kBaHTOBbIN Bbixog DC2 nuctheB pactenuid T u pacTeHnit MyTaHTHBIX IO
oKA4 (muaun 9-12 u 8-8) unu mo oKA2 (muaum 9-11 u 8-3). UHTeHcuBHOCTH cBeta 500 MKMOIb
kBaHTOB/M?C, KoHIeHTpanusa CO2 B Bo3ayxe 800 ppm. JlaHHEIE IPEICTABICHB] B BUAE CPEAHUX 3HAUCHMIA
n3 6 m3MepeHni = cTaHmapTHas omuoka, * p <0,05.

Takum 00pa3oM, NpH BBICOKOH WHTEHCHMBHOCTH CBETa W ONTHUMaibHON KoHIeHTpamuun CO2
yMeHblieHue no cpaBHeHuto ¢ T s¢pdextuBHOro KBaHTOBOro BbhIxojga B myTaHTe no oKA2 u ero
yBesn4yeHue B Mmytante no aKA4 BcTynanu B MpOTUBOPEUUE C TEM, YTO CKOpPOCTh accumuiisinuu CO2 B
nepBoM MmyTante Obuta Beime (Puc. 2), a Bo Bropom — Hmke (Puc. 2), yem B pacrenusix IT. Takoe
BUJMMOE TPOTHUBOPEYHE, BEPOSTHO, OOBACHSICTCS M3MEHEHUSIMH CKOPOCTH ajJbTEPHATUBHOTO IOTOKA
351eKTpoHOB B @OTL y MyTaHTHBIX pacTeHHi (CM. Jainee).

Yposens Hedotoxumuyeckoro tymenus (HOXT) duayopecuennmm xnopodumia a JIUCTHEB
xapaktepuzoBaii BenuunHOH NPQ u kosdpduunmenrom N (Cm. meronpr). Oba mapamerpa HMeENU
COBEPILIEHHO OJIMHAKOBYIO TEHACHIMIO K M3MEHEHHUIO IpU HM3MEHEHUH OOBEKTa W/WIH YCIOBHMA
IIPOBEJIEHUS YKCIIEPUMEHTOB.

B nepByro MuHyTy ocBemeHus cBeroM 500 MKMONb KBaHTOB/M’C TPH  ONTHMAIIBHOM
konneHtpanuu COz, HOXT B mytanTe mo aKA4 pa3BuBaOCh HECKOJIBKO MEJJICHHEE, YEM B PACTEHUAX
AT (Puc. 4). Ilpu 1OCTHKEHUN «CTAlMOHAPHOTO» (POTOCHHTE3a OTYETIMBO BBHIIBHIOCH, uTo HOXT B
mytante no oKA4 Obuto Hmwke, yem B pacteHusx AT (Puc. 5). ¥V myrantoB mo oKA2 npu
MHTEHCHBHOCTH cBeTa 500 MKMOJIb KBaHTOB/M’C M oNTUMabHOM KoHeHTpamuu CO2 HOTX B nepsyio
MHUHYTY oOcBemieHuss Owbuto Hrke otHocuTenbHO T (Puc. 4). Ilpum nocTuxeHuM CTAIlMOHAPHOTO

¢dorocuntesa BenmunHa HOXT B myTanTe mo aKA?2 okazanace nocrosepHo Beie, yem B AT (Puc. 5).
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Pucynox 4. Hedoroxummaeckoe TymeHue d¢uyopecueHny xjaopodumia a aucteeB pacteHuit T u
pactenuii MyTaHTHbIX 110 0KA4 (;uuuu 9-12 u 8-8) win mo aKA2 (iuauu 9-11 u 8-3) B epByr0 MUHYTY
ocseeHus. MarencuBHOCTH cBeta 500 MKMOIb KBaHTOB/M?C 1 KoHueHTpanus CO2 B Bo3yxe 800 ppm.

Jis Toro, 4TOoOBl YCTaHOBUTH MPOLECC, SBISIONUIUICS MPUUYMHOW OoJiee BBICOKOTO MM Ooiee
Hu3koro HOXT B MyTaHTax mociie JOCTHXKEHHS CTALlMOHAPHOTO COCTOSIHUS HA CBETY OBbUIM OIpeeeHbI
KOMITOHEHTBI 3TOr0 TYIICHUS. BbIACHWIOCH, 4YTO 3HeproszaBucumbiii kommoneHT (N1 (QE),
XapaKTepU3YIOMNK TOIKUCICHUE JIIOMEHA, y pacTeHuid MyTaHTHBIX 1mo oKA4 (obGe nmHMHM) ObLT
3HAYUTENBHO HIKE, yeM y pactenuil [IT, a y pactenuit MmyranTHbIX 10 0 KA2 B cTanioHapHBIX yCIOBUSAX
Hao0opot BhIie Ha 40-50%, yem y pactrenuit [T (Puc. 5). Bropoii mo BpemeHn penakcanyuyu KOMIIOHEHT
HOXT - gN15, xapakrepusytommii  TymieHHe,  OOycloBlIieHHOe  (YHKIIMOHUPOBAHHEM
BHUOJIAKCAHTHHOBOTO IIMKJIa U, COOTBETCTBEHHO, HAKOIIJICHUEM 3€aKCaHTUHA U MHOI/1a 0003HavaeMbli (7,

npu koHuenTpauu CO2 800 ppm 6b11 onuHakoB y o6oux mytantoB u AT (Puc. 5).

B AT

Bl iy TaHT no aKA4 nukua (9-12) 0.9 BT

0.8 I vyTaHT no aKA4 nuhuA (8-8) | 0,8+ [ ] myTaHT no oKA2 nuxns (9-11)
0.7 X Il vyTanT no «KA2 nunms (8-3)

0,6
0.5
0,41
0,3
0.2
0,11

0,0-
aN aN1 qN15 aN g1 qN15

Pucynox 5. KoapduumeHT HEPOTOXMMUYECKOTO TYIIEHHS U €ro KoMmmoHeHThl y pacrenuid AT u
pactennii MyTanTHBIX 10 aKA4 (muaun 9-12 u 8-8) mnu mo aKA2 (muauu 9-11 u 8-3). IHTeHCUBHOCTH
ceeta 500 MKMOJb KBaHTOB/M°C M KoHueHTpauus CO2 B Bo3nyxe 800 ppm. /laHHbIE MpeacTaBIEHbI B
BHJIC CPEIHUX 3HAYCHHUH U3 6 U3MEpPEeHMI + cTanaapTHas ommobka, * p <0,05.
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YcroituuBocTh pacreHuii MyTaHTHbIX N0 0KA4 miam 0KA2 Kk [elicTBHIO cBeTa BBICOKOH
WHTEHCHBHOCTH

