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Cnucok coxkpaieHui

®OCA — GpOoTOCHHTETUUYECKH anmapar

[1I1® — nepBUYHBIEC MPOIECCHI POTOCHHTE3A

OTIL — 3eKTpOH-TpaHCHIOPTHAS 1ETIb

®dC, PS — dotocucrema

KBK, OEC — kucnopo/1-BeIACTSIONINNA KOMIIIEKC

JIOT — nuHenHblN ANEKTPOHHBIN TPAHCIOPT

[OT — nukanueckuil MeKTpOHHbIN TpaHcnopT Bokpyr @C1

[1BK — nurMeHT-0eIKOBBIM KOMILIEKC

A®K — aktuBHBIC (POPMBI KUCIIOPOIA

OX — ¢uyopecuenuus xuaopopusuia

X — xymopodusnn

NPQ — HedoTOXUMHUYECKOE TYILICHHE

gE — sHepro3aBHCUMBINA KOMIIOHEHT HEPOTOXMMHUIECKOTO TYIICHUS
gP — koo unmeHT HOTOXMMUIECKOTO TYIICHHS

ETR — ckopocTb POTOCHHTETHYECKOTO AIEKTPOHHOT'O TPAHCIIOPTA
OJIP — tpexda3znas kpuBas HHAYKINUN (HIyOPECIEHITUU XJIopodrinia
CCK, LHC — cBerocobuparomuii KOMILIEKC

PsbA, PsbS — cyonsemunuisr A (D1 6emmok) u S hotocuctemMsr 2

PsaD — cyobenununa D gorocucremsr 1

Pybucko — pubynozobucdochar-kapbokcunaza-okcureHasa

I{ut, cyt — nuToxXpom

ITX, PQ — miacTOXuHOH

I, Pc — mmacronmanuu

@O, Fd — peppenokcun

deo, Pheo — peodurun

Psgo — crienuanbHbIi MUTMEHT PEaKIIMOHHOTO [IEHTpa (POTOCUCTEMBI 2
P700 — crienuanbHbBIN MUTMEHT PEaKIIMOHHOTO HEHTpa (HOTOCUCTEMBI |
Qa — nmepBUYHBIN XUHOHHBIN aKIENTOP IEKTPOHOB B oTOCHUCTEME 2
Qb — BTOpWYHBIN XMHOHHBIH aKIIETITOP IEKTPOHOB B (hoTOCHCTEME 2
Ao — nepBUYHBIN aKLENTOP JIEKTPOHOB B poTocucreme 1

A1 — BTOPUYHBII aKIENTOP 3JIEKTPOHOB B oTocucreme |



®HP, FNR — deppenokcun-HAID penykraza

HAI', NDH — HAJTH-neruaporenasa

OXP, FQR — dbeppenokcuH-XMHOH peayKTas3a

PGR5 — proton gradient regulation 5

PGRL1 — proton gradient regulation-likel

COX — muToXpom okcuaasza

PTOX — mnactuaHas TepMUHAIBHAS OKCHIA3a

AOX — anpTepHaTUBHAsI OKCHA3a

CO/1, SOD - cynepokcugaucMmyTasa

Flv — pnaBomnporernbl

KoA — kodepmenT A

HAJI(®) — HukoTuHaMuaaAeHuHanHYyKI1eotua((pocdar)

AT® — anenosuntpudocdar

I'm — rimroko3a

[1OI1D, PPFD — nnotHOCTh POTOCUHTETUYECKOTO MTOTOKA 3IEKTPOHOB
DOAP — poTrocuHTEeTHYECKH aKTUBHAS pagraIus
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CI' — canmuuun rugpokcamar
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AXDOUD — 2,6-nuxnopdenonunnodpeHon

PAM — pulse amplitude modulation



BBEJAEHHUE. OBIIIASA XAPAKTEPUCTUKA PABOTbI

AKTYaJIbHOCTb MIPO0JIEMbI

@®oTOCHHTE3 SBISAETCS YHUKAJIBHBIM IPOLIECCOM IpeoOpa3oBaHus SHEPrHUH (POTOHOB B
DHEPIUI0 XMMHUYECKUX CBA3CH OpPraHUYECKUX COCAMHEHUM, KOTOPBIM SBIAETCS OCHOBOM
CYIIIECTBOBaHMs OOJBIIMHCTBA (OpPM KU3HU Ha 3emie. B HeOIaronpuaTHBIX YCIOBUSAX CPEIbI
HapyIlIaercs OalaHC MEXIy MOTJIOUICHHEM U 3allaCaHUEM SHEPruH B peakiusx (OoTocHHTE3a,
4TO CIIOCOOCTBYET reHepalu akTUBHBIX (opM kuciopoaa (APK) 1 pa3BUTHIO OKHCIUTEIHLHOTO
CTpecca, BBI3BIBAIOIIETO MOBPEXKJICHHE KOMIIOHEHTOB (POTOCHHTETUYECKOH  3JIEKTPOH-
tpancnoptor 1ienu (OTL) (ITomecckas 2007, MBanoB m ap. 2014). B oTBer B KieTKax
MPOUCXOJUT aKTUBAIMSI MHOTOYPOBHEBOW CHCTEMBI PETysiiuu (pOTOCHHTE3a, HAIIPaBICHHON Ha
HOpMalTM3alMio OajlaHCca MEXAy MpoIeccaMd IOTJIOMICHUSI CBeTa, (POTOCHHTETUYECKOTO
AIIEKTPOHHOTO TPAHCHOPTa, (UKCAIMHM yriepoJa W TOTpeOJIeHUS MPOIYKTOB (HOTOCHHTE3A
(TuxonoB 1999, Py6un u Kpennenera 2003, byxos 2004, Kpennenesa u ap. 2017).

Tak Ha3bpIBaeMble «MEIJICHHBIC» MEXAHU3Mbl PETYJSIIHU CBA3aHBl C OJKCIpeccueit
(OTOCUHTETUYECKUX TE€HOB HA YPOBHE TPAHCKPUILMHU M TPAHCISIIMU, KOHTPOJIMPYS CHHTE3
0enKkoB aHTEHHBIX KoMmiulekcoB U 1eHTpoB PCl wu 2, crpeccoBbiXx O€IKOB U MOJEKYI
aHTHOKCcHIaHTOB. CUTHAJIIbHYIO POJIb B 3aIyCKE ATUX MPOIECCOB BBHIMOIHSIIOT Clielu(UuIecKue
MECCEH/IPKEPHI B IIENU TPAHCIYKIIMU CTPECCOBOTO CUTHAJIA, B TOM 4Hclie caMu MoJeKkynsl ADK.
B ornnume ot MemsieHHOW perynsuuu, ObICTpble MeXaHU3Mbl oOycnoBieHbl pH- u penokc-
3aBHCUMBIMH  CTPYKTYPHBIMH W (DYHKIIMOHAJIFHBIMH  TEPECTPOWKAMU  KOMIIOHEHTOB
¢dorocunTeTnyeckoro anmnapara (OPCA), npu KOTOpbIX He Tpedyercst cuHTe3a Oenka de novo u
KOTOpbIE MPOTEKAIOT B JHMara3oHe OT HECKOJBbKHX CeKyHJ 10 MMHYT. Hampumep, reneparus
rpagueHTa pH B THiiakougHONH MeMOpaHe UHIYLIMPYET MPoIlecC TEIJIOBOM TUCCUMIALIMK SHEPTUU
B anTeHHe PC2 1 CHIXAET CKOPOCTH AJIEKTPOHHOTO TPAHCIIOPTa Yepe3 MUTOXPOMHBIN (1uT) bo/f
KOMIUIEKC, a  BOcCTaHOBJeHHMEe  ruiactoxuHoHoBoro  (I[1X) myma  cmocoOcTByeT
nepepacnpeieNeHI0 SHEpruu Mexay IByMs Tumamu Qotocuctem B nonaszy PCI (mepexon
COCTOSIHUHN). BakHyI0 pPEryJsTOpPHYIO POJb BBIMOJHAIOT TAK)KE MEXAaHU3MbI NEPEKIIOUEHUS
(OTOCUHTETUYECKOTO 3JIEKTPOHHOTO TPAaHCIOpPTa B XJIOPOIUIACTE C JIMHEHHOrOo WYTH, T
KOHEYHBIM aKIIETITOPOM 3JIEKTPOHOB SIBISIETCS JABYOKHCH YIJIEpOJia, Ha IYTH, TJl€ KOHEYHBIM
aKILENTOPOM 3JIEKTPOHOB CIIY>KUT MOJIEKYJIIPHBIN KUCIIOPO/I, JINOO Na 3aMKHYTBIE IIUKJIBI BOKPYT
®Cl wnmm 2. 3eneHble MHUKPOBOJOPOCIM OO0JagaroT CHEHU(PHUUECKUMH MYyTSIMU IepeHoca
AJIEKTPOHOB HA KUCJIOPOJI U TIPOTOHBI C YIAaCTHEM XKelie30coiepkamux ¢aaBonporenHoB FIVA/B

u ¢pepMeHTa aHa3poOHOTO METabO0IM3Ma - THAPOreHa3bl, COOTBETCTBEHHO.



HenocraTok MuHEpaqbHOTO MUTAHUS OTHOCUTCS K OCHOBHBIM IMPHUPOJHBIM CTPECCOBBIM
(axTopam, KOTOPBIH CBA3aH, IPEXkIe BCEro, ¢ Ne(UIUTOM a30Ta, cepbl Wiu Gochopa, BXOIAIIHNX
B COCTaB aMHHOKHCIIOT, (POTOCHHTETUYECKIX MUTMEHTOB, HYKIIEMHOBBIX KUCIIOT, KOYEPMEHTOB,
BUTaMHHOB ¥ Jpyrux coenuHennit (Epstein and Bloom 2005). MunepallbHBIA CTpecC HTpaeT
OCOOCHHO BaXHYIO POJb B KU3HEACITENbHOCTH (DUTOIUIAHKTOHHBIX OPraHMW3MOB, BKIIIOYas
MUKPOBOJIOPOCIIH, 3HAYUTENIbHAS YacTh KOTOPBIX OOWTAaeT B OOCHHEHHBIX OHOTEHHBIMU
ayieMeHTaMu paiioHax MupoBoro okeana (Moor et al. 2013). B OHOTEXHOJIOTHH 3€JIEHBIX
MUKpPOBOJIOPOCIIEH MHHEpaJbHOE TOJOJaHHE UCHONB3YeTCsl i CTUMYJSIIMM OHOCHHTE3a
aunuaoB (OMOTOIUIMBA), KapOTMHOMJIOB, B YACTHOCTH, AaCTAaKCAaHTWHA M JUISl CTUMYJSALUU
nponayknuu Bomopoaa Ha cmeTy (Shurin et al. 2016, Solovchenko and Chekanov 2014,
Solovchenko 2015, Antal 2015, 2018). B nacrosimiee Bpemsi TOCTATOYHO XOPOULIO H3Yy4YEHBI
npoueccel perymsauuun @CA npu agantauuu GoTOTPOPHBIX OPraHU3MOB K JACHCTBUIO BBHICOKOMN
OCBEILIEHHOCTH, HEONAronpHusATHBIX TEMIIEpaTyp, OCMOTHYECKOTO IIIOKa, ACTUApaTaluud |
OInpeeNeHHbIX 3arps3HuTeneid. OJHaKo MMEIOUIMecs] B JUTEpaType JaHHbIE 110 MEXaHU3MaM
peryisiiuu  npoueccoB (OTOCMHTE3a IPU MUHEPAJIBbHOM TOJIOJIAHUU HOCAT, B OCHOBHOM,
dbparMeHTapHbIN WM NPUKIAAHON XapaKTep, U HANpPaBIIEHBI, TIaBHBIM 00pa3oM, Ha U3Y4YCHHE
CTPECCOBOT0 BO3/ACHCTBUS e(UIINTa a30Ta HA YPOKAHHOCTh CEbCKOXO3SICTBEHHBIX KYIbTYP U
Ha BBIXOJl IIEJICBBIX OHOTEXHOJOTHYCCKUX MPOAYKTOB. Takke OCTaéTcsi HESCHBIM, KaKue
OCHOBHBIC CTpPATeTHH HWCIONB3YIOTCS PACTEHUSMH W BOAOPOCISAMHU JUIA  aJanTalud K
MUHEPATBFHOMY CTpeccy. B CBsI3M ¢ 3THUM B HACTOAIIEE BpeMs OIIYIIAETCS HEOOXOAMMOCTh
CHUCTEMHBIX HCCJIEIOBAaHUN CTPYKTypHO-(pyHKIIMOHANBbHON peopranu3amuu ®CA B ycraoBHsSIX
nepunuTa MakpolyneMeHToB. [loHuMaHue (QyHIaMEHTAIbHBIX MEXaHU3MOB METa0OJIMYECKOIO
OTKJIMKa Ha MUHEPATBHBIA CTPECC BO3MOXKHO B CPABHUTEIBHBIX HCCIICIOBAHUSX OCHOBHBIX
rpynin 3eNeHbIX (GOTOTPOHBIX OPraHU3MOB.

OcoOplif WHTEpeC MNPEACTABIAIT MYTH aJaNnTalldd 3€JIeHBIX MHUKPOBOJOpPOCIEH K
YCIIOBUSM MHUHEPATBLHOTO TOJIOAAHMSI, P KOTOPBIX MPOUCXOIUT CAMOIPOU3BOIBHBINA MEPEX0.T
KYJIbTYpbl B aHa3pOOHBIE YCIOBUS C MOCIENYIOLUIUM JUINTEIbHBIM 00pa30BaHUEM BOAOPOJA Ha
CBETy, OOYCIIOBICHHBIM B3aHMMOJEHCTBHEM MEXIy IMEPBUYHBIMU TMpoleccaMu (OTOCHHTE3a
(IITI®) u ruaporeHasoil. [leranpHoe HCCIEIOBAHUE MEXAHU3MOB ITOTO SIBICHHUS HEOOXOAUMO
JUTSI TIOHMMAHWS €r0 aJaNnTallMOHHOW pOJIM B TPHPOJEC M MOXKET OBITh HCIOJB30BAHO IS
MIPOMBIIIJIEHHOTO TOJIYY€HUS MOJIEKYJISIPHOTO BOAOPOJA B KayeCTBE SKOJOTUYECKH YHCTOTO

TOIIJINBA.

Iean v 3a1a4M HCCJIEI0BAHUA



JuccepranionHasi paboTa cBsi3aHa C pemieHueM (pyHmaMeHTanbHON Ounodu3ndecKoi
POOJIEMBI - BBISICHCHHEM (PU3UKO-XUMHUYECKUX MEXaHU3MOB PETYJISIINHN IEPBUYHBIX MPOIIECCOB
doTocuHTE3a MPU aJanTalii PACTUTEIBHOTO OpPTaHM3Ma K HW3MCHSIOMIUMCS YCIOBUSM
okpyxatomierd cpenpl. OCHOBHOE HarmpaBieHHE pabOThl 3aKIYaeTCsi B CPaBHUTEIBHOM
UCCIIC/IOBAaHUH CTPYKTYPHBIX M (YHKIIMOHANBHBIX mepecTpoek @CA B OTBET Ha HEIOCTATOK
BRXHBIX JJICMEHTOB MUHEPATBHOTO TMHUTAHHUS B XJIOPOIUIACTE 3€JICHBIX MHUKPOBOJOPOCIEH W
BEICIIMX pacTeHud. Ocoboe BHHMaHHME YAEIEHO H3y4YeHHIo (yHKIMOHANbHOU pomn DC2,

MCXaHU3MOB (bOTOBaH_[I/ITBI " pErysinuu IMOTOKOB SHEPIUU U 3JICKTPOHOB B XJIOPOIIIIACTE.

B paGore ObuTH OCTaBIEHBI CIIEAYIOIINE OCHOBHbIE 32/1a4H

1. B ycnoBusix nedurnmra cepsl BEIICHUTH OCOOCHHOCTH PACIPECTICHHS SHEPTHH U TIOTOKOB
AJIEKTPOHOB, a Takke reHeparuun ADK B xjoporuracte BOAOPOCIICBOM KIIETKH, HCIOIb3Ys B
KavecTBe 00beKTa MOJICNIbHYIO 3elIeHYI0 MUKpoBogopociib Chlamydomonas reinhardtii.

2. B romomaromux kierkax C. reinhardtii wcciemoBats xapaktep (GYHKIIMOHAIBHOM
momudukanmun DPC2, nuccMNaTHBHBIE MPOLECCHl B aHTEHHE M LEHTpax (HOTOCHUCTEMBI,
AJIEKTPOHHBIN TPAHCIIOPT HA JIOHOPHOM M aKIENTOPHOM CTOPOHAX, a TAK)KE OCOOCHHOCTH PEIOKC
COCTOSIHUS ¥l PEJIOKC IMOTCHIIMAIIOB XHHOHHBIX aKIIEITOPOB.

3. UccnenoBats mexanusmbl agantanuun @CA BbICIIMX pacTeHUH K Aepuuuty a3ora (Ha
npumepe (daconm oobikHOBeHHOM Phaseolus vulgaris).

4. Boisicuutes ocobenHoctu perymsuun IIIID, MexaHu3Mbl M aJanTallUOHHYIO pOJb
doroobpazoBanus Bogopona kietkamu C. reinhardtii Ha aHa’poOHON CTagUM MUHEPATHLHOTO
TOJIOAHUSI.

5. Pazpaborare  mpakTHYeCKHME TIMOAXOABI M  PEKOMEHJAWU 10  ONTHMH3AIUN

dboTonmpOaYKIIMK BOAOPO/IA MTYTEM MOBBIIICHHS CTA0MIBHOCTH KOMITOHEHTOB [1I1D.

Hayuynas HoBU3HA

BnepBrie  BbIIBICHBI  OCHOBHble  MexaHu3Mmbl  amantauuun  DOCA  3eneHbIx
MUKpPOBOJIOPOCJIEM M BBICIIMX pPAcTeHUH K MuUHepaidbHOMY crpeccy. Iloka3zaHo, d4ro
peopranmzanusi GCA B ycloBusx neduIMTa MaKpOdIEMEHTOB OOYCIIOBJICHA, B OCHOBHOM,
HapyleHneM OajaHca MEXITy CBETOBBIMU M TEMHOBBIMU pPEAKIHUAMHU (DOTOCHHTE3a U CHUKEHUEM
MOTPeOHOCTH OpraHMU3Ma B KOHEUYHBIX MPOAYKTaX (DOTOCHMHTE3a. Y 3€JICHBIX MHUKPOBOJOPOCIEH
aJlanTalMOHHasl CTpaTerusi B 3THX YCJIOBHUSIX COCTOUT B CHUIKEHUU COJEPKAHHUS OCHOBHBIX
koMoHeHTOB ®CA u B Mmoaudukarmn OC2, BKIIOYarONIeld HaIpaBlIeHHbIE U3MEHEHHS PEIOKC
MOTEHIIMAIIOB XWHOHHBIX akmentopoB Qa m Qb m wmexanmsmbl crabmimmsamuu Qa B

BOCCTAHOBJIEHHOM COCTOSIHHHM. Y BBICHIMX pAacCTE€HUM TIJIABHYIO pOJIb MIPAET PETYIISLUSA
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KOJIMYECTBA XJIOPOIIACTOB B KJIETKax Me3odmia mucta u HedhoToxummuueckoe tymenue (NPQ).
OOmmMH TSl TOJIONAIOIIMX 3€JIEHBIX BOJAOPOCIECH M BBICIIMX PACTCHHUN SBISIOTCS MEXaHH3MBI
penokc-3asucumont peryssuuu [T1D.

[lokazano, uro  (oTOocHHTETHMYEeCKOoe  00Opa3oBaHHME  BOAOPOJA  3€JICHBIMU
MUKpPOBOJIOPOCIISIMA ~ Ha  aHa’pOOHOW  CTaJluM  MHHEpPAIbHOIO  TOJNOJAHMS  SBIISETCS
agallITaiMOHHBIM MCXaHHU3MOM, ITOBBIIIAIOIIIUM (1)0TO33,H_[I/ITHLIC CBOHCTBA U )KI/I3H€CHOCO6HOCTB
KyJIbTYypbl. BbIBIIEHBI MeXaHU3Mbl penokc-3aBucuMoi perysiquun ®C2 B ronojarommx
MUKPOBOJIOPOCIISIX, CBSI3aHHBIE C AMHAMMYECKUMHU U3MEHEHUSMU BOCCTaHOBUTEIIBHBIX YCIOBUI
B KJIETKE B MOMEHT Iepexo/ia KyJIbTypbl B aHa3pOOHBIE YCIIOBUS U Ha CTaAuH (POTOMPOAYKIIUU
Bosopona. OmpeneneH BKJIAJ OCHOBHBIX 3JIEKTPOH-TPAHCIIOPTHBIX IOTOKOB B XJIOPOILIACTE,
SHEpPIru3allii TUJIIAKOUJHBIX M€M6paH U MHUTOXOHAPHUAJIBHOI'O JAbIXaHUSA B (1)0T006pa30BaHI/IC
Boopoaa. OOHapy eHO, YTO UHIMOUPOBAHKUE LIUKINYECKOTO JIEKTPOHHOTO TPAHCIIOPTA BOKPYT

@C1 (I2T) npuBoauT K MHOTOKPAaTHOMY POCTY BBIXOZa BOJOPO/IA.

Hayunas n npakTu4yeckasi 3HAa4MMOCTb padoThI

[TomyyenHnsle B paboTe pe3yibTaThl PACKPBIBAIOT (PU3UKO-XUMHUYECKHE MEXaHU3MbI
perymsinuu 111D B xsopomacte B yCIOBHUAX HapylleHUs OajlaHCa MEX[IY IMOIJIOIEHHEM U
yTuiIM3anuen cBeToBoii sHeprun. O0ocHoBaHa runotesa o BakHou ponu [111D B hopmupoBannn
MeTaboIMYECKOT0 OTBETA HA CTPECCOBBIE BO3EUCTBUSI, OCHOBHON MHILIEHBIO KOTOPBIX SIBJISIOTCS
TEMHOBBIE IIPOIIECCHl (POTOCHHTE3A.

IIpemioskeH psii NpakTUYECKUX MOJXO0/I0B K ONTUMM3AMU (HOTOOOpa30BaHUs BOAOPOAA.
[ToxazaHo, 4TO MpPU UMMOOMIM3ALMHN KYJIBTYpPbl 3€JIEHBIX MHUKPOBOJOPOCIIEN B albIMHATHBIX
IUICHKaX M 3aMELICHUM CEpHOTI0 TOJOJAaHMs Ha MarHueBOE€ TOJIOAAHME 3HAYMTENIBHO
npojneBaercss nepuosa ¢goroodbpazoBaHus Bojopoaa. [lokazaHa BO3MOXHOCTH PEryIMpPOBATh
notoku sHepruu uepe3 OC1 u @C2 B BOIOPOCIEBON KIETKE MPU OCBEILIEHUH PA3HBIMU JAJIMHAMU
BOJIH BUJIUMOT'O CBETAa, YTO MOKET OBITh HCIOJB30BAaHO JJIS ONTHUMM3AIMM BbIXO/a LIEJIEBBIX
OpOAyKTOB. B uacTHocTH, OOHapyXeHO, 4YTO TNPEUMYIIECTBEHHOE IOIJIOUIEHHE CBEeTa
¢dorocuctemoit 1 oka3pIBaeT MOJOXKHUTEIbHOE BIMsAHHE Kak Ha cTabuinbHOCTh ®CA, Tak U Ha
MPOAYKLHUIO BOAOPOA TOJIOAAOIIEN KYIbTYPOU.