[Tockonbky ypoBenb HOXT duyopectenimm xmopoduiiia a TMCTbeB 000X MyTaHTOB OTJIMYAJICS
ot ypoBHsi HOXT B pacrenusix AT, OblI0 HMccineoBaHO ACHCTBUE CBETa BBHICOKOW MHTEHCHMBHOCTH Ha
¢byHkuroHanbHy0 akTUBHOCTE @ITLI. YcTOoMUMBOCTS K IEHCTBUIO CBETA BHICOKOM MHTEHCHUBHOCTH (500
MKMOJIb KBaHTOB/M?C) oOlLeHMBamM ¢ momompio mapamerpa (Fm - Fo)/Fo, KOTOpBIA XapakTepu3yeT
MakcuMaabHyi0 3G deKTUBHOCTh (yHKIHOHUpoBaHUsa DPC2, HO Ooyiee YYBCTBUTEIEH K H3MEHEHHIO
BHEIIHUX ycioBuid, 4eM (Fm-Fo)/Fm, ocobenHo npu m3mepennu B ycnoBusix crpecca (Lichtenthaler and
Buschmann, 2005). ¥ myrantoB no aKA4 sror mapamerp Obut Huxke, yem y [T, mocne 3 u 6 yacos
NeiicTBUS cBeTa BbICOKOM MHTeHCUBHOCTH (Puc. 6), a y mytanTta no aKA2 ne ornuuancs ot AT u naxe
HMMeIl TeHJEeHINIO K moBbieHuto (Puc. 6). bonbmee poronnrndbupoBanne ®C2 B pacTeHUAX MyTaHTHBIX

mo oKA4 mo cpaBHenmio c¢ JIT xopomo cormacyercs ¢ Oosee Hu3kour BenwunHOoW HOXT

(bayopecueHIuu.
45+ —=— T 45- = [OT
—&— MyTaHT no aKA4 nuHus (9-12) ’ MyTaHT no oKA2 nuHus (9-11)
- i —&— myTaHT no aKA4 nuHus (8-8) i —A— MyTaHT no oKA2 nuHua (8-3)
u-o
= 354
U
£
)
3,04
2,54 2,54
2,0 T T T 2,0 T T T
0 3 6 0 3 6
Bpems ocBeleHus, 4 Bpems ocBeleHus, 4

Pucynox 6. BnusHue ocBelieHHs CHIbHBIM cBeToM Ha mnapamerp (Fm-Fo)/Fo, xapaktepusyromruii
MakcuManbHyl0 3(ddexTuBHOCT ¢yHKIMOHUpoBaHUa DC2 B nucthax pactenuid [T u pacrenuit
MyTaHTHBIX 0 0KA4 (muaun 9-12 u 8-8) wim o oKA2 (iuaunm 9-11 u 8-3). UaTencuBHOCTh cBeTa 500
MKMOJIb KBaHTOB/M?C, koHueHTpauus CO2 B Bozmyxe 700 ppm.

CpaBHenne kBaHTOBOro Bbixoaa ®C1 B jucTbAX pacTeHHuil MyTaHTHbIX 0 0KA4 nim aKA2 c
KBaHTOBBIM BbIX010M ®C1 B sincThsx pacrenuii AT

N3mepenust ¢ momompto OJIP-tecta moka3anmu, 9To B pacTeHUsAX MyTaHTHBIX 1o oKA4 myn
IUTACTOXMHOHA Oojiee BOCCTAaHOBNEH, a y MyTaHta mno oKA2 Oonee okucien, yeM B JIT. Msl
IPEINOI0KUIN, 4TO Oojee BBICOKAs CTENEHb BOCCTAHOBIEHMs IyJa CBsi3aHA C M3MEHEHHEM OTTOKa
UIEKTPOHOB OT 3TOro mysa k akuenropam ®Cl. [y mpoBepKH 3TOr0 MPENNOI0KEeHUs ObLI M3MEpEH
kBaHTOBBIN Bbhixon ®C1, Y(I). Dror nokazarens y myranta no aKA4 mocne 20 cekyHIbI OCBEIICHHUS U
Mocyie JJOCTHXKEHUS «CTallMOHAPHOT0» (POTOCHHTE3a ObLT 3HAYMTENbHO HUXKe, ueM y pactenuit [T (Puc.

7), ay mytanta o aKA2 Y(l) 6s11 Boimie, ueMm y pacteruii [T (Puc. 7).
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0.6+ —s— [T = AT
—e— MyTaHT o oKA4 nnHus (8-8) —&— MyTaHT no aKA2 nuHua (8-3)

0,51 =

0,2 0,2
0,1 0,1
0,0 T T T T T T 0,0 T T T T T T
0 50 100 150 200 250 300 0 50 100 150 200 250 300
Bpema oceelleHus, ¢ Bpems ocBelyeHus, c

Pucynok 7. Kantosblil Beixog @CI1 nuctbeB pacrenuit [IT u pactennii myranTHbix 1o oKA4 (quHus 8-
8) mm o aKA2 (nuuus 8-3), npu ocsemeHnu ceetoM 500 MKMOJIb KBaHTOB/M?C U KoHUeHTpanuu CO2
800 ppm. JlaHHBIC MIpenCTaBIICHBI B BUIC CPEIHUX 3HAUCHHNA W3 6 M3MEpEHH + CTaHmapTHas omuoOKa, *
p <0,05.

N3menenue B mytanTax no cpaBHenuto ¢ T Benmnunnbl kBaHTOBOTrO Bhixoaa ®CI1 cornacyercs ¢
M3MeHeHneM ckopoctu accuMuisaiuun COz mucToM, Kotopas y MyTaHTtoB 1o oKA4 Obuta HUXe, a y
MyTanToB 110 0KA?2 - BeImIe, yeM B pacterusx JIT (Puc. 2). Takas coriacoBaHHOCTh MOXET OBITh CBSI3aHa

¢ TeM, uyto 1K KanbBuHa — rinaBHbIN "moTpeOuTens" 35eKTpoHoB, Beixoaammx u3 @ITL uepez OCI.

CBeTOMHAYIHMPOBAHHOE HAKOIUICHHE NMEPOKCHIA BOAOpPoAa B JHCThAX pacteHuil AT m pacrenui
MYTaHTHBIX 110 0 KA4 i aKA2

Kak yxe ormeuanock, y pacTeHUi MyTaHTHBIX 10 0KA4, HaOmronanu Oojiee HU3KYHO CKOPOCTb
accumuisiiut - CO2 mpu  OGosee BbIcOkOM 3 dexktuBHOM KBaHTOBOM Bbixoge PDC2. Ilockonbky
3¢ GeKTUBHBIN KBAaHTOBBIN BBIXOJ Ha CBETY (IIPH YMHOKEHHHM HAa HMHTEHCHBHOCTbH TMOTJIOIIEHHOTO CBETA)
COOTBETCTBYET CKOpPOCTH TIOJHOrO0 NOTOKa 3ekTpoHOoB no ®OTILl, yka3zaHHOe pa3auyue MOIJIO
CBHJIETEIBCTBOBATh O TOM, YTO NpH Oojiee HU3KOM IOTOKE 31eKTpoHOB K HAJID*, BoccTaHOBIEHHAS
¢dopma koroporo ucnoib3yercs ans ¢ukcauun CO2 B nukie KanbBuHa, yBenudeH Kakoi-mubo u3
aNbTEPHATUBHBIX IOTOKOB AJIEKTPOHOB. M3BECTHO, YTO OJHUM W3 TJABHBIX AlIbTEPHATHUBHBIX IyTeH
AJIEKTPOHHOI'O TPAHCIIOPTA SBJSETCS NEPEHOC AIEKTPOHOB HAa KUCIOPOJ € MOCIEIYIOIHUM 00pa30BaHUEM
nepokcuaa Bojpopona. CojepxaHue MEepoOKCHIa BOAOpOAa OBUIO H3MEPEHO Mocje KPaTKOCPOYHOIO
OCBelIeHUs (5 MUHYT) CUJIbHBIM CBETOM a/IalITUPOBAHHBIX K TEMHOTE JINCThEB. bbu10 0OHApyKeHO, 4TO B
JUCThSIX pacTeHud MyTaHTHbIX 10 oKA4 cBeromnayuupoBanHblii npupoct coaepxkanus H202
3HAYUTENIbHO, B 1,5-2 paza Oomnbie, yem B pacterusx [T (Puc. 8). B nucThax pacTeHHii MyTaHTHBIX 11O
oKA2 mpupoct comepxanust H202 Obim menblie, yem B mauctbix pacteHuit AT (Puc. 8). 310
CBHUJIETEJILCTBYET O TOM, YTO B OOOMX MYTaHTax IPOUCXOAUT HM3MEHEHHUE COOTHOLICHHS IOTOKOB

anexktporoB B ®ITI] mo cpaBHEHMIO ¢ COOTHOIICHUEM B pacTeHusx [[T.
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I vyTtaHT no aKA4 nuHus (9-12)
Il viyTasT no aKA4 nuHua (8-8)
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300 [ I myTtanT no aKA2 nuHus (9-11)
° Il vyTaHT no aKA2 nuHua (8-3)
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Pucynox 8. CBeTOMHAYIIMPOBAHHBIA MPUPOCT NEPOKCHIA BOJOPOJA B JIMCTHSIX PACTEHUN MYTAHTHBIX IO
oKA4 (muuamu 9-12 u 8-8) wm oKA2 (muamum 9-11 u 8-3) mocie 5 MHHYT OCBEIIEHUS CBETOM
MHTEHCUBHOCTBIO 500 MKMOJIb KBanToB/M%C. 3a 100% npunsTo conepxanue HoO2 B IMCTBAX pacTeHuit

qT.

Omnpenenenne mecronaxoxaenns oKA4 u aKA2 B TuiiakouaHoit MmemoOpane

Psin m3MeHeHMid XapakTepUCTUK (IyopecleHIH XJIopoduiia a JIMCThEB yKa3blBajl HA TO, YTO
uccneayemsle KA pacnonoxens! B TuinakongHoi memOpane. {ns aKA4 310 coOTBETCTBOBANIO JTaHHBIM
nauteparypsl, B pabore (Friso et al., 2004) sta KA Oblia BeIsiBJIeHA Cpean OCITKOB THIAKOUIHBIX MEMOpPaH.
Bnusare HokayTHOW MyTarmu 1o reny At2928210, komupyromemy oKA2, Ha Takue BaKHBIC TTIOKa3aTeNN
dotocunTe3a, kak d(pdexTuBHBIe KBaHTOBBIE BBIXOAbI PCl1 u DC2, BenUUHMHY SHEPro3aBUCUMOTO
komnoHeHTa HOXT (E, crenenb BoccTaHOBIIEHMS ITyJia MIIACTOXUHOHA, CKOPOCTh accumuiisiiuu CO2 u
T.A. TIO3BOJISIET IPENOJIOXKNUTh, YTO U 3Ta KapOOaHTWJpa3a HaXOAUTCS B THUJIAKOMAHBIX MeMOpaHax U
MPUHMMAET HEMOCPEACTBEHHOE YyuyacTue B mporecce @orocunresa. K coxaneHuio, Haauuue B
Tinakouaax nByx KA a-cemeiicTBa yCNOXHSIET Mpolecc MOMcKa 00jee TOYHOTO MECTOHAXOMXKICHUS
UCCIIelyeMbIX ~ KapOoaHruapa3 B CHUCTeME THJIAKOMIHBIX MeMOpaH, TMpexiae Bcero, H3-3a
KPOCCKOHTaMHUHALlUK IpenapatoB ¢gorocucteM. s ycTaHOBIEHUs NMPUCYTCTBUS HccienyeMmbix KA B
MYTaHTHBIX PACTEHUSIX Mbl BOCIIOJIb30BAJIUCH CBOMCTBOM CTUMYJISIIMK KA akTUBHOCTH aleTa3oiaMujIoM
B CyOMUKPOMOJISIDHBIX KOHIIGHTpAIlMsAX, NpUCYIlee BceM KapOoaHruapasam o-cemeiicta. Jlms
YCTAQHOBJICHHSI MECTOHAXOXKICHUS UCCIEAyeMbIX KapOoaHrHapa3 B TUIAKOMAHON MeMOpaHe BbIICISUTH
TWIAKOUIBI W TIperaparbl THWIAKOMAHBIX MeMOpaH, oOorameHHble PCl mwm OC2 (OCIl- u PC2-
MeMOpaHbl, COOTBETCTBEHHO), U3 MyTaHTHBIX pacTeHuii u pactenuit AT u uamepsn ux KA akTHBHOCTS.