Pazpaborana Monte-Kapno momens I, mo3Bossromas mo SKCIEPUMEHTATbLHBIM
knuHeTn4eckuM KpuBbIM DX u penokc nepexomam P700 ompenensTe mapaMeTpbl COCTOSIHUS
®CA kmetok B ycioBusax crpecca. C NMOMOLIbIO OPUTMHAIBHOM YCTAaHOBKH IPOBEACHBI
U3MEPEHUs] KHHETHYECKUX KPUBBIX MHIYKIMU M 3aTyXxaHus ¢uryopecueHuu xiaopopuiia (OX)
HENOCPEJICTBEHHO B 3aKPHITOM KYJIBTUBATOpE. YCTaHOBKA MOXKET OBITh HCIIOJIb30BaHA JJIst

JUTUTEIBHOTO HETPEPHIBHOTO MOHUTOPUHTA KYJIBTYP MHUKPOBOIOpOCel B (hoToOHOpeakTopax.
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ITos10:xeHNs1, BBIHOCHMBbIE HA 3AILMTY:

1. JleuuT OCHOBHBIX 3JIEMEHTOB MUHEPATHHOTO MUTAHUS Y 3€JIEHBIX MHUKPOBOJOPOCIEH U
BBICUIMX PpAcTeHUH MpPUBOAMT K IPEUMYLIECTBEHHOW HMHAKTUBALMM IIpolecca (pukcauuu
yraepona 1o cpaBHeHuio ¢ [IIID, cokpamennto PCA u MHAYKIUU (POTO3AMMUTHBIX,
AQHTHUOKCHUJIAHTHBIX U PETYJIATOPHBIX MEXAHU3MOB, CPEIN KOTOPBIX - AUCCUIIATUBHBIE IIPOLECCHI
B aHTCHHE M PEaKIMOHHBIX IeHTpax PC2, n3MeHeHHsI KapOTHHOMIHOTO COCTaBa, HEOOPATHUMBII
IIEPEXO0 U3 COCTOAHMS | B COCTOSIHME 2 M aKTUBALUsA AJbTEPHATHBHBIX IYTEH 3JIEKTPOHHOIO
TPaHCIOPTA.

2. OyukimonanbHas Moaupukanus @C2 B ronoparonux mo cepe kierkax C. reinhardtii
BKJIIOYAaeT crabunu3anuio Qa B BOCCTAHOBJICHHOM COCTOSIHUHM, DHEPreTUYECKOe pa3o0IleHue
MEXJly aHTEHHOM M PEaKUMOHHBIMU LieHTpamH, aecTpykuuio KBK u HampaBiieHHbIE H3MEHEHUs
penokc norenuuanoB Qa u Qb goro3amUTHOrO Xapakrepa.

3. ®oTo00pa3oBaHKUEe BOJIOPOAA 3€JIEHBIMU MUKPOBOIOPOCIISIMUA B YCIOBUAX MUHEPAJIbHOIO
cTpecca moBbimaer ycroWunBocTh PCA M KHM3HECTIOCOOHOCTh KYNBTYphl. OTH 3(PQeKThI
CBSi3aHbl C peakTUBalMeld (POTOCHHTETUYECKOTO HIIEKTPOHHOIO TPAHCHOPTA, IMOAJEPKKON
[JIMKOJIN32a U ITyTel a3poOHOro MeTaboan3mMa Ha aHa pOOHOM CTaiuu rojI0JaHMsL.

4. Nmmobunu3anus KJIETOK MHUKPOBOJOPOCIIEH, MarHueBoe roJIOAHUE u
IPEUMYIIECTBEHHOE TMOTJoleHne cBeTa (orocucreMoil 1 sABIAIOTCS NEPCIEKTUBHBIMU
MOAXOJaMH Ul MPOJIOHTAlMU MPOLYKIIMM BOJOPOAA 3€JIEHBIMH MUKPOBOIOPOCIAMU. BrIxon
BOJIOPOJIa Ha aHa’pPOOHOM CTaAMM MUHEPATbHOIO TOJIOJIAHHS ONpPENeNseTCs] COOTHOLICHUEM
MEXJy OCTaTo4HOM akTuBHOCThIO DC2, mporeccaMu YTHIM3AIMK KHUCIOpPOJA U JAErpajaluu
3armacoB Kpaxmaja B KieTke, akTuBHOCThIO L[OT u aHepruzanuein MmemOpaH.

S. PazpaGorannas ~ Monte-Kapno  momens  IIII®  no3Boisier  aHanM3MpoBaTh
DKCIEPUMEHTAIbHbIE KUHETUYECKNE KPUBbIE MHAYKIMHU U 3aryXxaHus PX, U perokc nepexoabl

P700, n3amepeHHble B pa3HbIX SKCIIEPUMEHTAIbHBIX YCIOBUSX.

JInuHBIN BKJIAJ aBTOpa 3aKIOYaeTcss B cOOpe W aHajIM3e JUTEPATypHBIX JAHHBIX, TOCTAHOBKE
LeNIM U MyTed peleHus MOCTAaBICHHBIX 3a/1a4, pa3padoTKe U BHIOOPE METOJIOB MCCIEIOBaHMUA,
aHaJIN3€e SKCIIEPUMEHTAFHBIX JTAaHHBIX, HHTEPIIPETAIIUN PE3YIbTATOB, MOJITOTOBKE ITyOITMKAIHIA
Y JIOKJIQJIOB 10 TEME IUCCEPTAIMOHHON paboThl. YacTh paboT 1o TeMe AMCCePTalK BHIMOTHEHA
COBMECTHO C COTpyIHUKaMH Kad. Oumodusuku Ouonoruyeckoro ¢akynpsrera MI'Y u mpu

Y4acCTHH KOJIJIET U3 JienapTaMenTa Onoxumun ynusepcuteta Typky (OuHASHIUSA).
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Anpobanusi padboTbl

Marepuansl quccepTauuy ObUTM MHOTOKPATHO MPEJCTAaBICHBI HA HAYYHBIX CEMHHApax Kadeapsl
ouodusuku Ouonormueckoro ¢akynprera MI'Y u nenaprameHta OMOXMMHU YHHBEPCUTETA
Typky (PuHISIHINA), a TAKXKE HA CASAYIOUIMX KOH(EPEHIHIX, KOHTPeccax U CUMIIO3UyMaXx:
MexnaynaponnoMm koHrpecce ‘17th congress of the European society for photobiology’ (Ilu3a,
Uramus, 2017), mexaynapoaHoii koadepeniuu ‘Photosynthetic electron and proton transport in
plants and algae: operation, regulation and function’ (Apuem, Hunepmanasr, 2016), orueTHOM
koH(pepennmu ‘The centre of Excellence’ (Haantamu, ®unnsaausa, 2016), MexayHapoaHOU
koH(pepenmmu  ‘Photosynthesis research for sustainability’ (Ilymuno, Poccusi, 2016),
MexIyHapoaHo# koHpepenuuu ‘Phototech-2015: Towards a photosynthesis-biobased economy’
(Pum, Uramms, 2015), V cwezne OmodusukoB Poccum (Pocros-na-/lony, Poccus, 2015),
MexayHapoaHoi koHdepeHiun ‘lst International solar fuels conference’ (Ymmcana, IlIBerus,
2015), XXI IMymmackux uyteHusx mo ¢gorocunresy (Ilymmuo, Poccus, 2015), mexnyHapoaHoi
Hay4yHOH KoH(epeHu ‘Photosynthesis research for sustainability’ (Ilymmno, Poccus, 2014),
MEXIYyHApPOAHOH  KoHpepeHIMH ‘DHU3HONOTUS  PACTEHWA — TEOpeTHYecKass OCHOBA
WHHOBAallMOHHBIX  arpo- ©u  ¢durodmorexnonoruii’  (Kamuuunrapan, Poccus, 2014),
MexayHapoaHoMm cummosuyme  ‘Photosynthetic  proteins for technological applications:
biosensors and biochips’ (AutBepnen, bensrus, 2013), neBsTHaaUATONH MEXIYHAPOIHOU
HayyHOW KoH(epeniuu ‘Matemaruka. Kommbiotep. OOpazoBanue.’ (yOna, Poccus, 2012),
MexayHapoaHoMm kourpecce ‘Nordic photosynthesis congress’ (Haantanu, ®unnsaaus, 2012),
MeXIyHapoaHoi koH(epeHuuu ‘14th International symposium on phototrophic prokaryotes’
(ITopro, Iopryramus, 2012), XX IlymuHckux yrenusx no ¢otocuntesy (Ilymmno, Poccus,
2012), mexayHapoaHol koHpepeHIuH ‘DU3HONOTHS pacTeHU - (yHIaMEHTalbHas OCHOBA
DKOJIOTMM W WHHOBAIMOHHBIX OumotexHoinoruii’ (H. Hosropoa, Poccus, 2011), VI cwesne
Poccuiickoro ¢otoduonoruueckoro odbmectBa (Llemcu, Poccus, 2011), mexmyHapoaHom
koHrpecce ‘Nordic photosynthesis congress’ (Komenraren, [lanms, 2008), exeromHbix
cemuHapax ‘Plant biophysics days: photosynthesis, plant function and environment’ (Haanranu,
Ounnsaaus, 2008, 2009, 2012), mexayHapogHoit HayuHOW KoH(pepeHuuu ‘Aquafluo:
chlorophyll fluorescence in aquatic sciences’ (Hose-I'pagu, Yexus, 2007), MexayHaApOAHOM
koHnrpecce ‘Nordic photosynthesis congress’ (Ymmcana, [sermus, 2006), mexmayHapomaHOU
KoH(pepeHMn ‘DOTOCHMHTE3 B MOCT-TEHOMHYIO 3py: CTpyKTypa U (yHKUMU Qorocuctem’
(ITymmnao, Poccus, 2006), Beepoccuiickoit kondepenuuu ‘IlpeoGpa3oBanue 3Hepruu cBETa Mpu
¢dorocuntese’ (Ilymuno, Poccus, 2005), mexaynapoaHoit konpepenuu ‘Primary processes of

photosynthesis in bacteria and photosystem II’ (ITymuno, Poccus, 2002).
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Bbaarogapuoctu

ABTOp BBIpa)kaeT UCKPEHHIOI OJIaroapHOCTh HAYYHOMY KOHCYJIBTAaHTY mpodeccopy AHApeEro
BopucoBuuy PyOuHy 3a HEOIIEHMMYIO TIOMOIIIb B ITOJATOTOBKE JaHHOH paboThI.

ABTOp HCKpeHHE OJaroiaputr cBoero HacTaBHMKa mpodeccopa TaresiHy EBreHneBHy
KpeneneBy 3a BCEeCTOPOHHIOK MOAJEPKKY U IIOMOIIbL B paboTe.

ABrop Onaromaputr [amuny IlaBmoBHy Kykapckux, Aneny AnekcaHnpoBHy Bonrymesy,
npodeccopa lNanmuny IOpbeBHy PH3HMYEHKO M JpPyrux COTPYIHUKOB Kadeapel Ouopu3MKu
6uonornyeckoro ¢axkyiaprera MI'Y 3a momols ¥ MOAJIEPHKKY, a TAKXKE LIEHHbIE 3aMEYaHUs 110

COJIep’KaHUI0 PabOTHI.

IMy6aukaumuu. Y aBtopa mmeercs 70 myOmuKanuii B peleH3UPYEMbIX HAyYHBIX W3JAHHSX, U3
HUX 10 TeME AuccepTaluu - 26 HayuyHbIX cTaTeil B MHICKCHUPYeMbIX 0a3ax naHHbIXx Web of

Science, SCOPUS, RSCI u 4 monorpagumu.

Crpykrypa u 00beM AuccepTanuu. J{uccepranus usinoxeHa Ha 252 cTpaHHUIax U COAEPKUT 85
pucynkoB u 14 tabmuu. /luccepranmsi BKIIOYaeT 7 TJaB, B TOM 4YHCIE 0030p JIMTEpaTyphl,
OIMCAHUE METOJIOB MCCIICAOBAHUS U PE3YyIbTaThl PadOTHI, a TakKe OOCYKICHHE PE3yNIbTAaTOB,
3aKJIIOYEHHE, BBIBOJBI, CIUCOK LUTUPYEeMOW JuTeparypbl K3 371 HauMEHOBaHUS U OJHO

MPUIIOKEHUE.

I'nasa 1. O0630p JuTepaTypsbl

1.1. CTpyKTypHO-()yHKIHOHAJbHASl OPraHu3auus (POTOCHHTETHYECKOro amnmapara B

xJiopoijiacre

@®oToCHHTE3 - OCHOBHOM THpolecc, ompenensiomuil crneunduky Meradbonusma
($oTOTPO(HBIX OPraHU3MOB, KOTOPBINA MPOTEKAET Y BHICIIUX PACTEHUH U 3€JE€HBIX BOJOPOCIEH B
CTCIMATM3UPOBAHHBIX OpraHe/ulax — XJIOpPOIUIacTaX — MPH YyYaCTHMH NMUTMEHTOB XJ1 a u D.
3anmacanue sHepruu cera B [III® mpoucxomutr B popme HAJIOH u ATD; sueprus stux
MOJIEKYJI 3aT€M HCIOJB3YeTCsl B T.H. «TEMHOBBIX» Iporeccax (OTOCHHTE3a, MPEICTaBICHHBIX
peakuusaMu 1ukiaa KanbBuHA, OCYHIECTBISIOIIMMHU  (PUKCALMIO JBYOKHCH YIjepoja H
comnpspkeHHbIN cuHTe3 Toko3bl (Kouyoeir 2001, Blankenship 2002, Nobel 2009). OcHoBHBIM
JIOHOPOM DJIGKTPOHOB [uIsi (oTocuHTeTHUEecKOor OTL[ sBiIsieTcs BOma, OKHCICHHE KOTOPOM
MPOUCXOANT B crienam3upoBanHoM komruiekce KBK. O6miee ypaBHeHue (HhoTOCHHTE3a UMEET
CIIEYIOLIUI BUJ:
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CBECT

6CO2+ 12H,O — CsH1206 + 602 + 6H20 (1)

Monexyibl BOJIbI IPUCYTCTBYIOT C 0OEUX CTOPOH YPaBHEHUS U3-3a UX PA3HOTO MPOHUCXOKICHUSI.
Tak, 6 MOJEKy1 KHCIOpOJa B MpPaBOM YacTU ypaBHEHHs OOpa3yloTCsl MpH OKHUCIeHHH 12
MOJIEKYJI BOZBI B JIEBOM YacTH, B TO BPEMs KaK MPOHCXOXKJICHHE 6 MOJIEKYJ] BOJBI B IPAaBOM

YaCTH CBA3aHO C BOCCTAHOBJIICHUEM ABYOKHCH YTJIEPOAA A0 I'NIFOKO3BI.

Calvin-Benson

cycle b
NADPH

ATP ATP
NADP+ synthase
it
Stroma P
Fd
H* Cytochrome bgf i H*
/ \ .
Photo- | F
Photosystem Il QA QB q}_ PQCy system| * A)1(
Pheo PQHz . 'n Ao ;
Pegg——2—Y7 P be
OECT
H20

Lumen

Puc. 1.1. O6mas cxema IIII® B xmoporutacre (w3 Antal et al. 2013a). Ilytu TpaHCHOPTHUPOBKH 3IEKTPOHOB
MOKa3aHbl CHHUMH CTpEJIKaMH, a IyTH IIepeHOca MPOTOHOB, PENOKC MEPeXo/ibl MIACTOXMHOHA, IUIACTOIMAHMHA,

HAJI® u dpochopunmpoBanne AJID oTMedeHbI YepHBIMU CTPEIKAMHU.

B ®C2 31eKTpoHHBIN TPaHCHOPT HAYMHAETCS C PEaKIMU BOCCTAHOBIEHHs Deo MepBHYHBIM JJOHOPOM 3JEKTPOHA
JMepoM Xi1 a Pego B CHHITIETHO BO30Y)KJEHHOM COCTOSIHHM. 3aTeM JJIEKTPOH nepeHocutcst ¢ Peo Ha nepBUYHBIN
XMHOHHBIH akuentop Qa. danee Pego™ okuciseT tuposuH Z (Yz), KOTOPBIiA, B CBOIO OYepellb, HOJIYYaeT JIEKTPOH OT
MmapranneBoro kiacrepa B KBK. Ilpum nakomnennn B KBK ueTslpex MOJOKHTEIBHBIX 3apA0B IPOUCXOIUT
OKHCJIEHHE JIBYX MOJIEKYJl BOJbI U 00pa30BaHHE MOJIEKYJbI KUcIopoaa. OJHOBPEMEHHO C PEaKLUUsIMUA OKHCIICHHS
KBK mporcxoauT BOCCTaHOBJIEHHE BTOPUYHOIO XMHOHHOTO aknentopa Qb Ha akienropuoii cropone ®C2. B ®C1
MEPBUYHBIA JOHOP JJIeKTpoHa amMmep XJ a P7o0 B BO30YXICHHOM COCTOSHMM BOCCTAHABIIMBACT IEPBUYHBINA
aKenTop xjaopoduiur Ag, MOCIIE Yero IPOUCXOUT TIOCIIeJ0BATEIbHBIN IIEPEHOC IEKTPOHA HAa (QUIUIOXUHOH A U
Jiajiee Ha xene30-cepHble knactepsl Fx, Fa u Fg. @ okucnsier ®C1, a 3atem BocctanaBnuaer HALD* ¢ momoribo
¢depmenta On-HAI® peaykrazsr (OHP). B ycmoBusX JHMHEHHOro 3JEKTPOHHOrO TpaHcmopta  Proo*
BOCCTAaHABIIMBACTCA 3a CYET OJJIEKTPOHOB, IIOCTYMAIOIIMX B I[eNb INpH OKHCIeHWH Boabl B DC2. JIBaxIsI
BOCCTaHOBJICHHAS W TIPOTOHMUpOBaHHas Gpopma Qb moxmmaer mecto cBszsiBanust B Qb caiite ®C2 u mepexoaut B
IIX myn, a okucnenHas popma IIX ces3piBaetest ¢ @C2. TIXH, cesi3biBaetes ¢ Qo caiitom 1wt bef kommekca, roe
okucisiercs 1o 11X, IIpu 3ToM 0IMH U3 ABYX DJIEKTPOHOB MEPEHOCUTCS Uepe3 Kelle30-CepHbBIN KaacTep Oenka Prucke

u uut f Ha MoOmneHbld T1u; nocnennuii BoccranaBnuBaeT Proo” B OC1. dpyroil 21eKTpoH TpaHCHOPTHPYETCs Ha
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reMbl UT D u manee ua monekyny I1X, cBsasaunyo ¢ Qi caiitom mut bef, ocymectsiss 1.0, Q-uki. Okucienne
Motiekyn Bogsl B KBK u mpouece BoccTaHoBIIeHHS/OKUCICHUS [IX COMPOBOXKAAIOTCS MPOTOHHPOBAHUEM JIFOMEHA.
DT0 co3/aeT MPOTOH-ABWXKYIIYIO CHIY, KoTopas ucnoib3yercss ATd-cunTasoit mis hochopunupopanus A1D.

OcHOBHBIM ITyTeM (POTOCUHTETUYECKOTO AJIEKTPOHHOI'O TPAHCIIOPTA SIBJISIETCS JIMHEHHBIN
notok 25ekTpoHoB (JIDT) or Boasl 1o HAJI®" u nanee B nukn KanbBuHA ¢ ydacTueM Tpex
nurMeHT-0enkoBbix KomruiekcoB (ITBK) B TmmakoumgHoit memOpane xioporutacta: ®C1 u 2, a
takxe 1t De/f (puc. 1.1). B3aumojeiicTBue MEXIy STUMH KOMILICKCAMU O0ECIICUHBACTCS
MOJIBKHBIMH TIEPEHOCUMKAMU 3JIeKTpoHOB: miiactoxuHoHamu (I1X), minacrormanunom (1) u
dbeppenokcunoM (D). POTOCUHTETUYECKUN TPAHCIIOPT SJIEKTPOHOB COMPSKEH C PEaKUsIMU
AKKyMYJISIIIMM TPOTOHOB B JIIOMEHAJIBHOW OOJIACTH THJIAKOMIHOW MEMOpPaHBI, 4YTO MPHUBOAMT K
(OPMHPOBAHUIO ANEKTPOXHUMUYECKOTO TpaaueHTa B MeMOpaHe W, COOTBETCTBEHHO, MPOTOH-
JIBUXKYIIEH cuiibl, 6marogaps xotopod npoucxomuT dochopunupoBanue AP no ATD npu
yuacTuu xjoporacTHod AT®-cuHTa3bl - MyJIBTUIIPOTEUHOBOTO KOMILJIEKCA B THJIAKOWTHOU
meMOpane. Comnpspkénnast padbora dorocunterndeckot DT u AT®-cuHTa3pl HOCUT HA3BAHUE
dorodochopurpoBaHws.