N3mepenne KA akTUBHOCTH THUJIAKOWJOB U3 PACTEHUH MYTaHTHBIX MO 00enM KapOoaHTrHapa3am
M0Ka3aJ10, 4To cTUMYJIIK KA akTMBHOCTH THJIAKOMIOB alleTa30jJaMMI0OM HaOirojanack B THIAKOUIAX
mytanTa o 0KA4 oGenx nuamid (Tabmn. 3), a B Twmakoumax myraHta mo oKA2 Takas CTHMYIISALUS
orcyrcTBoBana (Tabxn. 3), U MPOSABISUIOCH MHTMOMTOPHOE JACUCTBHE areTasoiaMuia. Y THUIAKOUJIOB,
BbIieNieHHbIX U3 pacteHuit T, crumynsmuio KA akTtuBHOCTHM HaOMIonanu BCErAa, YTO MOXKET
CBH/IETEJILCTBOBATh O XOPOIIEM KAayeCTBE BBIACICHHBIX THJIAKOMAOB Kak u3 pacteHudt T, tak u u3
MyTaHTHbIX pacTeHuil. [lo-Buaumomy, B Tiiakougax MmyTtanta no oKA?2 crumynsauus KA aktuBHOCTH He
BBISIBIISTIACH 10 TMPUYMHE «3aKPHITOCTH» OcTaBiueicss B MemOpane aKA4, koTopas, BeposTHEE BCETO,
pacroyio)keHa C JIIOMEHAJIBHOW CTOPOHBI THUJIAKOWJHOM MeMOpaHbl, a anerasojamuf, OyIydu
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BOJOPaCTBOPUMBIM COEIMHEHHEM, IUIOXO TMPOHUKAaeT uyepe3 MemOpany. Takum oOpaszom, 3a
HaOmonapmytocs B Twiakougax AT wu wmyrantre no oKA4 crumymsuuio KA akTuBHOCTH
areTa3oJaMuI0oM, OTBeTCTBeHHA 0KA2, 4TO MO3BOJISIET MPEANOIOKUTH €€ HAX0XKICHUE B JIAMEIIISIPHBIX

MeMOpaHax Ha UX CTPOMaJIbHOU CTOPOHE.

Tabnuya 3. Bmusaaue 107 M anerazonamuga (AA) Ha KA akTUBHOCTH THJIaKOUIOB PACTEHHMH JUKOTO

TUIA U pacTeHUH MyTaHTHBIX 110 0KA4 wim o aKA2.

Tunakouasl KA aktuBHOCTB, pMOIb HY/MrxXm MuH
- + AA

AT 41,4+ 8,7 475+4,2

myTaHT o aKA4, nuuus 9-12 58,0+11,6 61,6 £9,7
myTaHT 1o oKA4, nunus 8-8 55,7+7,8 68,6 £10,6
AT 11,7+5,3 19,3 +3,7

MyTaHT o aKA2, muaus 9-11 58,4 +10,7 429+93
myTaHT 1o oKA2, nunus 8-3 437+£29 38,7 4,7

B ®C2-memOpanax u3 mytanta no aKA4 ctumynsuun KA akTHBHOCTH aneTa3oyiaMUIOM He
ob1710, a B @C2-membpanax u3 T ctumynsmus 6puta (Tabm. 4). 1o yOeAuTenbHO CBHIETENBCTBYET, UTO
umeHHo 0KA4 orBerctBeHHa 3a KA aktuBHOcTh B PC2-memOpanax apabuponcuca. KA-akTuBHOCTB
OC2-meMOpaH 13 pacTeHuil MyTaHTHBIX 10 0KA4 Obuta pesynbratoM npucytcTBus B @C2 eme oaHOTO,
«BBICOKOMOJICKYIsipHOro», Hocutens KA aktuBHoctu (Lu and Stemler, 2002; Khristin et al., 2004,
Ignatova et al., 2011), akTHBHOCTH KOTOPOTO HHTUOMPYETCS YK€ IpPH HU3KOH KOHILEHTPALUH
anierazonamuia. B ®C2-memOpanax mytanTa no aKA2 ctuMynsanus anera3zojaMHuI0M Haboaanach, 4ro

COIJIaCyeTCs ¢ MPUCYTCTBUEM B 3THX MeMOpanax aKA4 (Tab6m. 4).

Tabnuya 4. Bmusane 107 M anerasonamuaa (AA) na KA akrtusrocTs PC2-MEMOPaH pacTEHUi IUKOTO
THNA ¥ pacTeHul MyTaHTHBIX 10 0K A4 nnu o aKA2.

DC2-meMOpaHbI KA aktuBHOCTB, uMOIH H/Mr*Xim MuH
- + AA
AT 41,4 +£8,7 475+42
myTaHT 1o aKA4, muuaus 9-12 58,0+ 11,6 61,6 £9,7
myTaHT 1o oKA4, nuuus 8-8 55,7+7,8 68,6 £10,6
AT 11,753 19,3+3,7
myTaHT 1o aKA2, nunus 9-11 58,4+ 10,7 429+973
myTaHT 1o oKA2, muaus 8-3 43,7+2.9 38,7 4,7
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C yueToM JaHHBIX JIUTepaTypbl o mpucyrcTBun oKA4 cpeau OenkoB THIIAKOMIHBIX MeMOpaH,
Hanuuue aneraszonaMmua-ctumynupyemoil KA aktuBnoctu B @C1-memOpaHax U3 pacTeHUN MyTaHTHBIX
no aKA4 (nanHsle B auccepTalyiu), CBUACTEILCTBYET O HAIMYUU B 3TUX MeMOpaHax eué ognon KA a-
cemeiictBa. IlocnenHee sABieTCS BaKHBIM JONOJHUTENBHBIM apryMEHTOM B MOJb3y TOro, yto aKA2

HaXO/UTCS B TWJIAKOUAHOU MeMOpane. Mectonaxoxnenne oKA2 no Hameil paboTsl He ObUIO U3BECTHO.
OBCYXIEHUME PE3YJBTATOB

[Tonmyuyennsie B paboTe pe3ynbTaThl IPECTABISIOT cOO0I epBbie B MUPOBOI TUTEpaType JaHHBIE
0 TOM, YTO KapOOaHTHIpa3bl BBICIIUX PACTEHUI MPUHUMAIOT y4acTHE B PEAKIUSX, COCTABISIOUINX
npouecc GOTOCUHTE3a, U MTOKA3BIBAIOT, KAKUE ATO PEAKITHH.

CpaBHeHHEe CBsI3aHHBIX C  (QOTOCHHTE30M MOPGHO(PHU3HONIOTHIECKUX TTOKa3aTellell pacTeHui
MyTaHTHBIX 110 0 KA2 min aKA4 nokasaio, 4To ucciaeoBaHHbIe MOKA3aTeau OTJIMYAIUCh B MyTaHTax Mo
oKA2 nmn aKA4 ot TakoBeix B JIT B mpotuBomonokubie ctoponsl (Tadm. 1; Puc. 2, 5, 7, 8). Xoporio
BBIPAKEHHOE TMOBBIIIEHUE coOJepKaHUs Kpaxmana B MyTaHte no oKA4 (Tabn. 1) moxer ObITH
CJIEICTBUEM YBEJIMYEHUSI OTHOCUTEIBHOIO BKJIaJa aJlbTEPHATUBHOTO MOTOKA 3JIEKTPOHOB K KHUCIOPOYy B
obmeM notoke 37ekTpoHOB 1o PITLI, uro nmpuBoauT Kk yBenuueHuto oTHoueHuss ATO/HAIDPH B
XJioporiactax. B mosis3y 3TOro CBHUIETENBCTBYET TO, UTO CBETOMHAYLHMpOBaHHBIN mpupoct H202 B
nucThaX MyTanTa o aKA4 mocie maru MUHYT OCBeIeHUs 3HauuTeapHo Oomnbie, yeM B JIT (Puc. §). B
myTanTe o 0 KA2 kak cojepkaHue Kpaxmaina, Tak ¥ CBETOMHIYLUPOBAHHBIN npupoct coaepxkanus HoO2
Ot MeHblne, yeM B pacteHusx T (Ta6n. 1, Puc. 8). Bo3amMoxHO, B 3TOM MyTaHTE€ COOTHOIIECHUE
noToKOB 3JIeKTpoHOB K HAJI®* u k O2 M3MEHHMJIOCH B CTOPOHY YBEJIMYCHHS TOTOKA 3JICKTPOHOB K
riaBHOMY (pu3HoIornyeckomMy akuenrtopy, HAJ1d*.

Paznmuumne B mMopdodusnonornueckux mokasaresix pacreHuit 1T u pacTeHWil MyTaHTHBIX IO
uccneayembiM KA He MO3BOJISIET YCTaHOBUTh KOHKPETHYIO (yHKIMIO ToM minu uHoM KA. Perucrpauus
bayopecueHuu xjgopoduiia @ JIMCTbEB MOMOTAeT OLEHUTh OCHOBHBIE XapaKTEPUCTHKHU Tpollecca
¢dboTocuHTE3a, a UBMEHEHUE OCBEIIEHHOCTH U KoHUeHTpauuu CO2 npu u3MepeHuu — no10opaTh yCiaoBHs,
P KOTOPBIX CTAHOBUTCA BO3MOXKHBIM BBISIBUTH pPa3iIM4Me€ B XapaKTEPUCTUKAaX MYTAHTOB M pPAcCTEHHU
JAT. HaubGonpuie paznuuusi MEXIy MyTaHTHbIMH pacTeHusmMu W [T HaGmionanuce mpu OCBEIIEHUH
CBETOM BBICOKOM MHTEHCUBHOCTH 500 MKMOJIb KBAHTOB/M2XC IIPH ONTHMaNbHOM KoHenTparuu CO2 800
ppm.

VY pacrenuii myranTHbIX 10 0KA2 3¢ dexrruBHbIi kBaHTOBBIH Beixon PC2 (Y) ObuT HIXKE, YeM Y
AT, a'y pacrenuit mytanTHbIX 110 0lKA4 BpIte, yem y pactenuit AT (Puc. 3). Canxenue Benmuuuubl Y y
pactenuii MytaHTHBIX MO OKA2 Moxer ObITh pe3ynbTaToM 0ojiee BBICOKOTO YPOBHS JAMCCHUIIALIUU
NOTJIOIIEHHOU Hepruu B Terio (Puc. 5), Torna kak 6osiee BbICOKME 3HaU€HUS Y y paCTEHUH MYyTaHTHBIX
nmo oKA4 moxer ObITh cleACTBHEM, HA00OpOT, Oojiee HU3KOIO YPOBHS IUCCHUIALUK MOTJIOIIEHHOM
sHepruw B Terio (Puc. 5).

W3menenns B MyTaHTax d(QGEKTUBHOIO KBAaHTOBOTO BBIXOJA HE TIO3BOJIAIOT CTPOUTH
NPEINoIOKEeHUs: 0 MexXaHu3Max (¢yHKuHoHMpoBaHus KA B XjopomiacTtax, MOCKOJIbKY BeluunHa Y

3dBUCUT OT MPOHCCCOB IMOAAYHN IJICKTPOHOB K aKICIITOpaAM ®C2 u oTrTOKa QJICKTPOHOB OT HUX, U MOKCT
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U3MEHATBHCS. MPU H3MEHEHMM Jr000oro M3 HuX. C JOpyroil CTOpOHBI, MOJEKYJSPHbIE MEXaHU3MBI
HEe(OTOXMMHUYECKOTO TYyIICHUS (QIIyOopecUeHIIMH XJopopuiia &8 U, COOTBETCTBEHHO, (DaKTOPBI,
BIIUSIIOLIUE HA BETMYHUHY 3TOT0 TYIIEHHUS, K HACTOSIILIEMY BPEMEHH JOBOJIBHO XOPOIIO OMHUCAHBI.