3a mocnegHee JECATHIETHE OMYOJMKOBAHO MHOTO  HCYEPIBIBAIOIIUX — 0030pOB,
nocBsieHHbIx opranuszaiun @CA y BBICHIMX pacTeHH# U 3eieHbIx Bogopocieii (Eberhard et al.
2008, Rochaix 2011, Yamori and Shikanai 2016). B wyacTHOCTH, JOCTUTHYTHI 3HAYUTEIbHBIC
yCIIeXH B M3YYEHUH aTOMAapPHON CTPYKTYpPHI OCHOBHBIX (POTOCHHTETHYECKHX KOMIuTekcoB: DC2
(Umena et al. 2011, Suga et al. 2014), ®C1 (Amunts et al. 2007) u uuTt bef (Stroebel et al. 2003).
[IpunuunuaneHas opranuzanuss @CA ModTH OAMHAKOBA JUIsl BBICIIMX PACTEHUHM M 3€JIEHBIX
Boziopocied. POTOCUHTETUYECKUN DJIEKTPOHHBIM TPAHCIOPT MPOUCXOAUT B COOTBETCTBHH C
obrrenpuHsaTol Z-cxemoi (puc. 1.2), ommchiBamoIeil mociaeaoBareabHOCTh peakuuii [1I1D B
CBSI3U C BEJIMYUHON peIoKC MOTeHIMaioB komnoHeHToB enu (Govindjee et al. 2017). Huskuit
PEIOKC MOTEHIIUA CBUIETENbCTBYET O CHIIBHBIX BOCCTAHOBUTEIBHBIX M CIA0BIX OKUCIUTEIBHBIX
CBOICTBax, a BBICOKMH PEIOKC MOTEHIMAT, HA00OPOT, O CHIBHBIX OKHUCIUTEIbHBIX U CIa0BbIX
BOCCTAHOBUTENIbHBIX CBOMCTBaX. IlepeHOC AJIEKTPOHOB OCYIIECTBISETCS, B OCHOBHOM, OT
KOMITOHEHTa [IenH ¢ 00Jiee HU3KUM PEJOKC MOTSHIIMAIOM B TIApe OKUCIICHHAsA/BOCCTAHOBICHHAS
dopMa K KOMIIOHEHTY C 0ojiee BBICOKMM PEJOKC MOTeHIHanoM. [Ipu 3ToM KOHCTaHTa CKOPOCTH
IIEpeHoca DJIEKTPOHA ONpPENENsIeTCs Ppa3HULEH MEXAY pPENOKC MOTEHIHMAJaMU  3ITHX
KOMIIOHEHTOB,  KOTOpasi  OmpejaeisieT CBOOOJHYIO  JHepruro  peakuuu. llepBuuHoe
doTroxumMHuecKoe Mpeodpa3oBaHre SHEPTUU MPOUCXOAUT B PEAKLIMOHHBIX IIEHTpax (GoTocucTeM
B CriellMaibHbIX napax xjsopoduiuia (Xi): P7oo B @C1 u Pego B DC2, KOTOpBIE XapaKTepU3YIOTCS
BBICOKOM pasHUIIE TMOTEHIIMATOB MEXAY BO30YKIEHHBIM M OKHCJICHHBIM COCTOSHUSIMH,

nocruratonmmu - 1600 — 2000 mB  (Antal et al. 2013a). Ilornomenue ¢oToHOB
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cBerocobuparomumu komruiekcamu ¢otocuctem (CCK) nmpuBoaut k mepexony Proo 1 Pego B
CUHTJIETHOE BO30YKJICHHOE COCTOSIHUE, B KOTOPOM ITH MOJIEKYJIbI CIIOCOOHBI BOCCTAHABIUBATH C
npaktudecku 100% 3¢ heKTHBHOCTBIO MEepBUYHBIEC aKIEeNTOPHI A1eKTpoHoB: ®eo B PC 2 u Ag B
OCI1. Crabunuzanus pa3felieHHBIX Hap 3apsAI0B MPOUCXOAMUT IMPH IEPEHOCE 3JIEKTPOHOB C
NEPBUYHBIX HAa BTOPHYHBIE aKIENTOPHI M3-3a 3HAYUTEILHOTO CHU)KEHHSI HEPTMU COCTOSHUSI.
Penoxc-nmorennmansl kommnoaeHToB @C1 u @C2 cunpHO paznuuarorcs. [lepBudHoe pasaeneHue
3apsaoB B peakiinoHHOM 1eHTpe @C2 mpuBOIUT K 00Pa30BAHUIO YMEPEHHOTO BOCCTAHOBUTEIIS
®e0’, ¥ MOLIHOIO OKMCIUTENS Psgo’, CIOCOOHOrO OKHMCIATH BoAy, B TO Bpems kak B ®C1 Ha
cBeTy oOpasyercss CHIBHBIA BOCCTaHOBMTENL Ao M cnadblii  okmcmurens Proo’. KBK
npencTaBisier co0oil 3PGeKTUBHBI (HepMEHT, B KOTOPOM OKHCJICHHE BOJBI CO 3HA4YCHHUEM
CTaHIAPTHOTO CpPeaHETOUYeYHOro peaokc notennuana (Em) B mape H.O/O2 okomo 890 — 840 mB
IPOMCXOJMT IPY HE3HAYMTEIHHOM MPEBBIIEHUH PEIOKC MOoTeHnuana B mape Psso/Psso” (Em
okomo 1000 wmB). Benuumaa pemnoKC-MOTEHIHUATOB (POTOCHHTETUYECKUX IEPEHOCYHKOB
AJIGKTPOHOB 3aBHCHT OT JKCIEPUMEHTAIBHBIX YCIOBUH, BKIOYas pH CcTpoMBl W JrOMEHa, W

BapbUPYET CPEAU Pa3IUUHBIX (POTOCUHTETUUECKUX OPTaHU3MOB.

10H*(stroma) Photosystem |
-1.2 s P700+/P700‘1
A Ag \
Photosystem Il
-0.8 4 | Al/fii«-}
Poso/Pos0 * ; - :
> 68:1 680 5 pheo ; Al 5
S -04 Cytochrome b6 Energy of Fd— $
5 4 2700nm 2NADP*+2H*/2NADPH
% 4 \ P — ZL photon
a 0 QA PQ 'PQHZ H \ (4 times)
x > \ )
] Energyof T ey
ks : FeS—-a
@ 04 4 Smm : OYtf2PC Pyost/Proo
photon :
\ (4 times)
0.8 N/
2H,0
- <
12 Pegdl/Pego ¢ TYIZ4& M~ “40, +4H" 8H* (lumen)

Puc. 1.2.'Z cxema' muHeRHOTO 25IeKTpOHHOTO TpaHcmopra (u3 Antal et al. 2013a). ITo BepTHKaNIBEHON OCH PUBEIEHA
IIKaJjia PeIOKC MOTEHITHAIIOB.

Peakunu mepexona ¢poToakTUBHEIX MUTMEHTOB Pegg B @C2 1 P7go B @C1 B cuHrieTHoe Bo30yXIEHHOE COCTOSHUE
MOKa3aHbl MITPUXOM, PEaKIMHU HEPeHoca IJEKTPOHOB — CIUIOIIHOM JHMHHEH, a penokc nepexons! [1X m peakunu

MepeHoca NMPOTOHOB BLIACIICHBI ITYHKTUPOM.

Kucnopoa-seiaensronias aktTuBHOCT PC2 JIEKUT B OCHOBE HanboJiee pacpoCTpaHECHHOU

okcureHHoit Gopmbel Qorocunreza. Karamutuueckum nentpom KBK B ®C2  saBnsercs
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mapranuessiii kmactep (MnsCaOs), oCcyIIecTBISIOMUN OKUCICHHE JIBYX MOJIEKYNI BOJIBI ITOCIIE
TIOCJIC/IOBATEILHOIO HAKOIUICHUS YEThIPEX IMOJIOKHUTENLHBIX 3apsioB. Pemoke cocrosHus Mn
KJIacTepa 0003HAYAETCS M0 MEpPEe POCTa CTENEHU OKHCIEHUS Kak So, S1, Sz, Sz u HecTabunbpHOE
cocrosinue S4, KoTOpoe 3aBepimaercs paciiervienneM Boabl (Kok et al. 1970). B mocnennee
BpeMsi ObUT JOCTHTHYT 3HAYUTENbHBIA MPOTrpecc B MOHUMAHUU CTPYKTYPBl M KaTATUTHYCCKUX
coiictB koakropor KBK (Grundmeier and Dau 2012, Yano et al. 2015). B uactHOCTH,
NOKa3aHO, YTO WOHBl XJOpUAAa W KalblMs SBISIIOTCS BaXHBIMH CTPYKTYPHBIMH |
(GYHKIMOHATIBHBIME KOMIIOHEHTaMH MnN-kiacrepa, HEOOXOAMMBIMH IS OCYIIECTBICHUS
nepexonoB Mexkay S-cocrosausmu (Ferreira et al. 2004, van Gorkom and Yocum 2005), a nonsr
OukapOoHaTa MPUHUMAIOT y4acTHe B COOpPKe KOMIUIeKca W BiMsT Ha aktuBHOCTH KBK (van
Rensen and Klimov 2005).

@®C2 BritOYaeT KOMIIOHEHTHI W 00JIaJjacT CBOWCTBAMH, HAINPSIMYIO HE CBSI3aHHBIMHU C
JIMHEHHBIM 3JIEKTPOHHBIM TpaHcmopToM. Tak, 1UT Dssg sBisIETCS TETEPOAMMEPHBIM PEIOKC
AKTHBHBIM OCITKOM C T€MOM, PACIIOJI0KEHHBIM MEKAY CYObeIMHUIIAMH OelKa. DTOT KOMIIOHEHT
SIBJISICTCSI CYLIECTBEHHBIM ISl pyHKIIMOHUpoBanus ®C2, oHAKO €ro pojib U Ha3HAYCHHUE JI0 CHX
IIOp TOYHO HE BBISCHEHBI. [IpEAIoNoKUTENBLHO, TIEPEXOIbl MEXKITY TPEMs BO3MOKHBIMU PEIOKC
COCTOSIHUSIMU T€Ma PETYJIHPYIOT HUKIUYECKUH TOTOK 3JIEKTpOHOB BOKpyr ®C 2 u, Takum
o0pazom, obecrieunBaroT Oe3omacHyto nuccunanuio 3ueprun B ®C2 (Pospisil 2011). ®C2 taxxe
NPOSIBIISICT KapOOAHTUIPA3HYIO U CIa0yI0 KaTaaa3Hyl aKTHBHOCTb.

BakHO#t 0COOCHHOCTBIO (DOTOCHHTETHYECKOTO TPAHCIIOPTA JIICKTPOHOB uepe3 IUT bef
seisiercst Q-nmki, B xoxe koroporo miaactoxuuon (ITXHz) (Em PQ/PQH, = +82 wmB)
BOCCTAHABIIMBACT JKeJNe30-CepHbId 1eHTp Oenka Pucke (Em = +290 wmB), a Ttakke
HU3KOMOTEHIMANBHbIA D-rem ¢ Em okono -150 MB (puc. 1.1, 1.2) (Breyton 2000). OueBuso,
YTO HK3EPrOHMYECKAs BETBb OJIEKTPOHHOTO TPAHCIOPTa C TPYJAOM MOXET oOecredynBaTh
DHEpruel PHIEPTOHUYECKYI0O BETBb, MTOITOMY MpPOTEKaHHE O0EHX peakIMid BO3MOXKHO TOJIBKO
npu  OBICTPOM OKHCJCHUHM Keje30-cepHoro meHTpa 1wt f. IlepeHoc anekTtpoHa 1o
BBICOKOTIOTCHIIUAIbBHOMY MyTH, BKJIto4atonieMy 1ut f u Ii, conpsbkeH ¢ IepeHoCcoM 3JIeKTpoHa
yepe3 remMbl D Tuma m ganee Ha Monekyry [IX, dWro mpeamonaraeT BBICOKYIO CTEIEHb
cornacoBaHHocTH Mexay dtumu npoueccamu (Kramer and Crofts 1993). OcnoBnas ponb Q-
I[[MKJIA COCTOMT B YBEJIUUCHUH COOTHOIICHUS MEKIY KOJHUYECTBOM MPOTOHOB, IEPECHECCHHBIX U3
CTPOMBI B JIFOMEH, M 3JIEKTPOHOB, TpaHcrnopTupyemseix o nenu JIOT, koropoe cocrasiser 3 k 1
npu aktuBHOM Q-mmkie u 2 k 1 6e3 Hero. Takum oOpa3om, Q-IIMKI yBEIWYHMBACT OTHOILICHHUE

ATO/HAJIOH.
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B otnuune or @C2, B KOTOPOU TPAaHCIOPT JIEKTPOHOB OCYIIECTBISETCS 1O OJHOU IETH
penokc kodakropoB, B ®Cl uCHONB3YIOTCS [BE NapauielbHbIC IENH, JOKAIW30BaHHBIC B
cyobenuannax PsaA (uems A) u PsaB (umems B) kopoBoro mentpa. Tak, B 3J1€KTPOHHBIN
tpaucnopt B ®C1 BoBjeucHsI 110 aBe MoJeKybl X1 (Aoa 1 Aos) 1 drmtoxutnona (Aia and Aig).
W3ydyeHre KHHETUKU OKHUCICHHS (PUIUIOXMHOHA BBISIBUIIO YHEPIeTHUUECKYI0 ACUMMETPHIO MEXKIY
JBYMsI 3JIEKTPOH-TPaHCIOPTHBIME BeTBsIMH B PC1, 00yCIOBICHHYIO pa3TUIUsIMHI MEXKY PEIOKC
noteHanamu Aia u  Aig, KoTopbie Moryt gocturate 200 MB B 3aBUCUMOCTH OT METOIAUKU

BBIJICJIEHUS MIPEapaToB U MeTo10B onpeaeiaeuus (Srinivasan and Golbeck 2009).

DOTOCHHTETHYECKHH 3eKTpOHHBIH TpaHcmopT ¢ PC2 ma mur bef ocymecTBusiercs ¢
HOMOIIBIO TyJIa MOOMJIBHBIX IUIACTOXMHOHOB, coJepxkaliero ot 3 10 6 mosekyin Ha onny @C2 B
3aBUCHMOCTH OT yciioBui KyibpruBupoBanus (Graan and Ort 1984, Kruk and Karpinski 2006).
Kpome ¢dotoakTHBHOTO Iyja, MIACTOXMHOHBI HMPUCYTCTBYIOT B IUIACTOTNIOO0YyJIax M 0OOJIOYKE
xmoporutactoB  (Kruk and Karpinski 2006). Penokc coctosiHre (DOTOAKTHBHOTO Iyjia B
TUJIAKOUJHOM MeMOpaHe 3aBUCUT OT COOTHOIIEHUS IIOTOKOB DJIEKTPOHOB uyepe3 o00e
dorocucTeMBI, KOTOpPOE pEryaupyeTrcs Kak HMHTEHCHBHOCTBIO, TaK W CIEKTPAJbHBIMU
xapakTepucTiukamu cBeta. CHIBHBIN CBET MHAyHHPYET BoccTaHOBIeHHE [IX myna, mOCKOIbKY
MaKCHUMaJIbHasi CKOPOCTh 3JIEKTPOHHOTrO TpaHcropTa yepe3 PC2 npeBbIlIaeT CKOPOCTh PeaKIu
okucienust [TXH> mut bef; koTopas mumutupyet JIDT (Laisk et al. 2005). Ocserenue pacTeHuit
cBeToM, mnoromaeMbiM npeumyniectBeHHO ®C2 (1.H. cBer ®C2), npuBoAUT K OBICTpOMY
BoccTaHoBieHuto IIX myna pgaxke mpu HU3KOM MHTeHcHBHOCTH, a cBetoM PCl — k ero
okucnenuto. Ilockonmpky B xsoporutacte IIX mym sBasgercs oOmMM — KOMIIOHEHTOM
¢dorocunTeTHyeckoi M xjopoabixatenbHo OTL[, TO XyopojabIXaHHE OKa3bIBAaeT BIMSHHUE Ha
penokc coctosinue 11X, B OCHOBHOM, B TEMHOTE. DKCIEPUMEHTAIbHBIC JaHHBIE YKa3bIBAIOT HA
TO, 4TO pelnokc cocrosiHue [1X myma ydacTByeT B peryssiiH SKCIPECCHH XJIOPOIUIACTHBIX H
saepubix renoB (Pfannschmidt et al. 2001, Oelze et al. 2012, Petrillo et al. 2014). Kpome Toro,
BOCCTaHOBJIeHHE M okuciaeHue I[IX mnyna WHAyHIMpyeT MeXaHHU3M Iepexoja COCTOSHHM,
peryaupyroomuil 3iekTponHbie notoku yepe3 @C1 u 2 (Murata 1969, Nawrocki et al. 2015).
Takum oOpazom, [1X mym ciayXHT YyBCTBHTEIBHBIM CEHCOPOM CBETOBBIX M Jp. BHEIIHUX
YCIIOBUH, 3aITyCKAIOIIUM MEXaHU3Mbl ObICTpOi U MelIeHHON nepecTpoiik DCA.

[Ty siBnsiercs otHOcuTenbHO HeOombiuM (10 k/la) Menbconepxkamum OGeTKoOM, KOTOPBIH
OCYIIECTBIISICT TPAHCIOPT MEeKTpoHOB ¢ 1HT bef xk PCIl, muddynaupys B mpocTpaHcTBe
moMeHa. B 3aBucuMOCTH OT yciIoBHM KosndecTBO Mouiekyl [l Ha oqny ®C2 BapsupyeT ot 2 10
5 (Antal et al. 2013a). Atom mMenu B Oelike KOOPIMHUPYETCSI YETHIPHMSI aMHHOKHCIOTHBIMH

OCTaTKaMU U HETIOCPCACTBCHHO HC KOHTAKTHPYET C OCIIKOBBIM OKPY>KCHUCM. Bonmu3u PEaOKC
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[IEHTpa HAXOJUTCA TUIPO(POOHBIN yYaCTOK, KOTOPBIM, MPEANOIOKUTEIHLHO, O0ecreuynBaeT
B3auMoJieiicTBre co crenuduyueckumu caiitamu cBsizbiBanus B ®C1 u ¢ murt f uroxpomHoro
KOMIUTIeKca. biarogapsi 10cTaTouHO BBICOKOMY 3HAa4eHUIO penokc nmoreHnuana (Em = + (340 —

390) mB) Iy HaXOUTCS TPEUMYIIIECTBEHHO B BOCCTAHOBIICHHOM COCTOSTHMM B TEMHOTE.

Ddeppenokcun (D) nmpeacrapiseT cobo0i HEOOIBION BogopacTBOpuMbIii 6emok (~11 k/{a)
B CTPOME XJIOPOIUIACTa, COJAEp KAl skene3ocepHbld [2Fe-2S] kmacTtep B KayecTBE PElIOKC
AaKTUBHOTO KO(akTopa. Y BBICIIUX pacTeHUil KoiamuecTBO Mosekyn ®dx Ha onuH nentp OC2
MOET BappupoBaTh oOT 2 g0 6. B xuopomnacre @p ywacTByeT, B OCHOBHOM, B
dorocunTeTyeckoM nepenoce 31ektpoHoB ¢ ®C1 ma HAID® mpu ywactum OHP. Dror
MPOLIECC OCYIIECTBISIETCS] MOCIEN0BAaTEbHBIM TEPEHOCOM MOJEKYNIOi (deppeaoKcHHa IBYX
AJIEKTPOHOB C Keje30-cepHbix kimactepoB ®C1 na OHP, a 3arem na momekyny HAJD+,
KOTOpas BJSETCS IBYX3JEKTPOHHBIM aKuenTopoM. @ Takke JOHUPYET IEKTPOHBI Ui IPYTHX
OMOXMMHYECKHX MPOILIECCOB, B TOM YHUCIIE, YYACTBYIOIIUX B ACCUMUIISIIIUU a30Ta, CEPhI, a TAKKe
B THOPEJIOKCHHOBOM peryisiuu yriepoanoro merabonusma (Rochaix 2011). Takxke BeposATHO
TO, YTO BOCCTaHOBJEHHbIH DI MOXKET AOHUPOBATH 3JIEKTPOH HAa KHUCIOPOJ € OOpa3oBaHHEM
cynepokcuanoro pagaukaina (Ilvanov et al. 2016). OObIYHO BBICIIE PACTCHUS U MUKPOBOIOPOCIU
conmepxkat Heckoinbko ¢opm DPHP u @dn, xortopsle MoOryr u30UpaTenbHO BKIIOYATHCA B

paznuunbie MeTabonmuyeckue mytu (Mulo 2011, Hanke and Mulo 2013).

OCHOBHBIMU NMUTMEHTAMHU B TUJIAKOUJHON MeMOpaHe XJIOpOIUIacTa SBISIOTCS X1 a U b u
kaporunouabl (Renger 2008). Xnopoduinsl nepudepudeckoit u kopoBoit anteHHsl ®CI1 u 2
BBITIOJHSIOT OCHOBHYIO (DYHKIIMIO IMOTJIOLIEHUS CBETA, a XJIOPO(MUIUIBI pPEaKIMOHHBIX LIEHTPOB
y4acTBYIOT B (DOTOXMMHYECKOM MpeoOpa3oBaHUM SHEPTUH, UTPAIOT POJIb CBSA3YIOIINX 3BEHHEB
MEXy aHTEHHBIMU XJI U CIIELMAJIbHBIMU I1ApaMH, & TAK)KE Y4aCTBYIOT B IIEPEHOCE DJIEKTPOHOB.
XJ1 a comepKUTCS Kak B KOPOBOHM, Tak M B Mepu(pepuIecKkoil aHTEHHE, B TO BpeMs kak Xi b
comepxutcs Tonbko B mepudepuyeckor antenHe CCKI1 wim 2. DHepreTHdeckue ypOBHHU
BO30Y)KJCHHBIX COCTOSIHUM 3aBUCAT OT TUIA XJOpouiIa U €ro JOKaJIbHOTO OKPY>KEHUS.
CHMXeHue HEepruy MepBOro CUHIJIETHOTO BO30YKJIEHHOTO YPOBHS B IUT'MEHTAX, MPUJIETatOIIUX
K peakunoHHbIM IeHTpaM DPC1 u 2, oOecrieunBaeT HampaBlIEHHBIH MEPEHOC BO30YXKJIECHUS U3
nepudeprudeckoil aHTEHHBI K crenuanbHbIM napam Pego u P7oo. Kpome doToxummueckoro mytu
SHeprusi Bo30OYXJIEHUS B aHTEHHE MOXKET JI€3aKTUBHUPOBATHCS C ONPEEICHHON BEPOSITHOCTHIO
[0 U3JIy4aTeJIbHOMY IYTH C BBICBEUMBAHUEM KBaHTa ()IyOpECLEHIUH XJIOpOopHIUIa C JUTMHOM
BOJIHBI 0Kk0Ji0 700 1 Gonee HM, MO0 TUCCUIIUPOBATh B TeIUlo. B cuity 0coOEHHOCTH CTPOSHHS
anTeHHbl ®C1 BeposaTHOCTH BhicBeunBaHuss X B Hell OUEHH MaJia MPU KOMHATHOW TeMITepaType

U moutu Bcsl Habmomaemas @X umzmyuaercss X a B kopoBod aHteHHe PC2. B monHOCTBIO
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¢ynkunonanbHOM coctossHUM DCA  BepoATHOCTh (HOTOXMMHUYECKOTO MYTH JC3aKTHBAIUU
CUHTJIETHOTO BO30Y>KJIEHHOTO COCTOSIHUSL XJ1 cocTaBisieT okoiio 80%, TEIIoBON TUCCUTIAIIIN —
15 - 20%, u 1-2% npouenrta npuxoautcs Ha 100 OX.

[1BK B xJioporuiacte TakKe COJEpXaT KapOTHHOWIIbI, BKJIIOYAs O U [3 KapOTHH M €ro
OKCHT€HHPOBAHHBIC TIPOM3BOIHBIC, HA3bIBAEMbIC KCAHTO(WILIAMH: 3¢aKCAHTHH, aHTEPaKCAaHTHH,
BUOJIAKCAHTHH, JIIOTEMH U HEOKCaHTWH. Kak u xyopoduiui, KcaHTOMWLIBI, BKIIOYAs JIIOTEHH,
HEOKCAaHTHH M BHOJIAKCAaHTHH, YYacTBYIOT B TIOTJIOIICHHM CBETa M CHOCOOHBI K Iepeaade
B030Y»K/IeHus Ha XJI, B OCHOBHOM, co BToporo cunriernoro ypoHs (Croce et al. 2001, Duffy et
al. 2013). Baxnoil ¢yHKIHEH KapOTHHOHIOB CUMTACTCS (POTO3AMMTHOE, CBS3aHHOE C
npenoTBpanieHueM oopazoBanus ADK, n aHTHOKCHAAHTHOE, CBsI3aHHOE ¢ yTuiauzanueit ADK,
neiicreue (Havaux and Niyogi 1999, Demmig-Adams et al. 2006). B wactHocTH,
AQHTEPAKCAHTUH M 3€aKCAHTWH HAKAIUIMBAIOTCS HA CBETYy B pe3ysibTaTe AESNOKCHIAINA
BUOJIAKCAHTHUHA, CHOCOOCTBYS YTWJIM3AIlMM HM30BITOYHON HSHEPrMHM B aHTCHHE B peE3yJbTare
TETIOBOM JMCCHUITAIIK BO30YKICHHBIX JIEKTPOHHBIX coctostHuit (Jahns and Holzwarth 2012). g
- KapOTHH, JFOTCUH ¥ HEOKCAHTUH 00JIQJal0T KaK (OTO3AIMUTHBIMHU, TAK U aHTHOKCHUAHTHBIMU
CBOWCTBaMH, YYaCTBYs B TYIICHHUHM CHHIJICTHBIX M TPHUILICTHBIX BO30Y)KICHHBIX COCTOSHHM X1 U
cuHIrIIeTHOro cocrosiHus kuciopona (Trebst 2003, Dall'Osto et al. 2012, Jahns and Holzwarth
2012). bBosee TOro, KapOTHHOWJbI, HANpPUMEpP, HEOKCAHTHH, IOAJICPKUBAIOT CTPYKTYpY
dortocurernueckux komruiekcos (Paulsen 1999, Sozer 2011).