IIpu BbICOKOW MHTEHCHBHOCTH CBeTa M omnTuMaiabHOW KoHueHTpauuu CO2 ypoBenp HOXT B
mytante 1o oKA4 okasaics Hwke, yem B [T, mpuyem »srta pasHuna Obula 0O0yCIIOBJIEHA
sHepro3aBucuMbiM kommonenToMm HOXT, gE (QN1) (Puc. 5). B Hacrosimee BpemMsl IPUHUMAETCS, YTO
BennuuHa E xapaktepusyer ctenens npotoHupoBanus PSS 6enka (Ruban, 2016), u MeHbIlIee 3HaYeHHE
napamerpa N1 y myranta no aKA4 MoxeT CBHIETENIbCTBOBATH O TOM, YTO B OTCYTCTBUHU 3ToM KA
MPOHUCXOUT «HEAONpoTOHUpoBaHUe» PShS Oenka. B mombs3y 3TOro mpeanoaoxeHus: TOBOPUT TOT (akT,
9TO y pacTeHuil MyTaHTHBIX 1Mo 0KA4 mpoucxomut Gonee MemieHHas aktuBaius HOXT B mepByio
MuHyTy ocBemieHus (Puc. 4): B nmuTepaType mMeroTcs aaHHble 00 ydactuu PSbS B paspuruun HOXT
uMeHHO B mepByto MuHyTy ocBemienus (Ikeuchi et al. 2014). Takum oOpasom, aKA4, BeposTHO,
y4acTBYeT B Pa3BUTHUU SHEPro3aBHCUMOr0 HE(POTOXMMHYECKOTO TYIIECHHUs, oOecreuuBas MmojjepKaHue
PsbS 6enka B mpOTOHUPOBAaHHOM COCTOSIHUH.

BaxHol 0COOCHHOCTBIO pacTeHUi MyTaHTHBIX 110 0KA4 Ob110 TO, 9TO poTOoMHrHOMpOoBanne OC2
B HUX ObLI1O O0sbIe, yeM B AT (Puc. 6). B cooTBETCTBUU € 3TUMU JaHHBIMH, OMIMCAHHOE BBIILIE Y4acTHE
0KA4 B CTUMYJSLMM 3HEPro3aBUCUMOIrO TYLIEHMs, KOTOPOE OTpa)kaeT IUCCUMALMIO IOTJIOIIEHHOU
SHEpruM CBETa, I[03BOJIIET paccMaTpuBaTh JAaHHBIM (EpMEHT Kak YacTh CHUCTEMbI 3allUThI
(OTOCHHTETHYECKOTO ammapara oT (OTOMHTHOMPOBAHMS, YTO BEPOSITHO, M SBISETCS OCHOBHOM
¢dbyukaueit aoKA4 B hoTocunrese.

B pacrenusix myrantabix 1o oKA2 ypoens HOXT Obin Boiie, yem B pacrenusx AT (Puc. 5).
Paznoxenne koapunmenra N Ha KOMIIOHEHTHI BbIsIBIIO, 4To KoMmoHeHT N1 (QE), oOycioBieHHbII
HaKOIUIEHWEM IIPOTOHOB B JIFOMEHE THUJIAKOWIOB, y MyTaHTa o oKA2 na 40-50% BbILIEe, 4eM 3TOT
koMroHeHT B pactenusix AT (Puc. 5). DOro mpeamomaraer, uto B orcyrctBue oKA2, B0O3MOXHO,
NPOHMCXOAUT YBEIWYEHUE MNpOTOHHpoBaHHs PShS Oenka, 4ro, B CBOIO oOdYepenb, MOTJIO Obl OBITH
CJIEICTBMEM IIOBBIIIEHUS B 3TOM MYTAHTE KOHIIGHTPAIlMM MPOTOHOB B JIIOMEHE THJIAKOUAOB IMIPH
MCYE3HOBEHHMHM B PE3yJIbTaTe MyTalluu CBsi3aHHOrO ¢ KA?2 kaHana ux yTeuku U3 HEro.

TakuM o00pa3oM, OCHOBHOH pe3ysbTaT MPOBEACHHOIO MCCIEAOBAHUS COCTOMT B TOM, 4YTO
ycranoBiieHo yuactue oKA2 n aKA4 B Metabonu3me Beiciiero pacrenust A. thaliana u nmokaszano uTo,
BEPOSITHO, OCHOBHOM IpoOIECC, B KOTOPOM OHU MNPUHUMAIOT YYacTHE€ — PEryJIMpOBAaHUE IUCCUMALMU
SHEpPIrUM CBETa, MOTJIOIMIAEMON MUTMEHTaMU (POTOCHMHTETHYECKOro ammapara. [Ipu 3Tom uX BiaMsHUE Ha
MPOIIECC TUCCHITAIIMN YHEPTUU MPOTUBOIOI0KHO, 0KA4 crmocoOCTBYeT YCHUIICHUIO ATOM JTUCCHITAINH, a
oaKA2 — ee ymenbpmieHnto. Takoe pa3HOHANpaBICHHOE JEHCTBHE JTUX (EPMEHTOB 00ecreunBaeT
OTIEpPAaTUBHYIO HACTPONKY (POTOCHMHTETHYECKOIO almapara pacTeHUH HEOOXOAMMYIO Ui ONTUMAIbHOTO
(GYHKIIMOHUPOBAHMS B KOHKPETHBIX YCIOBHSIX OKPY KAIOIIEH CPEIbI.

B Tabmume 5 nmpeactaieHsl cBoiicTBa pacTeHnid MyTaHTHBIX Mo 0lKA2 m aKA4 oTHOCHTEIBHO
cBoricTB pacrenuii J{T. BumHO, 9T0 OTCYTCTBHE OJHOM M3 3TUX KapOOaHTHIpa3 MPUBOAWIO K (DEHOTHITLY,

orinyaromemycs ot /IT B MpOTHBOIIOIOKHYIO CTOPOHY 110 CPAaBHEHHUIO ¢ (PEHOTUTIOM MYyTaHTa IO JIPyroi
KA.
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Tabnuya 5. CpaBHeHHE CBOWCTB pacTeHM MyTaHTHBIX no reHam At4g20990 u At2928210,
konupyromum olKA4 n aKA2, otHocutenbHo cBoiicTB pactenuit JIT.

CaoiicTBa MytanT no aKA2 MytanT no oKA4
Bec MmyTanTHbIX pacTeHuit B % oT ~70 110-120
AT
Conepxanue kpaxmaia B % ot T 50-70 170-250
D¢ dexTUBHBIN KBAHTOBBIN BBIXO/T [Tpu Bcex [CO2] Huxe, yem y 3aBUCHUT OT COAEPKAHUS
OC2, Y AT COz2, npu onTuManbHON

[CO2] Bbrme JIT

DHEpro3aBUCUMbIA KOMITOHEHT
HOXT, qN1

Beime, uem y AT npu

ontumManbHoi [CO2]

Hwxe, uem y AT npu

ontuMansHoi [CO2]

VYceroitunBocts PC2 k

(hOTOMHTHOMPOBAHUIO

Kak y AT

Hwuxe, yem y AT

KBanTogsiit Berxoq @C1, Y(I)

Beiue, vem y IT

Hwxe, vem y AT

Ckopoctb accumuisiiimu CO2

Brpuue, yem y IT

Hwuxe, yem y AT

ConeprkaHue MepeKUCH B JIUCThSIX

Mens1ue, yem B [T

bonbie B 1,5-2 pa3a, uem B

IT

Hcnone3ys cnenuduueckoe CBOMCTBO KapOOAHTUApaA3 O-CEMEWCTBA yBEIWYMBATh aKTUBHOCTH B
MPUCYTCTBUM MHKPOMOJIIPHBIX KOHILIGHTpAalMi BEUIECTB, MNpU 0Oojieeé BBICOKMX KOHIIEHTpAIUX,
nevictBytommx kak uHruouropsl (llies et al., 2004), B wacTHOCTH, aleTa3ojaMuaa, Mbl TIOKA3aJId, YTO
aKA4 pacnonoxxena Boim3u @C2. DT0 XOPOIIO COOTBETCTBYET BBIBO/IaM, CACIAHHBIM BBIIIE O €€ CBS3H C
PsbS ©OenkoM, KOTOpBIN pacronaraercst cpead XJopohUUI-CBA3BIBAIONINX OeakoB aHTeHHbI DC2.
Hcnonp3yst 3T0 e CBOMCTBO KapOOaHTHApA3 O-CEMEWCTBA, MOJYYECHBI JaHHBIC, KOTOPHIE MO3BOJISIOT
npenmnosararh, 4To lKA2 pacronokeHa Ha CTPOMaJIbHOM CTOPOHE TUIAKOHIOB.

C yuerom o6HapyxeHHoro BiausHus Mytaiuii no aKA2 u aKA4 Ha sHepro3aBucumoe TylIeHHE
bayopecueHuu xjopoduiia a8, KOTOpoe 3aBUCUT OT HAKOIUIEHHUSI IPOTOHOB B JIFOMEHE U TECHO CBA3aHO
¢ mpoTtoHHpoBaHueM PsbS Oernka, a Takke JaHHBIX O PACTIOIOKEHUH ITUX KapOOAHTHAPa3 B THIIAKOUAAX
NpeJiiaraeTcsa MpeaBapuTelibHas CXeMa UX BKIIOYEHUs B mporecchl, nporekatomue B ®ITI] Ha cBeTy
(Puc.

HE(OTOXMMHUYECKOTO TYIICHHs, JIOKAJBHO MOCTaBisisi MPOTOHBI PsbS Oenky. DTo sBiseTcss MMEHHO

9). Msr cumraem, uro oKA4 pacnomaraercs BOmm3um @®C2 u ydacTByeT B pPa3BUTHHU

PETYISTOPHBIM BIMSIHUEM, TOCKOJBKY SHEPro3aBUCHMOE TYIICHHWE MOXET pa3BUBAThCs U 0€3 ydacTus
stoii KA 3a cueT mpoTOHOB JIOMEHaNLHOTO TMpocTpancTBa («bulk» mporoHoB). B cranmmoHapHbIX
YCIIOBHSIX, ONTHUMAJIBHBIX Ui (OTOCHMHTE3a, IMOCcieAHne WHTeHCHBHO "yrekarot"' k AT®d-cuHTaze,
pacnonararomieiics B yiamesuiax crpoMbl. Haxomsce BOmm3u @C2, aKA4 mo3Bomnsier obecnieuntsh PsbS
OeNIOK MPOTOHAMU JaKe MpU aKTUBHOM cuHTe3e ATO.

Uro xacaercs 0KA2, TO pacCMOTpPEHHbBIE BBIIIE€ JAHHBIC, MOJNYYEHHBIE C BBIJCICHHBIMU
TWIAKOUJAaMH W (parMeHTaMH THJIAKOWIHBIX MeMOpaH TMpearnoyiaraloT, 4ro OHAa HaXOJUTCS Ha

CTPOMAQJIBHON CTOpPOHE JaMeIUISIpHBIX MeMOpaH. be3 JOMONHUTENbHBIX CBEACHUNH 00 €€ TOYHOM
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PacroN0KEHUU KOHKPETHBIN MpOIlecC ¢ €€ ydacTheM, 0OeCleYMBAIONINI YMEHBIIICHHE COACpPKAHUS B
JIOMEHE TIPOTOHOB, CTUMYJIMPYIOLINX SHEPrO3aBUCUMOE TyIIeHUE (IyopecleHIInK XIopoduiia a, moka
TPYJIHO HJICHTU(DHUITUPOBATh. B KauecTBe MpeIBapUTEIILHON THITOTE3bI, OOBICHSIONMIEH yKa3aHHYIO POJIb
aKA2, MOXHO MPEACTaBUTh, YTO OHA CO CTPOMAIBHOW CTOPOHBI TUJIAKOWIHON MEMOpaHbI y4acTBYET B
dbopMupoBaHnu crenMPUUECKOro KaHalla BBIXOJa NMPOTOHOB W3 JroMeHa. [loxokas rumore3a o ponu
oaHoi m3 TuiaakouAHbIX KA Obuia mpemroskena panee (Moskvin et al., 2000; MBanoB u ap., 2007) Ha

OCHOBC U3MCPCHUA BIMSHUA I/IHFI/I6I/ITOpOB Kap60aHr1/mpa3 Ha MOIrj1oMECHUC MPOTOHOB TUJIAKOHUJaMH.

H+ H+ H+
Crtpoma i H
H+ H+ H+
H+ H+ H+ /\
H+ H+ <
1T I i M aKA2 FE A
PQ =
- i PQH, j i Q
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Pucynox 9. Tumorermyeckas cxema pacnojiokeHuss W ¢yHkinuonupoBanus oKA4 u aKA2 B

TUJIAKOUTHOW MeMOpaHe.

BbIBO/IbI

1. HaiigeHo, uro rensl, Kogupyomue kapooanruapassl aKA4 u aKA2, sxcrpeccupyroTcsi B JUCThIX
pacrenuii Arabidopsis thaliana (var. Columbia), mpuuem ypoBeHb HX SKCHPECCHU 3aBHUCUT OT
ocemieHuss u KoHueHtpanuu COz B Bozayxe. Ilpu yBenMueHUM OCBELIEHHOCTH pacTEeHUI
yBEIMUMBANIACh JKcmpeccus oboux reHoB. [Ipm konmentpamuu COz 750 ppm skcmpeccusi TeHa
At2928210, xogupyromiero aKA2, 6pi1a Hike, a skcnpeccus reHa At4g20990, koaupyromero aKA4,
- BbIIIe, 4yeM npu KoHuenTparuu CO2 150 ppm.