BaxHbIM CBOWCTBOM ()OTOCHHTE3a SIBJISIETCS MPOCTPAHCTBEHHAs JIAOMJIBHOCTh H
TeTePOreHHOCTh €r0 KOMIIOHEHTOB, YTO IOBBIIIAET aJalTAllHOHHBIE BO3MOXXHOCTH B OBICTPO
M3MEHSIOIINXCS yCIOBUIX BHEIIHEN cpenbl. B wactHocTn, OTL GorocuHTe3a HE COOTBETCTBYET
KaKoH-mu00 eIMHOIM CTaOWJIBHON CTPYKType B MeMOpaHe THJIaKOWJa W3-3a JIaTepaJbHOM
reTeporeHHoCTH MeMOpaHbl M HepaBHOMepHOTo pacnpeaenenus B Hell [IBK. Xoporio uzBecTHo,
YTO THJIAKOMIHAs MeMOpaHa B XJIOPOIUIACTe OPraHM30BaHA B BHJIE TPAH M CBS3BIBAIOIINX IPAHBI
CTPOMAJBHBIX YYacCTKOB — JlaMelll, 4YTO 0OecredynBaeT HEpaBHOMEPHOE paclpeieiicHue
ocHoBHbIX [TBK 1 MOOMIBHBIX KOMIIOHEHTOB MEXIy pa3HbiMu KommapTMmentamu (Staehelin and
van der Staay 1996, Anderson et al. 2008, Kouril et al. 2012). Kommiekcel @C2 10KaIn30BaHbI,
raBHBIM oOpa3zoM, B 30He TpaH, ®Cl um ATD-cuHTa3a HAXOAATCS B JlaMeUIaX CTPOMBI H
MapruHaJIbHBIX YaCTSIX TIpaH, a KOMIUIEKCHI nuT De/f paBHOMepHO pacmpenenensl Mo Bcei
memOpane. Takast opraHuszanusi (OTOCHMHTETHYECKOW MeMOpaHbl TOBBIMAeT 3()()EKTUBHOCTD
[MII® wu oOecrieyuBacT JAOMOJHHUTEIBHBIC BO3MOXHOCTH JUIS PETYJSIUU 3JICKTPOHHOTO

TpaHCIIOPTA.
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Cpenu ocHoBHBIX KOMIOHEHTOB [II1®D kommiekcslt @C2 xapakTepu3yrOTCcs HAMOOJBIICH
CTETEHBI0 TEeTEPOreHHOCTH B IUIAHE CTPYKTYpHOH W (DYHKIIMOHAJIBHOW opraHu3auuu. B
qacTHOCTH, KomIiekcsl @C2 MoryT ominnyarbes o pazmepy anTeHHsl (T.H. @C2 o u  Tuna) u
crocoOHocTH TepeHocuTh dekTpon ¢ Qa B IIX myn (T.H. QDb-BoccranaBnuBaromue wu
HeBoccranapiauBaromue mentpol) (Melis and Homann 1975, Lavergne and Briantais 1996).
CorinacHO COBpPEMEHHBIM MPEIACTABICHUAM, O THI TPEACTABIACT COOOW CYNEepPKOMIUIEKC,
cocrosimuii u3 AByx 1entpo ®C2 ¢ obmeit nepudepudeckoii anrennoit CCK2 (Lavergne and
Briantais 1996, Dekker and Boekema 2005). Buytpu cynepkomiuiekca meHTpsl ®C2 criocoOHbI
obmenmBathes sHeprueit apyr ¢ apyrom (Joliot and Joliot 1964, Strasser 1978, Stirbet 2013). B
OTJIIMYME OT O TUNA [ TUM mpeacTasieH otaenbHon PC2 6e3 nepudepruaeckoro KOMILIEKCa, 4To
NPUBOJUT K CHIKCHHIO BEIMYUHBI TIONIEPEYHOTO CEUCHHSI TOTJIOMIEHHUS Ha PEAKIIMOHHBINA IIEHTP
npuMepHO B 2 pa3a. XoTs (OTOCHCTEMBI O- M -TUNa HEe ObUIM BBIJCICHBI B BHJIE OTACIBHBIX
(dpaknuii, U3ydeHre CTPYKTYPHBIX U (YHKIIMOHAIBHBIX CBOMCTB (DOTOCHMHTETHYECKUX MeMOpaH
MO3BOJISIET TPEANONoKUTh, 4To PC2 [ THma mpencrtaBiseT coOOi ONMpENeNeHHBIE CTaIUH
cOOpKH CynepKOMIUIEKCa NP MpoABIKeHHH HeyHKIuoHanbHbIX PC2 u3 obnacTu amen B
ICHTPAIbHYI0 O00JacTh CTIOKHMHTA TIpaH, B KOTOPOH COCPEIOTOYEHBI CYNEPKOMILICKCHI
(Danielsson et al. 2006). CymnepKOMIUICKCH TaKkKe MOTYT (OPMHpPOBATH YIOPSIOYCHHBIC
CTPYKTYPHI B 30HE CTEKHHTa, T.H. METaKOMIUIEKCHI, BHYTPH KOTOPBIX BEpOSTEH 0OMEH dYHeprueit
MEXIy CYNepKOMIUIEKCAaMH U3-3a OJMHM3KOro pacnojoxeHus nepudepudeckux anteHn (Dekker

and Boekema 2005).

1.2. Peryasinusi nepBUYHBIX NMpoueccoB (poTocuHTeE3a

1.2.1. Ilymu cenepayuu u ymunuzayuu APK 6 xnoponnacme

B ecTecTBeHHOM OKpY)K€HHMM pAcTeHUss U BOJOPOCIM HAaxXOIATCS B IOCTOSHHO
U3MEHSIOMINXCS YCIOBHAX CPENbI, MOJBEPrasiCh MEPHOANYECKOMY BO3ICHCTBUIO CTPECCOBBIX
a0MOTHYECKMX M aHTpomnoreHHnIX (aktopoB. CTpeccoBoe Bo3zAeicTBHE Ha (HOTOCHUHTE3
XapakTepu3yercs, B INEpPBYIO Ouepellb, HapylleHHeM OanaHca MEXIy MOIJIOIIEHHEM CBeTa U
UCIIOJIb30BAHUEM CBETOBOW SHEPIMU B peakiusax (OTOCHMHTE3a, YTO MPUBOJIUT K 0Opa30BaHUIO
A®K B xjoporacre. OCHOBHBIMH MUIICHSIMH MOBpexaatomiero neictsus ADK sapnsorcs
doTocucremsl, a Takxe sunuasl Memopan ([Tonecckas 2007, Banos u np. 2014).

B xnopomnacte renepanust AOK npoucxomur B komruiekcax @C2 u ®C1 (Asada 2006).
W3BecTHO, YTO TPUILIETHbIE BO30YXIEHHbIE COCTOSIHUA XJ1 oOpasytorcs B ®C2 B pesynbrare
UHTEPCUCTEMHON KOHBEPCHH CHHIJIETHOTO BO30YXIEHHOTO COCTOSIHHS, a TaKkKe TpHu

PEKOMOHMHAIIMKM TIEPBUYHO pa3leeHHbIX 3apsuoB B mape Pego'®eo”  (Pospisil 2016).
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[Tocnenytoiee B3aUMONECHCTBUE MOJEKYJISIPHOTO KHUCIOPOAA C TPHUIJIETHBIM COCTOSTHUEM XII
redepupyer cuHrneTHelii  kucmopon  (102"), ¢  aKTMBHOCTBIO KOTOPOTO  CBA3BIBAIOT
okucnuTenbHyro aectpykuuto D1 6enka ®C2 u np. komnonentoB @CA, a Takke HapylleHUE
mukina penapanuu PC2  (Keren et al. 1997, Krieger-Liszkay 2005). CkopocTh peKOMOHHAIHH
TIEPBUYHO pa3eleHHBIX 3apAoB M, COOTBETCTBEHHO, BEIX0A 'O; BO3pacTaroT, Koria
akuenropHas cropoHa @C2 HaxoUTCS B BOCCTAHOBIEHHOM COCTOSIHUM.

DneKTpoHHbI TpaHcnopT ¢ kodakropoB PC1 Ha KUCIOPOJ MPUBOIUT K 0Opa3OBaHUIO
npyroit popmbel ADK — cyrnepokcuiHoro anuoH paaukana (O2’), KOTopbli 00J1a1aeT yMEpEHHOM
OKHUCJIUTEIIbHONW aKTUBHOCTHIO, HO CIIOCOOEH MPOIYLUPOBATh 00Jiee peakTUBHBIE ()OPMBI, B TOM
yucie, ruapokciibHblil panukan (‘OHe). Ilocnennuii xapakrepusyercs KOPOTKUM BPEMEHEM
JKH3HH, HO 00J1ajjacT OYCHb BBHICOKOH MOBpexparomiei crocodHocthio (Jakob and Heber 1996).
TpagunmoHHo cumuTanoch, 4ro obOpazoBanue O B ®PCIl mnpoucxoauT, B OCHOBHOM, IMpHU
B3aUMOJICHCTBUHU KUCIOPO/Ia C JKele30-cepHbIMH Kiactepamu Fa/Fb B ctpomanshoii wactu OCl1.
K HacTos11eMy BpeMEHH HAKOILJIEHO JAOCTAaTOYHO AKCIEPUMEHTAIbHBIX CBUJETENBCTB TOTO, YTO
reHepanusi CYNEpPOKCHJIHOTO paJMKana MOMKET NPOUCXOAMTH TaKXKe IpU B3aWMOAECHCTBUU
KHCIIOpOJia ¢ BOCCTAHOBJICHHBIMHU (opMamu (eppeoKCHHA, TIIAaCTOXUHOHA U KodakTopamu Ai
w/wn Fx, nokanu3oBaHHbIMH B MeMmOpanHoi uwactu ®C1 (MBanos 2008, Khorobrykh and
Ivanov 2002, Borisova-Mubarakshina et al. 2012, Kozuleva et al. 2014, lvanov et al. 2017).
[TpenmnonoxXuTenbHo, CYNEPOKCUIHBIM paaukai, oOpa3yloluics BHYTPU THIJIAKOWUIHOU
MeMOpaHbl, BoccTaHoBiMBaeTcss n0 H202 mpH ydacTuu IJIaCTOXMHONA B KayecTBE JIOHOPA
EKTPOHOB. OYEBUAHO, YTO PEAKIMM BOCCTAHOBIEHUS KHCIOpoJa KOHKypupywoT c JIOT,
mod3TOMY pocT Bbixona Oz CBs3aH, MPEXKIE BCETo, CO CHIKeHHeM ckopocTu ¢ukcaruu COa.
I'enepaniss AD®K B ®CI1 okaspiBaeT gecTpykTuBHOe BozaeiictBue Ha PCl u gpyrue
koMroHeHTbl OCA.

Herokcukanuss A®K B xyopomnacte mpoTekaeT ¢ TMOMOILIbIO  (hepMEHTaTHBHBIX
AQHTHMOKCHJIAHTHBIX CUCTEM, JUOO HEOENKOBBIX AaHTHOKCUIAHTOB. B uyacTHocTH, Ae3akTUBaLus
CUHIJIETHOTO KHCJIOPOJa MPOUCXOAUT HEIH3UMATUUECKUM IIyTEM IpPHU y4acTHH o-TOKOodepoia
[IIyTaTHOHA U KapOTHHOWJOB, O0JANAIONIMX AaHTHOKCHIAHTHBIMUA CBOWCTBAaMH, Hampumep, -
KapoTHHa, JroTeMHa u 3cakcantuHa (Triantaphylidés and Havaux 2009). B otawume ot
CUHIJIETHOTO KHCJOpOJa, B AETOKCHUKAIlMM CYNEPOKCUAHOIO pajuKaia IPUHMMAET ydacTHe
KOMILIEKC (DEpMEHTOB, BKIIOYAIOMIMX CYNEPOKCUATUCMYTa3y, Karanasy, HEepOKCHIa3y U
BcriomoratensHble pepmentsl (Asada 1999). B ycnosusx, korma renepaius ADPK B kieTke
MpEBBIIIAET JETOKCUKAIIMOHHBIE BO3MOKHOCTH OpraHM3Ma, pa3BUBAETCAd OKHUCIUTEIbHBIN

cTpecc.
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Kpome A®K pectpykmusi ¢oTtocucTeM MOXKET OBITh CBsi3aHa C  MPOJODKHTEIBHBIM
peObIBaHUEM NEPEHOCUYMKOB 3JIEKTPOHOB Ha akuenTopHoi cropoHe @C2 B BOCCTaHOBIEHHOM
COCTOSTHUU. B 3TUX YCIIOBUSX CTAaHOBHTCS BO3MOXHBIM J[BOIfHOEe BoccTaHoBieHHe Qa B ®C2,
YTO TPUBOJUT K BHICBOOOXKIEHHUIO 3TOr0 XMHOHA C MECTa KOBAJEHTHOTO CBsi3biBaHus ¢ D2
OenkoM H K mocieayroiei aecrpykunu porocucremsr (Vass et al. 1992). boiee Toro, ycinoBus,
cnenuduyeckn uHakTuBHpyomme KBK, Takue kak BbICOKas TeMmIepaTypa M MHHEPaIbHBIN
CTPEeCC, MHAYLUPYIOT aKKYMYJISAIHMIO MOIHOTO OKHUCIHUTENS - Pego’, 4TO TakiKe MOKET IPUBOIANUTE
Kk gectpykuuu PC2 mo moHopHomy Mexanusmy (Vass 2012). HeoOxoammMo OTMETHTH, YTO
BBIIICYIIOMSHYTbIC TIOBPESXKJICHUS HA JOHOPHOW W/UAM  akmenTtopHo crtopoHe DC2
OJIHOBPEMEHHO COIIPOBOXAAIOTCSI POCTOM JMCCHUIIALIMKM SHEPTUU B PEAKIUOHHBIX LEHTPAX,

HAaIpPABJICHHON HA CHU)KECHUE HETATUBHBIX MMOCIEICTBUN ATUX HAPYIICHUH.

1.2.2. Bvicmpoble u meoneHHble MexaHu3Mbl pecyisayuu

COBOKYIIHOCTB IPOIECCOB, MPOTEKAIOIIMX B XJIOPOIUIACTE B JAMANa30HE BPEMEH OT
NUKOCEKYHI IO CYTOK, TIPEACTaBiIsgeT COO0OM CIIOKHBIA MEXaHW3M, [UIS CIAKEHHOTO
(YHKIMOHUPOBAaHUS  KOTOPOro  TpeOyeTcss  cucTeMa  peryisiuud, oOecredYrBaromas
HAIMPaBJICHHYIO CTPYKTYPHYIO U (QYHKIIMOHAIIBbHYIO nepectpoiiky @CA ¢ coOXpaHEeHHEM BBICOKOM
3pPeKTUBHOCTH Tmporuecca u romeocraza. Cucrema perynsiuu (POTOCHMHTE3a BKIIOYACT
alanTalMOHHbIC M3MEHCHUS HA YPOBHE OpraHM3Ma, XJOPOIUIACTOB, THIIAKOMJIHBIX MeMOpaH, a
takxe oTaenbHbIX KoMmoneHToB @CA (Tuxonos 1999, Niyogi 2000, Peltier et al. 2010, Rochaix
2011). Tlo cBoemMy xapaktepy ¥ (YHKIIMOHAIBHON HANpPaBICHHOCTH OCHOBHBIEC PETYJISTOPHBIC
MEXaHHU3MbI B XJIOPOILJIACTE MOXHO pa3/ICUTh Ha aHTHOKCHJIAHTHBIC, (POTO3AIIUTHBIC, 8 TAKKE
T€, KOTOPbIC YIPABISIOT O3JCKTPOHHBIMA W JHEPreTUYCCKHUMHU IMOTOKAMHU M  PETYIHPYIOT
(epMEHTaTUBHYIO aKTUBHOCTH. OJHAKO 3TO pa3[elieHHe JOCTaTOYHO YCIOBHOE, IMOCKOJIBKY
OTJCNIbHBIC PETYJISTOPHBIC MOJICKYJIbl WJIM CHUCTEMbl MOTYT 00Ja/laTh Cpa3y HECKOJIbKHMHU
byHkmsMu. B 3amycke perysisTOpHBIX MEXaHH3MOB YYacTBYIOT JIBa OCHOBHBIX IOKa3aTelIs
COCTOsIHHS (POTOCHHTE3a: TPAHCTHIAKOUAHBIA pPH rpaJiueHT U peoKe COCTOSHUE TIEPEHOCYUKOB
DJIEKTPOHOB B THUJIAKOUJHON MeMmOpaHe M cTpome XxJoporuiacta. K ocHOBHbIM pH-3aBHCHMBIM
MEXaHU3MaM OTHOCHUTCSI DHEPro3aBUCHMBI KOMIIOHEHT (E HedoToxumuyeckoro Tymenus NPQ
U (OTOCHHTETUYECCKUI KOHTPOJb 3JIEKTPOHHOTO TpaHcmopTa 4epe3 mut Def xomruiexc, a C
penokc cocrosHueM OTL[ cBsi3aHbl mepexod COCTOSIHUMMA, THOpPEIOKCHMHOBas cuctemMa u I1X-
3aBUCHMAs pelokc perymsnus skcnpeccun reoB (Tikhonov 2013, 2015). ITockonbKy reHepanus
A®K Takxke 3aBHCHUT OT penokc coctosHus QoTtocuHTeTndeckoi DTLl, To 3amyckaemble
MEPOKCHIOM BOJIOPOJId CHTHAJIBHBIC MEXAHHW3MBbI MOXKHO OIOCPEIOBAaHHO OTHECTH K PEIOKC

peryidanuu. HellaBHO OBLIO IIOKa3aHo, 4qTo AKTUBHOCTb KIIFOUYE€BOI'O @epMeHTa
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xnopoapixareapHoi mernu (PTOX) wHaxomuTcs 1Moa KOHTPOJEM TpaHCTHIAKougHOro pH
rpaauenta (Krieger-Liszkay and Feilke 2015).

MexaHu3Mbl  peryJsiliid  MEPBUYHBIX MPOIECCOB (POTOCHHTE3a MOXHO YCIOBHO
pa3ienTh Ha «MEIJICHHBIEY U «ObIcTphie» (Pyoun u Kpennenesa 2003). MeaeHHas peryJisius
BKITIOYAaeT MOJU(DUKALUIO CTPYKTYPBI XJIOPOIUIACTA, KOJMYECTBA U (DYHKIIMOHAIBHBIX CBOKMCTB
(OTOCMHTETHYECKUX KOMIIOHEHTOB BCJICJCTBUE CHHTE3a OeJIKOB (€ NOVO. DTOT THIl PEryJisiuu
o0ecrieunBaeT COCOOHOCTh OpraHM3Ma aIalTUPOBAThCSl K M3MEHEHHSIM BHEIITHEH CPEJIbl ITyTeM
YIPaBJICHUS] JKCIPECCUEH T'EHOB, COACPKAHUEM W aKTHBHOCTHIO (DEPMEHTOB WIIM IIEJIBIX
METa0OTMYECKUX MyTeH, OJTHAKO 3TH M3MECHEHUS HE 3aKPEIUISIOTCS Ha TeHETHUECKOM YPOBHE.

[eHeTnyeckuii  anmapar  XJIOpOILIACTOB  IPEJACTABICH  KOJBIICBOW  IUIA3MUJION,
comepxkamieit 100 — 120 reHoB, KoaupyrImuXx OcHOBHBIe KommnoHeHThI DPCA. OmnHako
HEKOTOpbie KOMIIOHEHThI DCA, r1aBHBIM 00pa30M, OCJIKU aHTEHHBIX KOMILIEKCOB, KOJUPYETCS B
SJICPHOM T'C€HOME M HMIIOPTUPYETCS W3 IUTO30Js1 B XJIOPOIUIACT IPH MOMOIIM CIEIHATBHBIX
MEXaHM3MOB. Bce 3To TpeOyeT 4eTKOW KOOpAMHAIMM MEXIy JABYMSI T'€HETHYCCKUMHU
KOMITAPTMEHTaMHU M, CJICIOBATEIIbHO, 0OMeHa MH(opManueil MEXIy XJIOPOIUTACTOM U SIIPOM.
HakarumBaercss Bce  OOJbIIE  JKCIIEPUMEHTAIBHBIX  JOKA3aTENIbCTB,  IMOJTBEPIKIAIOLINX
CYIIIECTBOBAHHE TaKOTO KOHTPOJs. Tak, pa3auuHble CUTHAIBHBIC ITyTH 00SCIICYMBAKOT KOHTPOJIb
IKCIIPECCHMH TE€HOB B XJIOPOILIACTE W3 S/Ipa, a PETPOTPaJHbIA KOHTPOIb CBS3aH C PSJIOM
XJIOPOIUIACTHBIX (PAKTOPOB, BIUSIOIIUX Ha JKcrpeccuto simepHbix reroB (Wobbe et al. 2008,
Gollan et al. 2015).

CTpyKTypHOE pEMOJICIIMPOBAHNE AHTEHHBI NPH BBICOKOM WIIM HU3KOH OCBEIIEHHOCTH
SBISICTCSl BaXHBIM ~QIaNITAIlMOHHBIM MEXaHM3MOM, B KOTOPOM H3MEHEHHE CIOCOOHOCTH
HOTJIONIATh CBET SIBIISICTCS CJICACTBHEM M3MEHCHHS COCTaBa M OPraHU3allid CYyObEIHHUI
AQHTEHHOTO KOMIUIEKCa. DTOT MPOIecC 3aTparuBaer, B oCHOBHOM, PC2 1 sABIsSETCS Pe3yIbTaToM
KOMIUIEKCA PEryJISTOPHBIX MPOIECCOB, BIMSAIONIMX HAa CKOPOCTH TPAHCKPHUIIIWH, TPAHCISIMNA U
nerpaganuu 6enkoB - npeamecteeHankoB CCK2 (Drozak and Romanowska 2006, Eberhard et
al. 2008). Bompmiyro ponb B Ipolecce MEPEeCTPOMKHM AaHTEHHBI HWIPAaeT PETPOrpamHbIi
curHanbHblid myTh (Gollan et al. 2015). Tak, mepokcua Bomopona, OOpa3yIOMIMHCS TpPU
JMCMYTAllUU CYIIEPOKCUIHOTO pajyKaja B XJIOPOIUIACTE, BBICTYIAET B KaueCTBE CUTHAIBHON
MOJICKYJIbI, BBITIOJHSIONICH POJIb MOJICKYJISIPHOTO MEPEKIFoUaTeNs Ui aKTHBAIMA MEXaHH3MOB
sKcnpeccun reHoB, koaupyromux Oenku CCK u anTHokcumanTHbix cucteM (Shao et al. 2008,
Borisova-Mubarakshina et al. 2012, Gollan et al. 2015, Ivanov et al. 2017). Kpome nepokcuaa
BOJIOPO/Ia, CUTHAIBHBIMH (YHKUUSAMH OOJIQIal0T KOMIOHEHTHI (oTtocuHTeTHYeckoin ITLI,

npexie Bcero, I1X myn (Eberhard et al. 2008).
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Kpome MexaHU3MOB, CBSI3aHHBIX C JKCIpecCHEd T'€HOB, B XJIOPOIUIACTE CYLIECTBYIOT
MPOLIECCHI PETrySAInu, 00ecneunBarone OBICTPhIE U3MEHEHUS CBOWCTB KOMIOHEHTOB PCA B
CeKYHJIHOM HJIM MHHYTHOM JHMana3oHe 0e3 HeoOXOAMMOCTH CHHTe3a Oelka. DTH MEeXaHU3MBI
obOecnieunBaroT nepBuuHblii 0TBeT ®CA Ha OBICTPO U3MEHSIONIMECS YCIOBUS CPEIbl U CIyKaT
JUISL TIOAJIEP>KaHUSl ONTUMAIbHONW CKOpOCTH (DOTOCHMHTE3a M PEAOKC T'oOMeocTa3a B KIETKe, a
TaKXe JUI CHUKEHUs! ckopocTH reHeparun ADK. DToT Tun peryasiun Hauboiee akTyaieH MpH
CBETOBOM MHIYKUMU (POTOCHHTE3a, a TaKXKe B YCIOBHSIX MEPEMEHHOH M H30BITOUHON
ocemieHHOcTU. Cpenu Hambonee BaXHBIX ‘OBICTPBIX’ TMPOIECCOB MOXKHO OTMETUTH
HeoToxuMuueckoe TylieHue B aHTeHHe DC2, mepexoa COCTOSIHUH, (POTOCHHTETUYECKUMA
KOHTpPOJIb, LMKJIMYECKUN 3JIEKTpOHHBIM TpaHcnopT Bokpyr PCl m ®PC2 u MexaHHU3Mbl
NOCTTPAHCISALMOHHON MOJu(UKaUU OEIKOB, B TOM YHCJIE MPU y4aCTHMM THOPEIOKCUHOBOM
cucremsl (Finazzi et al. 2002, Peers et al. 2009, Shinopoulos and Brudvig 2012, Tikhonov
2015). Ilepekmrouenne (HOTOCHHTETHUECKOTO 3JIEKTPOHHOTO TPAHCIOPTa C OCHOBHOTO Ha
aIbTEpHATUBHBIE IIYTH MOXKET TaKXE pPAcCMaTpUBAThCS KaK ‘OBICTPBIM’ PEIOKC 3aBUCHUMBIN
PEeryJIsSITOPHBIA MEXaHW3M, XOTS AaKTHUBHOCTb aJbTEPHATUBHBIX IyTEH TaKXKe 3aBUCUT OT
9KCIIPECCHH COOTBETCTBYIOIINX I'€HOB.