2. BeisBiiensl Moppodu3noIornyecKkrue OTIMYUs pacCTeHUH, HOKAyTHPOBAaHHBIX 10 reHy At2928210 nnun
no reny At4g20990 ot pacrenuit nukoro tuma, skotuma Columbia. B myrante mo aKA2 ckopocTs
accummisiinu CO2 nmucthsimu Oblia Bhimne, a oOpasoBanue H202 Ha cBeTy u cozepikaHle Kpaxmaia B
JUCTHSIX OBUIM HIKE, YeM B JIMCTHSIX PACTEHHM AMKOrO TUMAa. B MpPOTHBOIONIONKHOCTH 3TOMY, B
myTtanTe 1o aKA4 ckopocth accumuisinuun COz aucThsiMu ObuTa HEDKE, a oOpasoBanue H2O, Ha
CBETY W COJepKaHWE Kpaxmalla B JIUCThSIX OBUIM BBIINIE, Y€M B JIUCThSIX PACTEHUH TUKOTO THUIIA.
VYcTaHoBIEHO, YTO pa3iuyhe B COJEpKaHMM Kpaxmana B MyTtaHte nmo oKA4 Obuto pesyibTatoMm
U3MEHEHHS CKOPOCTHU €ro HAKOIJICHHUS Ha CBETY.

3. Bnusaue HokayTa reHa, kogupytouiero aKA4, na Hedotoxummuueckoe Tymenue GiIyopecueHny, u
OTCYTCTBHE BO (PparMeHTax THJIAKOMJHBIX MeMOpaH, 000rameHHbIX (POTOCUCTEMON 2, U3 MYTAHTOB

nmo oKA4, xapakrepHOW mis KapOoaHTHIpa3 0-CEMEHCTBAa CTHUMYJISIMM aleTa30JlaMHJIOM B
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CyOMHKPOMOJISIPHOW  KOHLEHTpallMd  KapOOaHTMApa3HOW aKTUBHOCTH  CBUJAETENBCTBYIOT O
PacmoJoKEeHUH ATON KapOOaHTUApasbl B TUIAKOUIHON MeMOpaHe BOM3M ¢hoTocuctemsl 2. Bausaue
HOKayTa reHa, koxaupytomero oKA2, Ha HedoTOoXxuMMHUECKOe TylieHue (IyopecueHIud, |
OTCYTCTBHE CTUMYJISIIMU aleTa3oJaMHIOM KapOOAaHTHIPAa3HON aKTUBHOCTH LEJNBIX THIIAKOUIOB,
BBIJICJICHHBIX U3 PAacTeHUH, MyTaHTHBIX 10 0KA2, HO HanUYyKe TaKOBOHM B THJIAKOMJAX M3 MYTaHTOB
mo oaKA4, npeamonararoT pacmojiO)KEHHE 3TOW KapOoaHTHApa3bl Ha CTPOMAIBHOW CTOPOHE
TUJIAKOWTHOW MEMOpaHBI.

4. Hedotoxumuueckoe  TymeHue  ¢uyopecueHIMM  xjopodwiia @  JUCTBEB  PACTEHHH,
HOKayTHpoBaHHBIX 1o reny At4g20990, xonupyromemy oKA4, Opuio Ha 30-40% MeHble, yeMm B
pacTeHHsX IUKOrO THIA, a y PAacTeHUH, HOKayTHPOBaHHBIX Mo reHy At2¢928210, xoaupyromemy
aKA2, - na 20-30% Oonbiie. YCTaHOBIEHO, YTO pa3iuuMe B 00OMX CiydasX OOYCIOBIECHO
BEJIMYMHON KOMIIOHEHTa HE()OTOXMMHYECKOTO TYIICHUS (DIyOpecleHlny, 3aBUCSINEr0 OT
KOHILIGHTpallMi  MPOTOHOB B  JIIOMEHe  (3Hepro3aBucumoe  TymeHue). Haiineno, 4ro
(OTOCHHTETUYECKH anmnapaTt pacTeHUd MyTaHTHbBIX 110 0 KA4, oGiagan MeHblIel yCTOHYMBOCTHIO K
MOBPEXKIAIONIEMY JIEUCTBUIO CBETA BHICOKOM MHTEHCHMBHOCTH, YEM almapar pacTeHUN AUKOTO THUIIA,
YTO corjacyercs C JaHHBIMH 00 YMEHBIICHHOH BeIHMYMHE HEPOTOXMMUYECKOTO TYIICHHS
dayopectieHIMN XJI0po(duiIa a B 3TOM MyTaHTE.

5. OTnnuMs XapakTepUCTHK (IIyOopecleHIIMH XJIOpOopHUIa & JIUCTHEB paCTeHUI MyTaHTHBIX 10 aKA2 u
0KA4 0T COOTBETCTBYIOIINX XapaKTEPUCTHK pacTEHHi AUKOro Tuma, sxotuma Columbia, u mexmy
co00ll CBHUIIETENBCTBYET, YTO 3TH KapOOAHTUIPA3bl PETYIUPYIOT DPA3BUTHE SHEPro3aBUCHUMOTO
KOMIIOHEHTa HE(OTOXMMHUYECKOTO TYIIEHHUs (IIyOpEeCUEHIMH, KOTOPBIH OBICTPO, B CEKYHIHOM
Uana3oHe, MW3MEHseTcss B OTBeT Ha U3MEHEHHE YCJIOBUH mpoTekaHus (OTOCHHTE3A.
[IpoTuBOMNONOXKHOE BIMSHHME 3TUX KapOOaHTHUIpa3 Ha JaHHBIH KOMIIOHEHT HE(POTOXUMHUYECKOTO
TYIIEHUSI MO3BOJIAET ONEPaTHBHO YCTAHABIMBATH BEJIMYMHY 3TOr0 TYIIEHHUS, HEOOXOAUMYIO IS
ONTUMAIILHOTO (PYHKIIMOHUPOBAHMS (POTOCHMHTETUYECKOTO armapara pacTeHWid B KOHKPETHBIX

YCIIOBUSIX OKPY>KaOLEN CPEB.
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