Takum oOpa3oM, pacTeHUs U BOJOPOCIH BBIPAOOTAIN CIOKHYIO CTPATETHUIO aJanTaluu
OCA K U3MEHSIOIUMCS BHEIIHUM W BHYTPEHHHM (PaKTOpaM, KOTOpas oOecrednBaeT ruOKyIo
peryisiuuio mnporueccoB (GOTOCUHTE3a, MO3BOJISET A((HEKTUBHOE MCIOIb30BAHUE IMOTJIOIIEHHON
CBETOBOM SHEpPrMM M 3alllUINACT pacTeHHs OT rubenu B ycnoBusX cTpecca. Hike moapoOHee
paccMOTpPEHB! AJbTEPHATUBHBIE IYTH TPAHCIOpPTA JJIEKTPOHOB B XJIOPOILIACTE M KIIOYEBBIC

MEXaHMU3MBI ‘ObICTPOIl’ perynsuuu (OTOCHHTE3A.

1.2.3. Anbmepnamugnvie nymu 31eKmMpOHHO20 MPAHCNOpmMA, HepoOmoxumuieckoe myuieHue u
nepexoo coCmosHull

[Ipu camxenun nocrynHoctu CO2 U APYTUX CTPECCOBBIX BO3JACHCTBUAX B XJIOPOILIACTaX
YCUJIMBAIOTCS aJbTEPHATUBHBIE MYTH TPAHCIOPTA AJIEKTPOHOB, YTO CBSA3aHO C MEPEKIIOYEHHUEM
YaCTH OCHOBHOTO (DOTOCMHTETHYECKOTO MOTOKa 37eKTpoHOB ¢ COz Ha jApyrue KOHEYHbIe
aKIENTOpPbI, B OCHOBHOM, Ha KUCIIOPOJI, TMOO HAa LUKINYECKUH PEXUM TPAHCIIOPTA JIEKTPOHOB.
PyOucko - xmoueBoit QepmeHT 1ukina KanbBuHA, KOTOpBIM, KpoMme KapOOKCHIIa3HON
aKTUBHOCTH, oOJajaeT Takke (QYHKIMEeW OKCHIeHa3bl, pOjb KOTOpPOH BoO3pacTaer Mmpu
Henoctatke CO2. OkcureHaszHasi akTUBHOCTh PyOMCKO JIeKMT B OCHOBE (POTOIBIXaHUSA —
Ba)KHOT'O MEXaHW3Ma yTWiIM3aliu npoayktoB ¢orocunresa (Takagi et al. 2016). ¥V pacrenwii ¢
C3-tunomM GoTocuHTE3a HAa BOCCTAHOBJIEHHUE MOJIEKYJIIPHOTO KHCIOPOJa MOXKET pPacXxoA0BaThCs

10  20%  HOTOCMHTETHYECKHMX  DJEKTPOHOB. IIpwm  BBICOKOH  BOCCTAHOBIEHHOCTH
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dotocurTeTrueckoir OTI[ B xjopomiactax pacTeHH MOTYT aKTHBHPOBATHCS U JIPyrue
QIbTEPHATHUBHBIC MOTOKH AJIEKTPOHOB Ha KUCIOPOJ HA CBETY, T.H. LUKJIBl «BOJA-BOAA» IpPH
yuacTuu (epMEHTOB peakiuu Meiepa u xyoporiactHoi okcuaasbl (Asada 1999, KyBbikuH u
ap. 2008, Curien et al. 2016).

ITnactuanas TepmuHainbHas okcumaza (PTOX) Obuta BbIIEN€HAa W3 JIMCTHEB
necrposuctHoro Buzxa Arabidopsis thaliana. Beuto mokazaHo, 4TO y BBICIIMX PAaCTEHUH 3TOT
(depMeHT TpUHUMAET y4yacTHe B CHHTE3€ KapOTMHOMAOB M OuoreHese xjoporuiacta. B
nocienneM cinydae PTOX ¢yHkumoHMpYeT Kak KaHan 0€3011acHON YTHUIIU3AIMK JIEKTPOHOB HA
ypoBHe IIX mnyna Ha paHHeW cTaguu pa3BUTUS XJIOpoIulacTa, Korjga cojaepxkanue PCI
HaxojuTcsi Ha HuU3koM ypoBHe (Okegawa et al. 2008). Dra okcumaza KOAMpYETCs SIIEPHBIMU
reHaMd W TI0 AMWHOKHCIIOTHOW IIOCIETOBATEIbHOCTH OJHM3Ka K MHTOXOHIPHAIBHOM
anpTepHatuBHOM okcumaze (AOX) (Kuntz 2004, Josse 2003). CoriacHO TpaauiiHOHHBIM
npencraBienusM PTOX BzaumopeiictByeT ¢ I1X mynom co CTOPOHBI CTPOMBI HE3aBUCHUMO OT
JIPYruxX KOMIOHEHTOB MeMOpaHsbl, T.¢. He hopmupys komruiekces (JOét et al. 2002). B nacrosiee
Bpems PTOX sBisieTcst ofHUM U3 HanboJiee MHTEPECHBIX AJIs U3y4eHUs KoMrnoHeHToB DTLI, ubs
TPAHCKPUIILIMOHHAS, MOCT-TPAHCKPUIILIMOHHAST U MOCT-TPAHCISIMOHHAS DETYyJsus ToKa He
JOCTaTOYHO U3y4eHbl. MHEHHs OTHOCHUTENbHO ¢usnonornueckoil 3Haunmoctu PTOX
POTUBOPEUYMBHI, & SKCIICPUMEHTAIbHBIC JJAHHBIC C TPYAOM noanaroTcs oooomenusm (Nawrocki
et al. 2015). Tak, B 3eneneromux JucThsiax Arabidopsis thaliana mpucyrcrBue PTOX crporo
HEOO0XO/MMO B TEpPBbIE HECKOJbKO YacoB NPEBpAllleHHs ATHOIUIACTa B XJIOPOIUIACT JUIs
npeoTBpalieHus okucauTenbHoll nectpykunn ®C2. Onnako yepe3 24 yaca 3Ta OKcHJaza yxe
HE urpaer cymectBeHHoi posin B 3amute ®C2 ot doronospexkacuus (Okegawa et al. 2008).
CymiectByeT MHEHUe, corjiacHo kotopomy PTOX He Bnuser Ha pemokc cocrosinue [IX myna y
BBICIIUX PAaCTEHUH MPU KYyJbTUBUPOBAHUM B OJArOMPHUSATHBIX YCIOBHSIX, OJHAKO 3TOT (PEPMEHT
MOJKET WUTpaTh BaXXHYIO POJIb B CTPECCOBBIX YCIIOBHUAX, CHIDKAs JJIEKTPOHHOE JaBJICHHE Ha
akrentopaoit cropone ®@C1 nocpencrBom okucienus [1X myna (Rosso et al. 2006). B otinuuune
OT BBICIINX PAaCcTEHHA, B 3eJIeHbIX Bojopociisix PTOX 3ameTHO BiuseT Ha peokc coctosiaue 11X

myJa 1aXke B ONTUMaNIbHBIX ycrnoBusx pocta (Houille-Verness et al. 2011).

Kpome ocHOBHOTO mmyTH TpaHcmopra diiekTpoHoB Ha PTOX, cBsA3aHHOTO C
(OTOXMMHUYECKUM BOCCTaHOBIeHHeM [IX myma, CyIIECTBYIOT IyTH, OOYCIOBICHHBIE
HE(POTOXUMHUYECKMM  TPAHCIOPTOM  AJIEKTPOHOB. OJHMM W3 TakuX MyTeH SBISETCS
MICEBJAOLMKINYECKUI TpaHCIOPT, OOHAPYKEHHBIH B OMPEIEICHHBIX YCIOBHUSIX y HEKOTOPBIX
9KOTHIOB  3elieHbIXx  Bomopocneit (Cardol et al. 2011). Tak, dorocuHTeTHYECKH

BOCCTaHOBJIEHHBbIN Ha cBeTy HAJI® ucnonp3yercs B kauecTBe J0HOpa 31ekTpoHoB B [IX myn, a
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PTOX  xaramusumpyer okucinenue I[IXH, u compspkeHHOEe ¢ 3TOM peakiuend Oe3omacHoe
BOCCTAHOBJICHHE KHCJIOpoJa 10 Bojabl. JlaHHbIM 1ukin nopaepxkuBaer cuHte3 ATD 3a cuer
okucinenns HAJI®H, yto MokeT urpaTh BaXXHYIO poJib B YCIOBHSX CTpecca, KOIrJa CHHXKAETCS
NOTPEOHOCTh OpPraHu3Ma B BOCCTAHOBHTENE, HO coxpaHsercs 3ampoc Ha AT®, HeoOXoauMbIi

JUTSL perapanuu OeIKoB.

Kpome ykazaHHbIX Bbilie cBeTOBBIX myTedd, PTOX mpuHMMaeT y4acthe B PEryJIsIuu
penokc cocrosiHus 11X myna B remHote. B 1982 rogy 6su10 06HapysxeHo BoccTanoBienue 11X B
temrote (Bennoun 1982), a Bcien 3a 3TuM Oblia TpeioKeHa OpUTHHAIBHAS. MOJICIIb TIpoliecca,
noayuuBiiero Hasanue xsoponsixanue (Nixon 2000, Peltier and Cournac 2002, Kuntz et al.
2004). CornacHo 3TOH MOJENU MyJ XMHOHOB BOCCTaHABIMBAETCA B TEMHOTE, B OCHOBHOM, OT
HAZI(®)H npu yuactum depmenta HJI', BcTpoeHHOTO B THIIaKOMAHYIO MeMOpaHy. B cBoro
ouepenb, BoccTanopienre HAJ[™ B crpome xjoporuiacta B TEMHOTE CBS3aHO, B OCHOBHOM, C
peaknusMu riukonau3a. BoccranoBneHHbd TakuM o6pazom [1X myn peokucnsercs mpu y4yacTuu
PTOX. Haubomnee oOmenpruHATHIME K HACTOSALIEMY BPEMEHU CIIEyeT CUUTATh IPEICTABICHUS O
PTOX xak o d¢epMmeHTe, oOeCIEUHBAIOIIEM YAaCTHYHYIO YTUJIH3AIHMIO 3JICKTPOHOB TIpU

BoccTtaHoBieHuu [IX myna kak Ha CBETY, TaK U B TEMHOTE.

Hukmuaeckoe doTtodochopunupoBanue OBUIO OTKPHITO APHOHOM Ha Ipemnaparax
M30JIMPOBAHHBIX XJIOPOIUIACTOB BBICHIMX pacTeHui; reHepanns AT® B 3THX 3KCIIEpUMEHTax HE
COIPOBOX/IANIACH BBIICICHUEM KHCJIOpOJa M MHrHOMpoBaiach aHTumuiHoM A (Arnon et al.
1954). Bompoc 00 ydacTHHKax, MexaHuM3Max U (¢usnonornyeckoit 3Hauumoctu LIDT
NpOJO/KAeT aKTUBHO jauckytupoBathes (Fan et al. 2016). DTOT 31eKTPOHHBIA MOTOK
BO3BpAIILlACT JIEKTPOHBI OT akientopoB B crpome: @ u HAJ(D) - B [1X nyin, renepupyst ATO
3a CUET COIMPSHKEHHOT0 TPaHCMEMOPaHHOTO TepeHoca mpoToHoB npu yyactuu mut bef (Shikanai
2007, Rumeau et al. 2007, Yamamoto 2011, Tikhonov 2015). DieKTpOHHBIH MEPEHOCUHK,
obnanaromuii  cBoCcTBaMU (eppenoKCHH-XUHOH penaykTtazel (DPXP), MHOro ner ocraBaics
HEU3BECTHBIM, M BBICKA3bIBAJIUCh pa3Hble COOOpPaXXEHHS O TOM, KakUM o00pa3oM MOXET
ocymiecTBIsATbCs B3aumoneicteue mexay ®da um [IX. Ecim cymmupoBath camble oOmiue
coBpeMeHHble npenactaBieHuss o [OT, Bkimrouas naHHBIE TEHETUYECKUX HCCIEJOBaHUM U
INPOTEOMHUKH, TO YK€ HE BBI3bIBAET COMHEHHS (aKT CyIIECTBOBAaHUS JBYX OCHOBHBIX
[UKIMYECKUX IMOTOKOB, BO3BpAILAIOLIUX 3JIEKTPOHBI OT BoccTtaHoBieHHoro ®dn B I1X mym.
IlepBblii MyTh, YyBCTBUTEIBHBIM K ACUCTBUIO aHTUMHIMHA A, y4acTBYET B IPSIMOM IIEpEHOCE
anekTpoHoB ¢ @n B IIX myn, KOTOpoe MPOUCXOAUT y PACTeHUH HpU OOSA3aTENTBHOM y4acTUU

oenkoB PGRS u PGRL1 (Hertle et al. 2013, Labs et al. 2016). KiroueBo#t peakipieli BToporo
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IIyTH, HE YYBCTBUTCIIBHOTO K ,I[CﬁCTBHIO AHTUMHIIMHA A, ABJICTCA TIEPEHOC DJJICKTPOHOB C

HAJI(®)H B ITIX myn npu yuactuu HJAT (Nishikawa et al. 2012, Yamori and Shikanai 2016).

K wunentudukanmmm tunakouwmaHoro Oenka PGRS mnpuBen reHeTWdecKuidl CKPUHUHT
mytanta Arabidopsis, nepunutaoro mo NPQ (Munekage et al. 2004). B myranTax 6e3 PGRS
ckopocTh BocctaHoBieHus [1X or @p cHmxanace 6ojee 4yeM BJABOE IO CPABHEHHIO C TUKUM
tunoM. OxHako camo Hanmmuue [[OT y myrantoB 6e3 PGRS cBuperenbcTBoBanio o ToM, 4TO 3TOT
0eJIOK He MCKJIFOYUTEIBHO HeoOXoauMbli (akTop ais (pyHKIuOHMpoBaHUs 1ukia (Sugimoto et
al. 2013). Ten pgrll ObLT OTKPHIT Ha OCHOBAaHMUU €ro COJKCIOPECHU C JAPYTUMH
(OTOCUHTETUUECKUMHU T€HaMU. MYyTaHTbI, HE COJIepKallie 3TOr0 IeHa, MPOSIBISLIM CXOTHbIC
ocobeHHoctu ¢ mytantamu 6e3 PGRS, B Tom umucne Huskyro crnocoOHocTh K uHAYKIHH NPQ,
0osiee BOCCTaHOBJIEHHOE cOCTOsiHME P700 Ha cBETy M CHMDKEHHE BoccTaHoBieHUs IIx or ®@x B
XJIoporiacte. buoxuMudeckue uccieoBanus mokasand, uto uMeHHo komiiekc PGR5/PGRL1
in vitro ob6mamaer deppenokcuH-XUHOH-peayKTa3Ho# akTuBHOCTRIO (Nandha et al. 2007, Dal
Corso et al. 2008). ITpeamonoxkurenpuo, PGRLI B mpucyrctBuun PGRS5 akienTupyer 3J1eKTpOHBI
or ®n u BoccranasiuBaet I1x (Dal Corso et al. 2008, Hertle et al. 2013). Bonpoc o npuposme
YYBCTBUTEILHOIO K aHTUMHUIIMHY A myTr [IDT In Vivo mo-npexHeMy SBISIETCS AUCKYCCHOHHBIM,
XOTS HAKaIJIUBAIOTCS JOCTATOYHO YOETUTENbHBIE JI0Ka3aTeIbCTBA TOTO, YTO KIIOUEBYIO POJIb
urpaet umenno PGRL1 (Hertle et al. 2013). B Hacrosiiiiee BpeMsi OTCYTCTBYET KOHCEHCYC
OTHOCHUTEIIGHO TOTO, TEPEHOCHUTCS JIM DAJIEKTPOH M3 CTPOMBI B THIJIAKOMIHYIO MEMOpaHy Ha
ypoBhe [1X myna win Ha ypoBHe nuT bef KomIuTekca.

Bropoit muknndeckuil moTok 3ekTpoHOB BOKpyr DCI1 ocymiecTBisercs ¢ ydacTHeM
xyoporutactHoit H/I' u, BuAMMO, OTIMYaeTcss OT MEPBOrO MO CKOPOCTH U (HPU3HOIOTHUYECKUM
dyuxusm (Peng et al. 2008, Finazzi and Johnson 2016). Xnopomnactasiit HAI' kommieke mo
CTPYKTyp€ BO MHOI'OM HJEHTUYEH MUTOXOHJpHanbHOMY Komiuiekcy Il. Opnoit u3 ero
0COOCHHOCTEH SIBIISIETCS] CIIOCOOHOCTH 00pa3oBbIBaTh cynepkomiuieke ¢ @C1 (Peng et al. 2009).
Takoit cymepkommiekc HeoOxoaum nans crtabunuzanumu HJDI, 0coOeHHO TMpU BBICOKHX
WHTCHCUBHOCTSAX CBETa, M OOJIerdaeT MEepeKIIoUYeHrue IMOTOKa DJEKTPOHOB C JIMHEWHOTO B
uKIHYeckuit peskum in vivo (Shikanai 2007, Iwai et al. 2010, Johnson 2011). AprymenToM B
nonb3y BkIoueHus HJIT B LIDT sBnsercs Ttaxke oboromnas nokammsanus HJAD ¢ @C1 B
obmactu crpomanibHbIX MeMOpaH (Sazanov et al. 1996). B mocnennue rojibl MOSIBUIINCH (DAKTHI,
ykaspiBatone Ha ywactue OHP B LDT. ®HP pacnpenenena B xusoporjiacte BOIHM3H
MOBEPXHOCTH CTPOMAJBHBIX THIIAKOMIOB, Tae Haxoasrcs takxke DC1, HAT u bef-kommtexc
(Zhang et al. 2002). B pactenusix co CHMXKEHHBbIM cojaepxkannemM ®HP mons nuknmdeckoro

TpaHCropTa Takke Bceraa menwine (Rumeau et al. 2007). Ilpennonaraercs, 4To B YCIOBUSIX,
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KoTopble ontuManbhbl 1751 JIDT, 6onpmas wacte ®HP yuacTtByer B opMupoBaHUU KOMILIIEKCA
OC1-On-OHP, a B ycnosusax [T ®HP moxet 00pa3oBbIBaTh KOMILIEKC € IHUT Def.

®enorun nBoiHBIX MyTanToB Arabidopsis, aedpunutheix 1 1o PGRS u mo H/TL', cunsHO
OTJIMYAETCS OT TUKOTO TUIA, XapaKTepPU3YsICh OTCTABaHHWEM B Pa3BUTHUU JaKe IPU ONTHUMAaJbHBIX
YCIIOBUSIX POCTa, YTO MOA4YepKuBaeT BaxHyo posib L[DT B ku3HenesTENbHOCTH pacTeHHIA
(Yamory et al. 2016). Cumraercs, 4TO y BBICIIUX PACTCHUI OCHOBHYIO (DOTO3ALIUTHYIO
(YHKUIMIO BBINOJHIET AHTUMHIMH A YyBCTBUTENBHBIA mHKI. OpHAakKo MyTaHTHl 0e3
xnoporutactHoit HJII' Taxoke 00nanaroT MOBBIIMIEHHON YYBCTBUTEIBHOCTBIO K CTPECCOBBIM
BO3/JICICTBUSM, TaKUM KakK BbBICOKAash WHTEHCHUBHOCTb CBETa, HHU3Kas BIAXHOCTh U 3acyxa
(Horvath et al. 2000, Zhang and Sharkey 2009, Wang et al. 2006). /{ns LIDT GmaronpusTHIMA
YCIIOBUSIMU SBJIIIOTCS YMEpPEHHasi BoccTaHOBIEHHOCTh [1X myna u akuentopHoit ctoponbsl OCI.
OTOT MyTh MOXKET UTPaTh BXXHYIO POJIb HA HAYaJbHBIX CTAAMSIX MHIYKIUU (OTOCHHTE3A, KOT/Ia
JUHEHHBIA TPaHCHOPT DJIEKTPOHOB HE BO3MOXKEH H3-32 HEAKTUBHOTO COCTOSHMS PyOucko.
OcHoBHas ¢usnonoruyeckas poib LI3T cocrout B perynsiuu cootHomenus AT® u HAJIOH B
Pa3HBIX YCIOBUAX POCTA, a TAKXKE B aKTHBAIMU (POTO3AMUTHBIX MEXAaHH3MOB, B TOM uucie pH-
3aBucumoro NPQ u dortocunrernueckoro kourposis (Shikanai 2016, Shikanai and Yamamoto
2017).

Bonpoc 0 MexaHHW3Max MEPeKIIOYCHUsT MEXIY JMHEHHBIM M HUKIMYECKUMH ITyTIMHU
ABIIIETCS OJHOM W3 HambOojee akTyaldbHBIX mpoOseM. CyliecTBYIOT pa3Hble MOJEINH,
OBITAOIINECS OOBACHUTb, KaK JMHEWHBIH M LUKIMYECKUH MyTH MOTYT (YHKLIHOHHPOBAThH
onnoBpemenno (Eberhard et al. 2008). [IBe wnaubonee pacnpocTpaHEHHbIE MOJCIH
npeanosiaraloT 00 AMHAMUYECKYI0 KOHKYPEHLIMIO MEXIy 3TUMU myTsiMu Ha ypoBHe DCl,
aub0 TMOJIHOE TEPMOAMHAMUYECKOE M KHHETUYECKOE pa3J/ielIeHHe IOTOKOB, KOTOpBIE
JIOKAJIM30BaHbl BHYTPU Pa3HbIX KOMIapTMeHTOB. CoriacHo mepBoM, IMHAMUYECKOH MOJEnH, B
CTAllMOHAPHOM COCTOSTHUM (POTOCHHTE3a YCIOBMS OJIarONpPUSATHBI JJIs IMHEMHOTO MOTOKA, €CIH
noanepkuBaercsi ObicTpoe pe-okucienue HAJI(@)H wu BoccranoBneHHoro ®n 3a cuer
aKTUBHOCTH  aHa0ommueckux  mpomeccoB.  Haobopor, IIDT  mpeBanupyer, ecinu
dorocuHTeTHYECKAsT LIeNb U MEPEHOCYUKH 3JIEKTPOHOB HAXOAATCA B YMEPEHHO, JIMOO CHIBHO
BOCcTaHOBJICHHOM cocTosinuu (Breyton et al. 2006, Livingston et al. 2010). CoryiacHo BTOpOIi
MOJIENI pa3JelieHNe KOMIUIEKCOB MEXIy T'pPaHAIBHBIMA M CTPOMAJIBHBIMH KOMITAPTMEHTAMHU
obpaszyer nuddy3noHHBIM Oapbep, MPEAOTBPAMIAIOIINA CMEIIMBAHWE MEXIY JIHHEHHBIM |
mukmdeckuM tpancnoptom (Finazzi and Johnson 2016, Yamory and Shikanai 2016).

Tak Ha3zpiBaemass peakuuss Mesiepa TOpeAcTaBiIsieT coO0OH  pa3HOBHIHOCTH
MICEBAOLMKINYECKOT0 TPAHCIIOPTA 3JIEKTPOHOB B XJIOPOILJIACTE, KOTOpask BKIIOYAaeT 00pa3oBaHuE

cynepokcunHoro pagukaia B ®Cl u myru ero 0e30MacHOrO BOCCTAHOBJIEHHS IO BOIbI
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crnennUUecKoi aHTHOKCHIAHTHON cucreMoli Ha cBery (Asada 1999, 2006). B uenwm
nerokcukanu O TepBBIM 3TAanoOM  SABISETCS JAUCMYTAlUs paguKala XJIOPOIUIACTHOM
cynepokcuaaucmytazon (COJl), mpoaykTaMud KOTOPOHM SBJISIFOTCS — KHUCIOPOJ U TEPOKCH]
Boiopoza. OcHOBHAs YacTh 00Opa30BaBIIETOCs MEPOKCHIAa BOJAOPOa pasjlaraercs Karaia3zo Ha
02 1 H20 B cennanu3upoBaHHBIX OpraHeiiaXx — MepoKCHCcOMaXx, MO0 BOCCTAHABIMBAETCS 0
BOJIBI B XJIOPOILIACTE NMPH y4YacCTUU aCKOpOATIEepOKCHAA3bl, KOTOpas HCIOJb3YeT B KayecTBE
JIOHOpA AJIEKTPOHOB acKopOaT, OKUCIAA €ro A0 MOHOAETHapoackopOar paaukana. [Tociemuuii
MOXKET  BOccTaHaBiuBarbcsi — anekrtpoHamu ot  ®Cl  npu  ywactum  depmeHTa
MOHOJIETHPOACKOPOAT-PEyKTa3bl, a TAKXKE MPU ydacTuu cucteMbl riryratTuon/HA 1D, JlanHbrid
TMICEBIOLMKINYSCKUI TyTh CONpsbKeH ¢ oOpazoBanueM AT® B Toii ke crexuomerpun ATD/e’,
gro u JIDT. OdeBumHo, 4TO peakuus Meepa TpeACTaBIsIeT CO0OW OE30MaACHBIM MyTh
YTUIIU3ALUNA BBICOKOOHEPTETHUECKUX JJIEKTPOHOB U3 (oTocunternueckod DTL[ mpu Huzkon
ckopoct ukcarun CO2 U3-3a HEAKTUBHOTO WJIM MAJOAKTUBHOIO COCTOSsIHMS nukia KanpBuHa
wn nedpurura COo.

@®orozammra DOC2 obecrieunBaeTcs 3a CYET PEryIsALUU AWCCUIALMU JHEPTUHU B
npoiieccax HehOTOXUMHUYIECKOTO TYIICHUS B aHTEHHE WK peaknnoHHoM IeHTpe PC2 (Byxos
2004, Joliot and Finazzi 2010, Tikhonov 2013, Horton 2014). Uunykuus NPQ Bkiodaer
MIOCJIEIOBATENbHOCTh U3 HECKOJBKHMX IIPOLIECCOB, MOJIEKYJISPHbIE MEXaHM3Mbl KOTOPBIX
IPO/IOJDKAIOT OCTaBaThCS MPEIMETOM JAUCKycCHH. TpaaWIMOHHO B KHHETHKE WHIYKLUUU H
3aryxanust NPQ BeigenstoT Tpu KoMmoHeHTa: OblcTpblii QE, cBsizanHBIN ¢ ApH-3aBHCHMBIM
pOCTOM TEIJIOBOW JUCCHUIIALIMKM HSHEPruM BO3OYKIEHUS B aHTEHHE, MPOMEXYTO4HbIH (T,
oOycnosnennblii nepepacnpeneneaueM CCK2 mexny @C2 u ®C1 (nmepexox COCTOSHUN), H
caMblil MeJUIeHHBIH (|, OTpaXkaroIuii TEMJIOBYIO AUCCUIAIIMIO SHEPTHH B PEAKIIMOHHBIX LIEHTPaxX
@®C2 npu (poTouHrHOMpoBaHWU. XapaKTepHble BpEMEHa IPOILIECCOB TYIIEHHS COCTABISIOT
CeKyHIbl U MUHYTHI Uit QE u T, B TOo Bpems kak m3MeHeHHUs (| MpOTEeKaroT 3HAYMTEILHO

MCIJICHHCEC — OT ACCATKOB MUHYT J10 4aCOB.

BrIcTphIil SHEpru3almoHHbIl KOMIIOHEHT TylieHus JE oOycioBieH, riaBHbBIM 00pa3oMm,
pH-3aBucuMoOl perysiuell KCaHTOQUIOBOTO IUKJIA U KOH(POPMAIMOHHBIX TIepexoaoB PShS
cyobenuannbl @C2 (Johnson and Ruban 2011, Fan et al. 2015). B pacTeHusx U BOAOPOCIISX
pa3HbIX TakcoHoMudeckux rpyrin NPQ CBS3bIBAIOT C OJHHM U3 TPEX KCAaHTO(UILIOBBIX IMKIIOB,
B KOTOPBIX K&XIBI M3 MOJIAPHBIX KAPOTHHOWIOB TMPH CHIDKEHHHM 3HadeHus pH mromena
XUMHYECKH TpaHCOPMHUPYETCS B MEHEe TMOJSPHBIA TP  ydacTHH jednokcunas. [lpu
yBenuueHuu pH JiroMeHa MpoUCXOoAauT 0OpaTHBIN MPOIIECC, KaTalu3upyeMblid STIOKcHIa3amMu. B

XJIOPOTIIACTaX PACTEHUN WM 3€JIEHBIX BOJOPOCIEH OCHOBHOW KCAaHTO(MWIUIOBBIM IMKJ BKIFOYACT
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IpEeBpalleHNe BHOJIAKCAHTUHA B (DOTONPOTEKTOPHBIM KapOTHMHOMJ 3€aKCaHTUH, B 100aBok k
TOMY LHUKIY Y HEKOTOPBIX CEMEHCTB pacTeHMi (DYHKIIMOHUPYET TakkKe CHenu(puuecKuii
JIIOTEUHAIIOKCUI-TIIOTEHHOBBIN IUKJL, & Y JMAaTOMOBBIX U HEKOTOPBIX APYTHX IPYIII BOAOPOCIIER
KCaHTOQWUIOBBI LUK  HPEACTAaBICH  IepexoJaMu  MEXAYy JUAJUHOKCAHTUHOM MU

nuarokcantunom (Horton 2014).

OpuuM U3 ocTpo 0OCYXKIaeMbIX BOMPOCOB SIBISETCS MpoOiieMa MEXaHHU3MOB TYILIEHUS
PHEPTUU B aHTEHHE 3eakCaHTUHOM. COrJacHO OJHOW TOYKE 3pEHHs, 3€KCAaHTHUH JCHCTBYET
dorodu3nUecKr Kak TYIIUTENb SHEPTUN B aHTEHHOM KOMILUIEKCE, a APYTrOi - UTPaeT HEMPSMYIO
poJib, ciocoOcTBYs m3MeHeHuto KoHhopmarmu CCK2 u nepexony nepudeprudeckoil aHTEHHBI B
tymramiee cocrosaue (Ostroumov et al. 2014). Ins >¢pdekTuBHOrO HEPOTOXMMHUUECKOTO
TYIIEHUS y BBICIIMX PACTCHHUI HEOOXOIMMO TaKxke Hamuune S-cyoneauauisl @C2, koqupyemon
saepHbiM PSbS-renom. PSbS Gemok OTHOCHTCS K aHTEHHBIM OClIKaM, HO OH HE COJICPKUT
NUTMEHTOB U He 00agaet cBerocobuparomieit Gynkuumeit (Bonente et al. 2008, Kiss et al. 2008).
He BbI3bIBaeT coMHeHui, uro PSS Genok urpaer ximodeByro posb B NPQ, X0Ts MeXxaHH3MbI
(OTO3aIMUTHOTO JEHCTBUSI OCTAIOTCS JIO CHUX TOpP JWCKYCCHOHHBIMH. BpUIO moOKa3aHo, 4TO Y
nedunutHeix mo PSbS myranToB Arabidopsis NPQ cuibHO CHEMXEHO, a cBexakcmpeccus pShS
reHa NpuUBOAMT K oOpatHomMy 3ddexty. 3ameHa OIM3KOrOo K JIOMEHAJIbHOW IMOBEPXHOCTU
ocratka riyramata Ha PShS Oenke cyiiecTBeHHO CHWKaeT oOpasoBanue (E, ykaspiBas Ha
HalMuue caiita, uyBctBUTeIbHOr0 K m3MeHenuto pH (Niyogy et al. 2004, Brooks et al. 2014).
Bbuti mosrydeHsl SKCIIEpUMEHTAIBHBIE JTaHHBIE, CBUICTEIBCTBYIOIINE O TOM, YTO YBEIHYCHHE
ypoBHsi QE mpu pocte comepkanust PSOS Mosker mpomcxoauTh HE3aBHCHMO OT COJAEPIKAHUS
3eaKCaHTHHA, YKa3bIBas Ha caMocTosATenbHYI0 posb PShS B NPQ. Ha ocHoBanum pabort ¢ caiit-
cnenuUYHBIMM ~ MyTaHTaMH, HE  cojaepkammMu  Oeiaka  PSbS  wimm,  HampoTwHBs,
XapaKTEPU3YIOIUMUCS €T0 CBEPXIKCIpeccrel, Oblia MmpeiokeHa MOJIeNb, COTIACHO KOTOPOM
PsbS Bamser Ha cBs3p Mexnay komiuiekcom ®C2 u CCK2 B rpanax, jaedctBys, kak pH-
3aBUCHUMBIN TpUTTEp KOH(GOPMAIMOHHBIX H3MEHEHHI BHYTPU cynepkoMILiekca. Takum oOpa3om,
CYIITHOCTh TMpoiiecca He(HOTOXUMUYECKOTO TYIICHUS COCTOUT B PH-3aBUCHMBIX H3MEHEHHSIX
KapOTHHOWJHOTO COCTaBa M KoH(opMmaimu PSDS Oenka, KOTOpble CIBUTAIOT TUHAMHUYECKOE
paBHOBecHst Mexnay coctosHussMH CCK, B KOTOPBIX JHEprusi BO3OYXKIEHUS IOCTYITHA IS
dboTOCUHTE3a, U COCTOSHUSMU, B KOTOPBIX SHEPTUS PACCEMBAETCSA B TEIIO. JTO O3HAYAET, UTO
Mexanu3M (E mpencraBnser coboi crnenuduueckuid MpuMep alIOoCTEPHUUECKON peryIsinu,
KOTJ]a HeOOJIbIIIME MOJICKYIIBI OCITKOBOW HMIIM HEOEIKOBOH MPUPOBI OKA3bIBAIOT 3HAUYUTEILHOE

BJIMSIHUE HA CKOPOCTh OMOXMMHYECKOT0 min ouodusndeckoro npouecca (Horton 2014).
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Kpome pH-3aBucumoro NPQ auccunarius SHEpTUH MOKET MPOUCXOUTh B PEaKITMOHHBIX
nentpax OC2 B pe3ynbraTe TYIICHHS YHEPTUM BO30YXKIEHHs OKHCICHHON (opmoii Pego (Bruce
et al. 1997), nuKIM4ecKOro MoToKa 3JCKTPOHOB MpPU ydacTuu nuToxpoma bssg (Barber and de
Las Rivas 1993) unu mpsmoii Ge3omacHoii pexombunanuu Mexay Qa u Pego (Krause 1988,
Finazzi et al. 2004, lvanov et al. 2008). Xopoiro u3BECTHO, YTO OOPATHBIN MEPEHOC AIEKTPOHA C
Qa  ma P'gg0 MOXKET MPOMCXOMUTH IO TPEM Pa3sHBIM IMyTsSM. JIBa HENPAMBIX IIYTH CBA3AHBI C
IPOMEXKYTOUHBIM BOCCTaHOBJICHHEM Deo, U OIUH U3 ATHX IMyTEH NMPHBOAUT K OOpa30BAHUIO
cunrinetHoi Gopmbl Pego, a apyroii — tpurutetHoii dopmer (puc. 1.3) (Kato et al. 2015). B
MOCJICTHEM CJIydae CTAaHOBUTCS BO3MOYKHBIM 00pa30BaHWE CHHIJIETHOTO KHCJIOPOa BCIICIACTBHE

B3aMMOJIEHCTBHSA MekKy SXIT* B MOIEKYJISPHBIM KHCIOPOIOM.
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3P \LT \\\\\
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Free energy, eV

Pe6g0

Puc. 1.3. YcnoBHas sHepreTudeckasl cxeMa Iepexoi0B MEeXAY Pa3HbIMU COCTOSHUSAMH aKIeNTOPHON cTOpoHBl PC2

B OCHOBHOM (HeNpepbIBHAS JIMHUS) H BBICOKOIIOTEHIIMAIBLHOM (IITPUX) cocTosiHuK Qa.

Kpome Toro, pekomOuHanus B mape PfegoQa  MoOXeT MporekaTh MO TNPSIMOMY ITyTH
TYHHEJINPOBaHUs, 00YCIOBICHHOMY MPOX0XKICHHEM 3JIEKTPOHOB Yepe3 MOTEHIIUAIbHBINA Oapbep
6e3 oOpa3oBaHusl BO30YXJAEHHBIX COCTOSIHUN Pggo. DTOT myTh mpencTaBisieT coOOH MeXaHH3M
0€30MacHOl JUCCUTIAINY SHEPTHH pa3JelIieHHbBIX 3apsaaoB. OYeBHIHO, YTO COOTHOMICHUE MEXTY
BEPOSTHOCTSIMU Pa3sHbIX MyTed pekoMOWHAIuK B nape P'eg0Qa 3aBUCUT OT pasHMIBI SHEPTUH

MexIy coctosHusME Pfego®eo” m P'eg0QA, KOTOpas, B CBOIO OYEPElb, ONPEICISAETCS PEIOKC
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noteHimanamu ®eo n Qa. Ecnu sneprernueckmii 3a3op mexay deo m Qa yBenmuumBaercs,
HampuMmep, u3-3a nepexoga Qa B BBICOKONOTEHIHAIBHOE COCTOSIHME, TO BEPOSTHOCTD
0€301acHOro NPSMOro IyTH BO3PacTaeT B COOTBETCTBUH C TEPMOAMHAMHUKOI mporiecca (Fufezan
et al. 2007). /To HegaBHEr0 BPEMEHHU CUUTAIOCH, YTO B HOPME PEIOKC moTeHIran Qa cocTaBiser
-30 - -80 mB (Krieger 1995). Pa3paborka Ooyiee COBEPIIEHHBIX METOIOB DKCTPAKIIUU YACTHIIL
@®C2 u onpeaeneHus BEIMYNH CPEIHETOYCYHBIX PEIOKC MOTEHIIMAIOB ITO3BOJIMIHA IEPECMOTPETh
9TU 3HauyeHus Kak i Qa, tak m it Qb, KOTOpbIE COCTaBIIAIOT, COTIACHO COBPEMEHHBIM
npezacrasiacHusM, -145 u +90 MB, cootBerctBenno (Kato et al. 2015, Brinkert et al. 2016). Ha
CETONIHSIIHUN JIGHb WM3BECTHO, YTO peAoKc moTeHmuan Qa 3aBUCUT OT (DYHKIIMOHAILHOTO
COCTOSIHUS KaK JIOHOPHOM, Tak U akuenTopHoil ctoponbl @C2. B yactHocTH, pa3zpymenune KBK
NPUBOJNT K 3HAYUTEIILHOMY YBEIMUCHUIO CPEAHETOYCYHOrO PEIOKC MoTeHIrana B mape Qa/Qa
Ha ~150 MB, 4TO NPUBOAUT NPAKTUYECKUA K MHTHOMPOBAHUIO JIEKTPOHHOTO TpaHcrnopTa ¢ Qa Ha
Qb u pocty KoHCTaHTHI Ae3akTuBaimu Qa” mo 6e3omacHomy npsimomy nytu (Krieger et al. 1995).
Ha aknenrtopnoit cropone ®C2 mexny xuHonamu Qa u Qb pacmonoxkeH HMOH HEreMoBOTrO
xenesza Fe?*, obecreunBaromuii pefokc B3auMOJIEHCTBIE MEXIy XHHOHHBIMH MepEHOCUHKAMU
9JIEKTPOHOB, OJHMM M3 JINTAHI0B KOTOPOTO sABJseTCs HOH OukapOonara (Mith and Zouni 2013).
BbII0 MOKa3aHo, YTO BHICBOOOXKICHHE/CBSI3bIBAaHNE OMKAapOOHATa MK €ro 3aMeIleHHe APYTUMH
JUTaHJaMU BIHUSET Ha CKOPOCTh DJIEKTPOHHOTO TPAHCHOPTAa Ha akKUENnTopHO# ctopoHe PC2
(Petrouleas et al. 1994, Shevela et al. 2007). HenaBHO ObLIIO OOHAPYKEHO, YTO JUCCOIMAIIHSI
OukapOOHaTa MPUBOJIUT K MOBBILIEHUIO pefoKc noTeHuuana Qa npumepHo Ha /0 MB; mpu 3Tom
HaOJI0/1aeTCsl CHIDKCHUE TeHepaluu cuHrietHoro kucinopoga B ®C2 (Brinkert et al. 2016).
BepositHOCTh mucconmanuu OukapOoHata Bo3pactaeT, eciiu Qa HaXoIUTCs B BOCCTAHOBICHHOM
cocrosiuuu (Brinkert et al. 2016).

Baxwnyto ponb B nporneccax perymsauuu [IT1D urpaer myn niaacTOXMHOHOB. DTO CBSI3aHO
C TeM, YTO OKHUCIIEHHE IUIaCTOXMHOJA SBISETCA «Y3KHMM» MECTOM (DOTOCHHTETHUECKOTO
AIIEKTPOHHOTO TpaHcHopTa. IMEHHO B 3TOM MecTe ocymiecTBisieTcs pH-3aBuCHMast peryJisius
DIIEKTPOHHOTO TOTOKAa, OOyCIOBIIEHHAas ‘(DOTOCHHTETHYECKHM KOHTPOJEM CO CTOPOHBI
compsiratoriiero  Mexanmsma (Kykymkua u TuxonoB 1988, Tikhonov 2013). Ot creneHu
BoccTtaHoBieHHOCTH IIX myma, B CBOIO ouepenb, 3aBUCUT PEIOKC-COCTOSIHHE JPYTUX
MEPEHOCUNKOB AJIEKTPOHOB B (otocunteTnueckor DTI[. OgHMM U3 BaXHBIX MEXaHU3MOB
PETYISIMN pacipeeNieHHs] CBETOBOM dHEPTHH MEXIy GorocucteMamu 1 U 2 B CBSI3H C PEIOKC
cocrosHueM [IX sBisiercst pochopurpoBaHUe aHTEHHBIX O€JIKOB, MHAYLHUPYIOIIEe U3MEHEHUS
ceetoBoro coctosinus (Tikkanen et al. 2011, Tikkanen and Aro 2012). BoccranoBiieHue mysa
XMHOHOB Ha cBery aktuBupyer CCK2-mpoTenHKHHA3y MOCPEICTBOM B3aWMOJICHCTBHS

BoccTanoBnenHoro [1X ¢ Qo-caiitom mut bef -komrutekca (Vener et al. 1997, Zito et al. 1999).
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XOoTs AeTaau 3TOro Ipoliecca Moka HEU3BECTHBI, OYEBUIHO, UTO B3aUMOJECHCTBHE MIACTOXHHOIA
¢ QO caiiToM BBI3BIBAET CTPYKTYpPHBIC U3MECHEHHS B SJIpe IIUTOXPOMHOIO Komruiekca (Hasan et
al. 2013). Tlocne ¢ochopunupoBanus komiuiekcbi CCK2, HaumeHee NMPOYHO CBSI3aHHBIC C
nentpamu OC2, MUTpUpyrOT M3 00JacTH CTIKMHra rpad B obOiactu ckomienus PCIl, rae
NpoucXoauT ux BcTpauBaHue B aHTeHHY PCI1. Takum oOpazom, MmeMOpaHbl EPEXOAST U3 T.H.
cocrosaus 1, B xotopom CCK2 csizansl ¢ ®C2, B coctostnue 2, B kotopom uacte CCK2
B3anmmojeiicteyer ¢ ®DCIl. Ob6pazoBanne @DCI1-CCK1-CCK2-kommiekca yBEIHYHMBACT
nonepeuHoe cedenue noromenus PCIl, uyro mnoaTBepxkHaeTcs OUOXMMHUYECKUMHU U
mukpockonumyeckumu uccienoanusmu (Tikkanen and Aro 2012). OOGpatHblii mepexoj B
coctosiHue 1 OOYCIIOBJIEH aKTHMBHOCTBIO xsioporuiacTHo# (ocdaraser (PPH1/TAP38), kotopas
karanusupyet aedochopmmmpoBanne CCK2, mocie yero aHTeHHBIA KOMITICKC TUGGYHIUPYET
o0paTHO B 001acTh rpaH u cBs3biBaeTcs ¢ @C2, TO eCTh OCYIIECTBISETCS MEPEXO0]T U3 COCTOSHUS
2 B coctosiHue 1. B oTnuume oT KWHA3bI, aKTUBHOCTH (hocdaTa3bl HE TIOJBEPraeTcsi 3aMETHOMY
pemokc-kouTposto  (Finazzi et al. 2002). Ilepexox wu3 cocrosiHuss 1 B cocTosHue 2
XapaKTepU3yeTCsl BPEMEHAMH TOPSIKA JIECATKOB CEKYHJI — HECKOJBKHX MHHYT, a OOpaTHBIH
MePEeX 01 MPOUCXOIUT 3HAUYUTEIBHO MeaieHHee - 3a 15-20 mun (byxos 2004). Penokc perymsius
COOTHOILIEHUSI MeKy docopunupoBanuem u aedochopunupoBanneM MeMOpaH CIIOCOOCTBYET
MOJJICP)KAHUIO ONTUMAIBHOrO OanaHca pacnpeneneHus sHeprum Mexay OCl uw 2 B

HN3MCHAIOMIUXCA YCIIOBHUAX.

1.3. Bo3aeiicTBHe OCHOBHBIX CTPecCOBBIX (pAKTOPOB HA (POTOCHHTE3

Ceer sBisIeTCS HHEPreTHUYECKUM CyOCTpaToM (OTOCHHTE3a, a M30bITOK HSHEPruu
NPEICTaBIsIeT OMAacCHOCTh JUIA JIIOOBIX €CTECTBEHHBIX WJIM HWCKYCCTBEHHBIX MEXaHU3MOB,
OCYIIECTBISIOMNUX TPAHCAYKIIUIO SHEPTHUH, B TOM uyucie, s kommnoHeHToB DCA, dC2
SBIISIETCS HaubOoJiee IyBCTBUTEIHHBIM KOMIIOHEHTOM PCA K BBHICOKOMY CBETY, M CHHIKCHHUE €€
aKTUBHOCTH Ha CBETY TPAAUIMOHHO Has3biBaloT (orounruduposanuem (Krause 1988).
DOTOMHTHOMPOBaHKUE MPOUCXOIUT KaK B pe3ysbTaTe (POTOOKUCIUTENHHON AECTPYKIUN OENKOB
PEaKIIMOHHOTO IIEHTPa, TaK W W3-3a HapylieHus Bcero mukia pemnaparuun OC2. Jlectpykums
neHTpoB ®C2 cBsizaHa, B OCHOBHOM, ¢ moBpexaeHuem D1 Genka. Ilocie ¢oromnoBpexaeHus
IPOMCXOIUT penapaiust (OTOCUCTEMBI, B XOJA€ KOTOPOH MHPOMCXOIUT (PochOopUInpOBaHUE
0EJIKOB PEaKLMOHHOTO LIEHTPa, MOHOMEpH3alMsl U JaTepanbHas qudQy3us u3 ob6IacTu rpaH B
obyacTe JaMesul, dYacTUyHas pa3bopka (QOTOCHCTEMBI, TPOTEONMTHYECKAs Jerpajaius
noBpexaeHHoro D1 Oenka, 3ameHa mnoBpexnaeHHoro D1 OGenka B peakIIMOHHOM ILIEHTpE,

noctpoiika ®C2 u murpanus B obmactk crakunra rpan (Tyystjarvi 2013). doronmectpykius

34



®C2 MoXxeT mpoTeKaTh MO JOHOPHOMY HIIM akientopHoMy mexanusmy (Vass 1992, 2012).
AKIIEITOPHBIN MEXaHW3M CBsI3aH ¢ BOCCTaHOBJICHHEM Qa Ha BBICOKOM CBETY, YTO CTHMYJIHPYET
peKOMOMHALIUIO 3apsAI0B B nape Pego'®@eo”, B pe3yabTaTe KOTOPOM ¢ BEPOATHOCTHIO 0KOI0 30%
oOpa3yerca TpuruietTHas ¢opma XJI, TeHEpUpPYIOLlash CHHIJIETHBIM KHCIOpoA. JloHOpHBIH
MexaHu3M (orouHrubupoBanus oOycnoBiieH cHwkeHueM aktuBHoctd KBK Benencrsue
3aKUCJICHUS JTIOMEHA JIM00 M3-3a PSIMOTO Pa3pyIICHHUs] MAPTAHIIEBOTO KIIACTepa KBAHTAMHU CBETa
(Hakala et al. 1995). DTo nmpuBOIUT K HAKOIUICHHUIO OKHCICHHOTO COCTOsSIHUS Pego Ha CBETYy,
pPEIOKC MOTEHIIMAN KOTOPOTO MO3BOJSET OKUCIATh OKpYXkaromye kKoMnoHeHTsl @C2. OueBuHO,
4yTO0 (OTOMHrHOMpOBaHHE TaKKe COMPOBOXKIACTCS CHIDKEHHUEM aKTUBHOCTH  JIPYTHX
koMroHeHTOB @CA, B Tom uucie, @C1, u3-3a reHepanu CynepoKCUAHOro pagaukana. OObIYHO
(OTOMHTHONPOBAHNE OTHOCST K JICHCTBUIO BBICOKOTO CBETA, OJJHAKO OHO MOKET HAOJIIOIaThCs U
IpU YMEPEHHOM OCBEIICHHOCTH Ha (oHe Apyrux HeOIaronpusTHeIX (AKTOPOB CpPEIHL.

OCHOBHBIM IPOTEKTOPHBIM MEXaHU3MOM IpHu poTonHTHuOupoBanuu Beictynaetr NPQ.

MuHepasbHOE TIUTaHUE OIPEAEIIAET POCT M Pa3MHOKEHNE HA3EMHBIX PACTCHUMN W ABIISAETCS
OCHOBHBIM (DaKTOPOM, OTPEICISIONIAM XapaKTep pacrpeaeieHus (QUTOIUTaHKTOHa B MHUPOBOM
OKeaHe. A30T SIBJISIETCS OCHOBHBIM 3JIEMEHTOM MHUHEPAIbHOTO MUTAHMS, KOTOPBIH BOCTPEOOBaH
B HaAWOOJIBIIMX KOJMYECTBAX M 3a4acTyiO SBJISAETCA DJIEMEHTOM, JIMMHTHPYIOIIUM POCT
(OTOCHHTE3UPYIOIUX OpPraHU3MOB. XOPOIIO HW3BECTHO, YTO JC(UIMT a3oTa HHIYIHPYET
CHI)KEHHE COJIep)KaHusi XJI, CKOPOCTH (DOTOCHHTE3a, a TAKKE CKOPOCTH POCTA PACTCHUM WITH
KyabTyp MukpoopranuzmoB (Evans and Terashima 1987, Marschner 1995). Ilpu stom
(OTOCHHTETHYECKHIA IJIEKTPOHHBIA TPAaHCIOPT COXPAHSET JOCTATOYHO BBICOKYH) aKTHBHOCTH
(Terashima and Evans 1988; Sugiharto et al. 1990). Ilpu a30THOM TOJOJAHHUU TaKXKe
HAPYIIAeTCs YIIEPOIHbIH OalaHC, O YeM CBUJICTEIbCTBYET HAKOIUICHUE 3HAYUTEILHBIX 3a[1acOB

KpaxMmaia B xjoporutactax kierok nucta (Kutik et al. 1995, Bondada and Syvertsen 2003).

N3BeCcTHO, YTO TEIUIOBOM CTPECC OKA3bIBAET 3HAYMTEIBLHOE BO3JICHCTBHE HA CBOWCTBA
KJICTOYHBIX MeMOpaH, B TOM 4YHciie THIakouaoB B xmoporuiacte (Salvucci and Crafts-Brandner
2004, Mathur et al. 2014, Johnova et al. 2016). Tak, npu TEMIOBOM IIIOKE BO3PACTAIOT PEaKIIUU
MIEPEKUCHOTO OKHUCJICHUS JIMIUJOB, YBEIUYMBACTCS TEKY4eCTh MEMOpaH, HM3MCHSETCS UX
NPOHHUIIAEMOCTh. [Ipy IeHCTBUM BBICOKHMX TEMIIEPATyp CYIIECTBEHHO MOBPEKIAETCS TEMHOBas
ctaausi (pOTOCHHTE3a, B TOM YHCIIC CHIDKAETCS aKTUBHOCTHh PyOmcko, rimoko30-5-hocdarassl u
bpykT030-6-Pocdarassl. Beicokas Temmeparypa OKas3bIBaeT JIECTPYKTHBHOE BO3JICHCTBHE Ha
[MI1®, uHruOupys CHUHTE3 HEKOTOPBIX XJIOPOIUIACTHBIX OEJNKOB, B TOM YHCIIC alONPOTEHHOB
D1/D2 peakmuonnoro mentpa ®C2, a- u - cyobeaunun; AT®d-cuntaszpl, mut f u bssg,

anteHHoro Oenka CP47. Taxxke Hapymaercs OMOCHMHTE3 XJopoduiula U aKTUBUPYETCS €ro
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ruaponan3  xjopoduiazoil. Bwicokas Temmeparypa npHBOAMT K MoHOoMmepm3anuu DC2,
pectpykrypuzanmu CCK2 u ero yacTuuHO#M Murpanuu B oomacts Jamermt. Cpeau KOMIIOHEHTOB
[MI1® HanbonbmIeii YyBCTBUTEIBHOCTHIO K TEIUIOBOMY IIOKY OOJIAJJAI0T PEaKIMOHHBIC LIEHTPHI
®C2, a OCHOBHOI MUILICHBIO TOBpexaatoiiero aencteus asiserca KBK, paspymenue kotoporo
CBS3aHO C TEPMOMHIYIMPOBAHHBIM BBICBOOOKJIECHHEM JBYXBAJICHTHBIX KAaTHOHOB M HOHOB
XJIOpa, a TAKXKe C HapyIIEHUEM LIEJTIOCTHOCTH M3-3a MMOTEPH BHEUTHUX OEJIKOB, B MEPBYIO OYepeb

— PsbO cyobenununs @C2 (Mathur et al. 2014).

[ToHwxkeHne TeMIepaTypbl 3aMeIsieT OMOXMMUYECKHE peaKlMu, Hapymias OallaHc
MEXIY KOJUYECTBOM TIOTJIONICHHONM OJHEPrMd H BO3MOXHOCTHIO €€ YTHIM3AlMH B
aHabonu4yeckux mnporeccax. [loHMKeHHe TeMIepaTypbl MPUBOIUT K TOBPESKIACHUIO MeMOpaH,
BoccTaHoBIeHHIO (poTocuHTeTHuecko DTL[ u pocty ckopoctu obpaszoBanus ADPK (Krause
1994, Yadav 2010, Astrom et al. 1998, Stachula 2015). OcHoBHble (GOTO3AIUTHBIE U
PEryJISTOPHBIC MEXaHU3MbI, aKTUBUPYIOIIMECS MPH MTOHWKCHUU TeMIepaTypbl, BKiIrodaoT NPQ
U albTepHATUBHBIC ITyTH SJIEKTPOHHOrO TpaHcmopra, npexae Bcero LIDT. Ilpu ce3oHHOI
aJlanTalii BEYHO3EJICHBIX PACTCHUN K HU3KUM (OTPULATEIBbHBIM) TemIiepaTypam (E kommoner
NPQ Ttepsier >QQeKTHBHOCTh H3-32 MHTHOMPOBAHUS SJIEKTPOHHOTO TPAHCIOPTA U HU3KOM
sHepruzanuu mMeMOpaH. [lodToMy BakHOE 3HAYCHHE NPUOOPETAIOT HE3aBUCHMBIC OT CBETA
(HeperyaupyeMbie) MEXaHU3Mbl TYIICHHS, CBSI3aHHbIE C (YHKIMOHAJIHLHOW WHAKTHBAIUCH
neHTpoB @C2, TyleHreM B peaKLIMOHHBIX IIEHTpaxX U CO CTPYKTYpPHOI peopraHu3anueil aHTeHH.
Ot Mexanu3Mbl BKmouaroT arperanuio CCK2 mpu 3HaYMTENhHOM HAKOIUICHUHM 3CaKCAHTHHA,
mrotenHa u PsbS 6enka (lvanov et al. 2002, Ensminger et al. 2006). II9T u xmoporuiacTHOE
JIBIXaHHE B YCJOBHSX XOJIOJOBOW ajanTallld ONPENeNsIOT penokc-coctostaue [1X myma u
KOHTPOJHPYIOT OalaHC MEKIy 3JICKTpOHHbIMH moTokamu depe3 ®C1 u 2 (Ensminger et al.
2006, Savitch et al. 2010). OcobenHas amanTalMOHHAs CTpATErHs, 3aKpeIUICHHAs Ha
TeHEeTHYECKOM YPOBHE, BBIpA00TaNach y HEKOTOPBHIX TOJCPAHTHBIX K XOJIOY BBICIIMX PACTCHUMN
B OTBET Ha OXJAXAEHHE. Y HHUX MPOHCXOAUT M3MEHEHHUE YIIEPOTHOr0 MeTaboiIM3Ma 3a CUeT
JIONOJTHUTENIBHOTO CHHTe3a PyOMcko W yckopeHus uwkia KanabpBHHA, YTO TPUBOIUT K

peaktuBanuu JIDT u camwkennto renepanun ADK (Krause and Jahns 2003).

Pactennst mMOCTOSSHHO TOJBEPrarOTCsS BO3JACHCTBHIO JAePUIIMTA BJIard B TIOYBE WIH
aTMOCCbepe B TCUCHHEC HUX JXKHU3HCHHOIO IIUKJIA. I/IMGIOHH/IGCSI JUTCPATYPHBIC JTaHHBLIC
CBHUJICTEJILCTBYIOT O TOM, YTO HEXBaTka BOJbl OKAa3bIBACT HETATHBHOE BIIMSHUE HA POCT U
NPOJAYKTUBHOCTh PACTEHHM, HHIYIUPYS MHOTOUUCIICHHBIC WM3MEHEHHUS OHOXMMUYECKOTO U
¢busnonoruueckoro xapaktepa (Zargar et al. 2011). B yacTHOCTH, B 3THX YCIOBUSAX MPOUCXOINUT

nepecTpoiika yriepoJHOr0 M a30THOTO MeTaboiHu3Ma, CHUKEHHE IPOBOJAMMOCTH YCTBHHI[ U
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Me30(HIuIa JIMCTAa, CKOPOCTH TPAHCIHMPAIMH, BBIIBETAHUE IMUTMEHTOB, YMEHBIICHUE TUIOMIAIH
JMCTa, CYXOTO BeCa M OTHOCUTEIBHOTO cojepkaHus Boabl. DOTOCHHTE3 SBISETCS OIHUM W3
HanOoJiee YyBCTBUTENIBHBIX K 00e3BoxkuBanuio mporeccoB (Chaves 1991). Herarushoe
BO3JICHICTBUE cTpecca Ha (POTOCUHTE3 MPOSBISETCS B BUAEC CHWXEHHUs aoctynHoro CO; m3-3a
OTPaHUYCHUS Ta30BOTO OOMEHA B JIMCTE, a TAK)KE B BUJC MHAKTUBAIIMH BAKHBIX KOMIIOHCHTOB
®CA, B ocHoBHOM, ¢epmentoB mukia KameBuna (Lawlor and Cornic 2002). Cuwmxenue
nocrynHoctd COz u aktuBHOCTH PyOucko mnpuBomutr k reHepanuun ADPK u pa3BuTHio
okuciauTensHoro crpecca (Zlatev 2009). HccnemoBanust cocrosiuus ®C2 B pacreHUsIX B
ycnoBusx naeburmra BoAasl BB noBpekacHus KBK (Kawakami et al. 2009), xotopsie
MOTYT HWHIyIIUPOBATh (POTOMHTHOMPOBAHWE MO JTOHOPHOMY MEXaHW3MY. BBUIO MOKa3aHO, 4YTO
Oonpuryto pons B peryisuuu [ITID npu obe3BokuBanuu urparor NPQ, LIOT u dorompixanue

(Cousins et al. 2002, Lima Neto et al. 2017).

1.4, MertaGoauueckue mnpoiecchl B KJeTKe 3ejeHoii MukpoBomopocau Chlamydomonas

reinhardtii B ycsioBusix qepuumura 3;1eMeHTOB MUHEPAJIHLHOTO MUTAHUS
1.4.1. Ocobennocmu yenepoono2o memaborusma

OnHokierouHass 3eiacHas MuKpoBomopocias C. reinhardtii  mpeacrasiser  coboit
MOZICTIbHBIH OpPTraHU3M JJISl U3Y4eHHsT METaOOIMUECKHX MPOIECCOB U MEXaHU3MOB PETYJISINU B
pa3nuuHbIX ycnoBusx KynbruBupoBanus (Harris 2001). B Hacrosimiee Bpems HCIOJIb30BaHHE
HOBEHIIINX METO/IOB MPOTCOMHUKH, T€HOMHKH, TPAHCKPUITOMHUKHA U METa0OJIOMHKH TTO3BOJIIIIH
NPOBECTH KOMIUICKCHBIE HCCICJOBAaHHUS XJIAMHJIOMOHAJbBI, 4YTO JIeNaeT 3Ty BOAOPOCIb
NPUBJIEKATEIHHBIM 00BEKTOM ISl aKTYaJbHBIX MCCIIEAOBAaHUMN, B TOM YHUCIE B PYCIle H3Y4YCHHS
MEXaHU3MOB aJIalTalliu K JEHCTBHIO a0HOTHYECKUX CTpeccoBbIX (akropor (Aucoin et al. 2016,
Rolland et al. 2009, Toepel et al. 2011). OcHoBHBIE MeTabOJUYECKHE MPOIECCH Y
XJIAMHJIOMOHA/IbI OPTaHM30BaHbI CXOJHBIM O0pPa30M C BBICIIMMHU PACTEHHSMH, OJHAKO Y
MHKPOBOJIOPOCIICH TPUCYTCTBYIOT IYTH, XapakTepHble JJs OakTepHaibHOro Meradonuima. B
YaCTHOCTH, OOJILIIMHCTBO InTaMMoB jaukoro Tuma Chlamydomonas wmoryr pactu Kak
aBTOTpOQHBIM 00pa3om, ucnonb3ys CO2 B KauecTBE €JMHCTBEHHOI'O HCTOYHUKA yIiIepoia, Tak U
reTepoTpodHO, ACCUMIITHPYSI BHEKJICTOYHBIH aneTar, 1u60 MUKCOTpodHO. Takke KISTKH 3TOr0
OpraHu3Ma CHOCOOHBI aJaNTHUPOBATHCS K MHKPOA’POOHBIM M aHA’pOOHBIM YCIOBUSM Kak Ha
CBETY, TaKk ¥ B TeMHOTe. B omiinune ot Beicmux pacteHuit, ®CA B xnoporutacre C. reinhardtii
COXpaHSET TOJHOCThIO  (PYHKIIMOHAIBHOE  COCTOSHHE MpPU  JUTUTEIHHOM  TEMHOBOM
KyJIbTUBUPOBAHUU Ha cpefe ¢ anerarom (Spreitzer and Mets 1981).
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Cxema OCHOBHBIX ITyTell yriiepoaHoro Merabonmusma B kietke C. reinhardtii mokasana Ha
puc. 1.4. LleHTpanbHYIO POJIb B ITOM IMpoliecce urpaer aneTuia-KoA, KOTOpBIid sBIsETCS
cyOcTparoM Jisi MHOTMX OWMOXMMHYECKHMX TMPOIECCOB, B TOM uHclie Iukina Kpebcea,
[JIMOKCHJIATHOTO IMKJIa, OMOCHHTE3a JIMIUIOB U MyTel (epmeHTaTHBHOTO Gposkenust (Johnson
and Alric 2013, Mus et al. 2007). OcHOBHBIMH HCTOYHMKAMHK aleTHI-KOA ABISIOTCS MUpyBaT —
IPOIYKT TJIMKOJIM3a, U 3K30T€HHBIN aneTar. [ JIMOKCHITaTHBIN [UKJI OCYINECTBIISET PEBPaIleHUe
aretrii-KoA B CyKIIMHAT, KOTOPBIA MOKET OBITh Jajice MCII0Ib30BaH Ul CHHTE3a yIrIICBOJIOB B
nporecce TIFOKOHEOTEHE3a, SBIISAIOIIETOCs, IO CYTH, OOpaTHBIM TJIMKOJHM3Y IPOIECCOM
(Eastmond and Graham 2001). IIpu aBToTpodhHOM CriocoOe MUTaHUS YIIIEBOABI 00Pa3yIOTCS B
nporecce POTOCHHTE3a, B TO BPEMsS KaK B MPHUCYTCTBMH BHEIIHETO alerara CHHTE3 Kpaxmala

OCYIIECTBIIACTCS MO0 MOJHOCTBIO, JIMOO YaCTUYHO 3a CYET peakimil rirokoHeoreHesa (Ball et

al.1990).

c1 (COZ.)\ BHewHuiA

/

B

BHYTpUKNeToOuHOE
NPOCTPaHCTBO

BpoxeHue
{aHaspobuos

\

v
C1,C2
Puc. 1.4. Cxema KiIr04eBBIX yTeil yraepoaHoro metabonusma B kietke C. reinhardtii (u3 Antal 2018).

OcHoBHBIE aHAOOIMYECKHE W KaTa0OJMYECKUE YyTH OTMEYEHBI KPACHBIM M CHHUM I[BETOM, COOTBETCTBEHHO. [1DII
— meHTo3o¢ochatHeIl myTh, TAI' — TpHanmirmepuasl. MUTOXOHApHANBHOE AbIXaHUe BKIFo4aeT nuki Kpebca n

npixatenbHyto OTL.
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B ycrnoBusix HU3KOM OCBEIIEHHOCTH WJIM HEAOCTaTKa aierata cojaep:kanue ATD B
KJIETKaX BOJOPOCJIEN CHU)KAETCS, MOITOMY BO3pAcCTaeT CKOPOCTb JErpajalluy YIJIEBOJOB B
npoiiecce raukoiau3a. KommonenTs! riukosnu3a B kietke C. reinhardtii mokanu3oBanbl, r1aBHbIM
00pa3oM, B XJIOPOIIACTE, OCYIIECTBIISII OKHCIIEHUE TJIIOKO3bl O MHUPYBaTa, COMPSHKEHHOE C
renepamnueit AT® u HAJ/IH. B aspoOHBIX yclioBHsIX TUpyBaT nmpeBpaimaercs B aneTmi-KoA mpu
y4acTHUM THUPYBAT JIETUAPOreHa3HOr0 KomIuiekca, a anetuia-KOA Bcrymaer B mukia KpeOca.
AJNbTEpHATUBHBIM TJIMKOJIU3Y IIYTEM OKUCIEHHUS TJIOKO3bl Y XJIAMHUJIOMOHAJbl SBIISIETCS
neHTo3odochaTHli MyTh, B XO0J€ KOTOPOIrO IPOUCXOJUT CHUHTE3 IEHTO3 U 00pa3oBaHUE
HAJI®H. Mertabonutsl meHT030(G0ChaTHOTO IMYyTH SIBISIOTCS IPEAINISCTBEHHUKAMH CHUHTE3a
HYKJICOTUIOB M BCTymaroT B peakuun riaukonusa (Kruger and von Schaewen 2003). Knerku C.
reinhardtii 00amarOT TOJEPAHTHOCTHIO K JACDUIMTY KHCIOPOJa B OKpYXamoIeH cpeme
Onarogaps aKTUBAIlMU pa3HOOOPA3HBIX MyTel (EPMEHTATUBHOTO OPOKEHHUS, MOACPKUBAIOIINX
ko3 (Atteia et al. 2013, Mus et al. 2007).

Kierkn Bomopocnei conep:kar OJUH XJIOpPOIUIACT. Y XJIAMHUJIOMOHAJBI XJIOPOIUIACT
BBITSIHYT BJI0JIb IIOBEPXHOCTH KJIETKH B (popMme Ookana, 4To yBEIMYMBAET IIJIOMIAb MTOTJIONICHUS
cBera. TumakougHas mMeMmOpaHa y 3€lE€HBIX MHKPOBOAOPOCIECH HMEeT MEHee BBIPRKEHHYIO
reTepOreHHOCTh, B TOM YHCJIE MEHbIIIEE KOJIMYECTBO AUCKOB B TpaHe MO CPABHEHUIO C BBICIIUMU
pacrenusamu. CTpykTypHO-GyHKIMOHANbHAs opranu3anus @CA y 3elIeHBIX MUKPOBOJIOPOCIEH
OnM3Kka K BBHICHIMM pacTeHUsiM. Bcero i HECKOJbKO KOMMOHEHTOB [III®D BeIsABISIOT
CTPYKTYpPHBIE OTJIMUHUS, BKItOUas aHTeHHble kKoMiuiekcbl CCK2 u 1, a uutoxpom Ce, Hapsany ¢
[T, yuactByeT B iepeHoce aekTponoB oT nuT bef k ®C1 (Drop et al. 2014, Gorman and Levine
1966).

[Tpu u3MeHeHnN yCIIoBUil OKpyxaromiei cpensl B kiietkax C. reinhardtii aktuBupyrotces
MEXaHHU3MBl PErySIIUH  (OTOCHHTETHUECKUX TMPOLECCOB B KIETKE, KOTOPhIE HMEIOT
CYIIIECTBEHHBIE OTIMYMs OT TaKOBBIX Yy BBICIIMX pacTeHuidl. Ha puc. 1.5 mpuBenmena cxema
OCHOBHBIX M aJIbTEPHATUBHBIX IyTeH MepeHoca 31eKTpoHOoB, oOpa3oBaHus ADK u oTaenbHbIX
PEeryJsSTOPHBIX MEXaHM3MOB B XJIOPOIUJIACTE 3€JIEHBIX MHKpoBojopociei. Kak ormedanocs B
MpeIbIIYIINX pa3iesax, y BeICIINUX pacTeHult pH-3aBucumebrii kommoneHT NPQ BkitouaeT B ce0st
B3aMIMOIIPEBPAIICHUS] MEXAYy KApOTHHOUJAMH KCAaHTO(QWIIOBOTO IIMKIAa W CTPYKTYpHBIE
u3MeHeHus cyonseauuuisl PShS @C2. B To BpeMst kak KCAaHTOPHILTIOBBINA MUK ()YHKIIHOHHPYET
CXOJIHBIM 00pa3oM B PacCTEHUSX M 3€JICHBIX BOJIOPOCIAX, Oemok PsbS urpaer, ckopee Bcero, He
CaMOCTOATENIFHYIO, a BCIIOMOTaTeNbHYIO poib B kierkax C. reinhardtii (Finazzi et al. 2006,
Tibiletti et al. 2016). Y HeKOTOpPBIX 3€JICHBIX MHUKPOBOAOPOCIECH, B TOM 4YHUCIE Y
XJIAMHAJIOMOHAIBI, JUIS CBETOMHAyIHpoBaHHOro pa3sutus NPQ Tpebyercs pH-3aBucuMas

SKCIIpECCUs cneumbnqecm/lx AHTCHHBIX IMUTMCHT-COACPKAIIUX CTPECCOBBIX 0OeIKOB ceMeiicTBa
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LHCSR. B wactHOCTH, OOnbmiyro posib B NPQ wurpaer 6emok LHCSR3, mporonupoBanme
AMUHOKHUCJIOTHBIX OCTAaTKOB KOTOPOTO IMPH TOJKUCICHUH JTIOMEHA MPUBOIUT K MEPEKITIOUCHUIO
®C2 u3 pexxuma cBeTOCOOpa B PEKUM TEIUIOBOM JTUCCUTIAIIUN SHEPTUH.
(AbIxaHue)
0,(H,0)

KaTtabonuam AHabonuam
(rmukenua n ap.) (dwmkcayua CO,, ap.)

®HP

Xnoponnact  HA[(®) «—® - o

\
S 2H0 g, 2H" -

Puc. 1.5. Cxema myTeil nmepeHoca 3JeKTPOHOB M MPOTOHOB, oOpa3zoBanusi ADK u auccHmaTUBHBIX MPOIECCOB B

XJIOPOIUIACTE 3eJIeHBIX MUKpOBogopocieit (13 Antal 2018).

OCHOBHBIE IIyTH JI€3aKTUBANHU BO30YKIEHHBIX cocTosiHNi B PC2 1 nepeHoca 3JeKTpOHOB 0003HAYECHBI CIUIONTHON
JUHMEH, aJbTepHATHUBHBIC IIYTH DJEKTPOHHOTO TPAHCIOPTA, peryiaupyeMas AMCCHUIALUS JHEPTUH, Iepexo
COCTOSIHUI M aHTHOKCHJIAHTHBIE MEXaHU3MBI — ITyHKTHPOM, BBICBOOOXKJICHHE M NEPEHOC MPOTOHOB — TOUEYHBIM
MYHKTUPOM. | 1 2 — peakiuu 00pa30BaHHUs CHHITIETHOT'O KHUCJIOPO/IA U CYTIEPOKCHAHOTO PaIuKalla, COOTBETCTBEHHO;
3 u 4 — TeruIoBas AUCCUIIALINS YHEPTUU B aHTeHHE U eHTpax ®C2; 5 — pmyopecuenus xmopodhuia; 6 — peakuuu
BOCCTaHOBJIEHHUS CYNEPOKCUIHOTO paJuKaa A0 NePOKCHIA BOAOPOAA U BOJBI IPU YIACTUHN CYNEPOKCUIAUCMYTA3bL,
KaTajas3bl U ackopOar nepokcuaasbl; 7 — LT npu yyactun ®XP; 8, 9 — LIOT npu mocnenoBaTels-HOM y4acTUH
®HP nu HAJ] neruaporenassl Broporo tuna (HAI'2); 10 — oxucnenue [1X npu yuactun PTOX; 11 — pH-3aBucumas
PEeryILSIIHsI DIEKTPOHHOTO TPaHCIopTa Yepe3 nut Def komruteke; 12 — BoccTaHOBIICHHE TIPOTOHOB JI0 MOJIEKYJISIPHOTO
BOZIOpOJia TUApOTreHa3ol (aHa’poOHas peakmus); 13 — oxuciaenne HAJ(®)H mpu ywgactum xene3ocomepikaniux
¢dmaBomporennoB A u B (FIVA/B); 14 — murpamus CCK2 mexay ®C2 u 1 (nmepexon cocrosiHui); 15 — oOmen
BOCCTAHOBHTEJIEM MEXIY XJIOPOIDIACTOM M MUTOXOHAPHSIMH NPH YIaCTHH MajlaT-OKCaJIoaleTaTHOTO IuKia; 16 —
peakuuu okucienns HAJI(D)H B peakimsx nuxiia KansBuHa u 1p. aHaboIMUecKHX Mpoleccax B Xjoporuiacte; 17 —

renepanms HAJIH B rimkosnmse u ap. KaTaboIM4ecKuX Ipoleccax B XJIOpOIUIacTe.
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Kak oTmeuanoch BbIlIE, TIEPEXOJl COCTOSHUU SIBISICTCS MEXAHH3MOM, PETYIHPYIOIIHM
OanaHc MKy oTokamu 3JeKTpoHOB uepe3 PC2 u OC1 (puc. 1.5). 3BecTHO, YTO y BBICIINX
pacteHuil konmuyecTBO KoMiuiekcoB CCK2, BOBIE€YEHHBIX B IEPEXOJ COCTOSIHUM, HE MPEBBIIAECT
20%, B TO BpeMs KaK y 3CIIEHBIX MHKPOBOIOPOCIEH 3TOT mokasarens gocturact 80% (Allen
1992, Delosme et al. 1996), uto ykaspiBaeT Ha OoJiee BaKHYIO pOJIb 3TOrO Mpoliecca B
ajanTtanud K OBICTPO MEHSIONIMMCS YCJIOBUSM OCBEIIEHHOCTH. Tak, OBUIO TOKa3aHO, YTO
MEepexoJl COCTOSIHWM y4YacTBYeT B KauecTBE (DOTO3AIIMTHOTO MeEXaHM3Ma B aJanTaluu
XJIaMUIOMOHAIBI K ycrIoBusM aedunmra kucaopoga u ATdD (Cardol et al. 2009), a takxke B
cBeroBoil mHayKuKu Gortocunresa (Ghysels et al. 2013). IIpeanonaokuTenbHO, HOTO3AMUTHOES
neiicTBue mepexona cocrosHuii B kierkax C. reinhardtii o0ycnoBiIeHO TeM, YTO KOMILICKCHI
CCK2 B dochopunupoBaHHOM COCTOSHUU (COCTOSIHHE 2) CIIOCOOHBI 0OPa30BBIBATH arperarsl B
KOH(UTYpaluu, KOTopasi CliocoOCTBYET TUCCUIAIINH SHEPTUH.

B ycinoBusix, korma cHmkaercs ckopocth accumwisimum  COz,  MPOUCXOTUT
nepepacnpeesieHue JIEKTPOHOB B XJIOPOIUIACTE MO ajJbTEPHATUBHBIM MyTsM, BKItodas [[OT u
TaK Ha3blBaeMble LUKIBI "Boma-Bojaa". Kak ormeuanock Beie, [{OT MoxeT nmporekaTs 10 AByM
ocHOBHBIM myTsiM: Tipu yuactuu HJI' u ®XP (puc. 1.5). B kierke ximamMugoMoHaabl B IEPBOM
nukie ydactsyer HAJIH neruaporenasa sroporo tuma (H/I'2), akTuBHOCTH KOTOpOW He
compsbkeHa ¢ mpoTtoHupoBanueM Jiromena (Jans et al. 2008, Desplats et al. 2009). Panee u3 C.
reinhardtii 6su1 W30MMpOBaH CIOXHBIH KoMIUTeKe, cocTosmuil 3 ®C1, CCK1, CCK2, mut bef,
®HP u PGRL1, kortopseiii B BbigeacHHOM Buae ocymectsier L[DT (lwai et al. 2010).
OtcyrctBue PGR5 B 3TOM KOMITIIEKCe YKa3bIBaeT Ha TO, YTO JAHHBIN OCJIOK HE SBIISETCS CTPOTO
HeoOxoaumbiM KoMrioHeHToM uid L[DT. bonee Toro, antumunun A — unruburop OXP y
BBICIIIUX PACTeHHH, He BIMUI HA cKOpocTh [[DT B BBIIEIEHHOM KOMILIEKCE, CBUACTEILCTBYS O
paznuuuax B opraHuzaimuu L[[OT y Beicmux pacTeHWil M 3eleHbIX Bojopocied. OmgHaxo,
uszydeHre (QyHkiponansHoro cocrostaus L[OT in vivo B pgr5 wmyranrax C. reinhardtii
ceunetenbeTByeT 00 ydactuum PGR5 B mukiie (Alric et al. 2014, Johnson et al. 2014). ITo-
BugumMomy, Oenok PGR5 He sBmsercs o00s3aTelbHBIM KOMIIOHEHTOM ITUKIUYECKOTO
(beppeIOKCUH-XHOH PEAyKTa3HOTO MYTH Y 3E€JIEHBIX BOJAOPOCICH, HO OH BIMSET Ha CKOPOCTh
nporiecca. Panee OBUIO BBIABHHYTO TPEIIOJIOKEHHE O TOM, YTO IMEpPeXoi M3 cOocTosHus 1 B
cocrosiuue 2 B kierkax C. reinhardtii neooxomum s aktuBanuu LIDT (Finazzi et al. 2002).
Bonee mo3nHue mccienoBaHMUsS yKa3bIBAIOT HA TO, YTO MEPEXOJ COCTOSIHHM WM TEPEKITIOYCHHE
mexay JIOT u UOT sBusiroTcss HE3aBUCUMBIMH APYT OT ApPYyra MpoieccaMu, HO UX PErysius
3aBUCUT OT penokc coctossuust DT BHyTpHu Xsoporutacta cxoaubiM oopaszom (Takahashi et al.

2013). V 3enensix mukpoBogopocieir 6amanc mexay JIOT u IIDT ynpasisercs He TONBKO
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penokc cocrosaueM OTI[, Ho u B 3aBucumoctu oT coaepxkanuss AT®D. AxkruBamus [[OT
OPOUCXOTUT B YCIOBUAX Ae(UIMTa KHUCIOpOJA, ABYOKHCH YIJepoJa W IpH YBEIUYCHHUU
norpebHocTr B ATD (Alric 2014, Johnson et al. 2014, Dang et al. 2014).

Kak ymomuHanocs Bblme, peakuus Memepa mnpencraBiseT coboil  Haumbosee
pPacHpOCTPaHEHHBIH MYTh IICEBAONMKIMYECKOTO 3JIEKTPOHHOTO TPAHCIOPTA, BKIIIOYAIOMINN
reHepanuio cynepokcuaHoro paaukaina B @C1 u ero 6e3omacHoe BOCCTaHOBICHHE 10 BOJBI C
NPOMEKYTOUHBIM 0Opa3oBaHueM Imepokcuaa Bogopona (Asada 1999) (puc. 1.5).  bsuio
nokazano, uro B kierkax C. reinhardtii go 80% »ieKTPOHOB, MOCTYMAONUX B
(OTOCMHTETHYECKYIO LIENb IPU OKHUCICHUH BOJBI BO BPEMS CBETOBOW MHIYKIMHU (oTOCHHTE3A,
MOTYT OBITh UCTIONB30BaHbI B peakiuu Meiiepa, a okosio 10 - 15% snexkTpoHOB yTHIU3HpYyETCs
ITUM IIyTEM B YCJIOBHSX craimoHapHoro gorocunresa (Badger et al. 2000, Franck and Houyoux
2008). OTaUYMTENBHOM OCOOCHHOCTBIO 3CIIEHBIX BOJOPOCIEH SBISETCA IOMOJHUTEIbHBIN
NICEBJOIMKINYECKUH ITyTh OaKTepHaIbHOTO THUIA, OCYIIECTBIAIONIMN (POTOBOCCTaHOBJICHHUE
KUCIIOPOJIa JIO BOIBI TNPH Y4acTHH Kenezoconuepxanmx (iaBonporennoB FIVA u FIVB,
ucrop3yonmx B kayectse cyocrpara HAJI®H (puc. 1.5) (Peltier et al. 2010, Dang et al. 2014).
OTOT mWyTh, Kak W peakuus Meiepa, uUrpaer (GpOTO3aIIUTHYIO POJb, YTHIN3UPYS H30BITOK
9JIEKTPOHOB Ha cBeTy. HemaBHo ObuTo mokaszano, 4to FIVA u FIVB y4acTByioT B peryssiuu
sHepreTuveckoro Oamanca B kietkax C. reinhardtii mpu nepunure ATD (Dang et al. 2014). B
nenom uist C. reinhardtii XapakTepHO 3HAYUTEIHHOE TIOTIJIONIEHHE KHCIOPOa B XJIOPOIUIACTE HA
ceery (Liran et al. 2016).

V 3e51eHBIX MUKPOBOOPOCIIEH XJIOPOBIXaHUE OCYIIECTBISIETCS IPU ydacTuu (epMEHTOB
HAT2 u PTOX, pacmoioskeHHBIX Ha CTPOMAIbHON CTOpPOHE THIIAKOUIHON MeMOpaHsl (puc. 1.5).
B xnopomnacre C. reinhardtii Obutn oOHapykeHBI J1Be Pa3HOBUIHOCTH TEPMHHAILHON
okcuaasel: ocHoBHas PTOX2 wu Bropoctemennas PTOX1 (Houille-Vernes et al. 2011).V
Belcinx pacteHuit PTOX, rnaBHbIM 00pa3oM, y4yacTByeT B OHOCHHTE3€ KapOTHHOUAOB H
OWoreHe3e XJIOPOIJIACTOB, B TO BpeMs KaK Yy 3€JIEHBIX MHKPOBOJIOPOCIEH 3TH (YHKIHU
OTCYTCTBYIOT, a XJIOPOJBIXaHWE HWrpaeT ckopee Qoro3ammTHy0 poib. Tak, myranTtel C.
reinhardtii 6e3 PTOX xapakrepusyroTcsi MOHMKEHHOH CHOCOOHOCTBIO aJanTHUPOBATHCS K
pa3HBIM CBETOBBIM YCIIOBHSM IO CPAaBHEHHUIO C JMKHM THIIOM, YTO MOXET OBITh 00YCIIOBIICHO
HapylIEHUEM Iepexoda COCTOSIHUM, IMOCKOJbKY B KieTkax MyrtanTa [IX mynm Haxonmures B
MOCTOSIHHO BoccTaHoBiieHHOM cocTosiuuu (Houille-Vernes et al. 2011). B mesom, X10poabIxaHue
npoTekaer 0ojee MHTEHCHBHO B KJIETKaxX MHKPOBOJOPOCIEH IO CpPaBHEHHIO C BBICIIMMHU

paCTCHUAIMU, 0COOEHHO B YCIOBUAX FeTCPOTpO(I)HOFO HniIn MI/IKCOTpO(I)HOI“O THUIIOB IIUTAHUA.

1.4.2. Bausinue degpuyuma azoma, cepwvi u pocpopa na 0cHO8Hble MemadoaUdecKue npoyeccyl
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Jedunut azora, 0oCOOCHHO B BOJHOW Cpele, SBISETCS PACHPOCTPAHCHHBIM SIBIICHHEM,
BBI3BIBAIOIIMM 3HAYUTEIbHBIC W3MCHEHHS B (DCHOTUIIC BOJIOPOCICH, WHAYLUPYS XJIOPO3 M
CHIDKCHHUE npoudepalnu 13-3a CYIECTBEHHOTo CHIKeHusl cunte3a oenkos (Cullen et al.1992,
Cakmak et al. 2012). B 3Tux ycioBusix ObICTPO aKTUBUPYIOTCS CUCTEMbBI aCCHMUIISIINN BHEITHUX
MCTOYHUKOB a30Ta M PEIHUPKYJSAINHA a30Ta U3 BHYTPECHHUX OPraHHMYECKUX PE3EPBOB, TAKUX KaK
xynopoduiut, Oenku, PHK. Accummnsiums a3ora mnpencTaBiseT coOOH CIIOKHBIA IpoLecc,
BKJTIOYAOIIUI CHUHTE3 COOTBETCTBYIOUIMX (DEPMEHTOB U TPAHCIOPTEPOB, a TaKkKe oOecrieuecHue
9TOr0 Ipollecca BOCCTAHOBHUTEIbHBIMH dSKkBHBajdeHTamMmu u AT®d (Fernandez et al. 1998,
Fernandezet al. 2009). ¥V C. reinhardtii KOIMYECTBO TPAHCKPHUITOB IOYTH BCEX T'CHOB,
y4acTBYIOLIMX B aCCUMWIIMM a30Ta U3 aMMOHHsS, HUTpaTa, HUTPUTA, MOYCBUHBI, ITyPUHOB,
NUPUMUIMHOB, MMOJMAMUHOB, aMUHOKHCIIOT W OCJIKOB 3HAYUTEIbHO YBEIWYHMBACTCS B TCUCHUC
NIEPBOTO Yaca IOCJIe MaJeHHs COJepKaHus a3oTa B cpeze. llocnenyrommuii 6ojee MeIICHHBIH
npoliece aJianTaiuy K JeGUIUTY a30Ta CBSA3aH C PEOpraHU3aluell MeTabOoIMYECKHX TTOTOKOB B
TOJOAAONIMX KIIETKAaX BOAOPOCIEH C IEeNbl0 MOJAepKaHUs (U3NOJOTHUECKH PEICBAHTHOTO
cootHomeHus: N/C, sHepreTudeckoro OamaHca HW PEJOKC-TOMEOCTa3a, HEOOXOIUMBIX s
COXPaHEHHMSI KHU3HECITOCOOHOCTH TOMYJISIIH KIETOK B JOJITOCPOYHOM MMEPCIICKTUBE.

A30OTHOE TOJIOIaHUE COINPOBOXKIACTCS YACTUYHOM Jerpajanueil U MoJIaBICHUEM CHHTE3a
UTOIJIA3MAaTHUECKUX M XJIOPOIUIACTHBIX pubocoMm B kietkax C. reinhardtii (Wase et al. 2014,
Park et al. 2015). Coxepxanune puOOCOMAIbHBIX OEIKOB W WX TPAHCKPUITOB HAYMHACT
CHIDKATHCS BCKOPE MOCIIE NaJIeHNs COJCPIKaHHs a30Ta B Cpejie, YMEHbBIIAACh TIOYTH B JIBa pa3a B
TEUCHHE ABYX-TPEX JHEH, YTO OT4acTH OOBsICHSAETCS OOIIMM HapyIIeHHEeM CHHTe3a Oelka,
KOTOpBIM caM 3aBUCHUT OT cojiepkaHusi pubocom. CHmkeHue obumiero Oeiaka B TroJioJarolei
KJIETKE CBSI3aHO C HapylIeHHEM OMOCHMHTE3a aMHHOKHCIIOT, TpOIlecca TPAHCISINN, a TaKKe C
yBEJIMYEHHEM aKTUBHOCTH mpoteoiutndeckux OenkoB (Park et al. 2015). CpaBHuTenbHbIi
nporeoMuueckuii anamu3 kierok C. reinhardtii mokasam, YTo mMpW A30THOM TOJOJAHUH
N30MpaTETbHO YMEHBINAETCS COJIEpKAHUE OEJIKOB C BBICOKHUM COJIEp)KaHMEM a30Ta, B TO BpeMs
Kak Oenku ¢ Oojee HU3KUM WJIM HIKE CPEIHETO COJEP’KaHMEeM a30Ta MPHUCYTCTBYIOT B Ooliee
3HaunTeapbHOM KosruectBe (Park et al. 2015).

B romonmarommx 1o a30Ty KJIETKaX pPa3BHBAIOTCS MPOLECCH XJIOPO3a U MPOUCXOJST
CyIIeCTBEHHBIE U3MEHEHHs MeTabom3Ma KpaxMana u JunuaoB. Coxepkanue XJ1 yMEHbBIIACTCS
Oosiee ueMm B 2 pa3a B T€UCHHE CYTOK MHKYyOaIuu 0e3 a30Ta, 4TO SBIAETCS B OOJBIICH CTEIICHH
CIIE/ICTBHEM HapyIIEHHsI CHHTE3a MUTMeHTa, a He ero nerpagauuu (Wase et al. 2014). Xmnopo3
CONPOBOXKIAETCS] CHIDKEHHEM TTOTIEPEYHOTO CEUEHHUsI MOTJIONICHUSI aHTEHHBIX KOMILIEKCOB, TEM
caMbIM CHH)Kasl TIOTJIONICHHE CBEeTa M mpemoTBpainas oopaszosanne ADK (Juergens et al. 2015).

OOmiee CcHWKEHHWE TMOTPEOHOCTEM TOJOMAMOIIMX KJIETOK B TMPOAYKTax (POTOCHHTE3a
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CIOCOOCTBYET HAKOIUICHHIO KpaxMaia W JIMIHAJOB, OJHAKO MMEET MECTO TaKKe PEeryJIsIus
MeTaboaM3Ma ATUX BEIIeCTB. Tak, B TOJIONAIONIMX KIETKaX BO3pPAcTaeT IKCIPECCHS T€HOB H
conepkaHue (pepMEHTOB, CBA3AHHBIX Kak ¢ 0Opa3oBaHMEM KpaxMaya M3 TJIOKO3bl, TaK U C
00paTHBIM TIPOIIECCOM PA3IOKEHHs KpaxMaya. B dacTHOCTH, OBUIO MOKa3aHO, YTO B TCUCHHE
nepBbix 30 MHH a30THOTO T'OJIOJIAHUS YBEIMYMBACTCS COJICPKAHUE KpaxMall-CHHTa3kl 1, a yepes
HECKOJIbKO YacOB BO3PACTAET JKCIIPECCHsi T€HOB M CojJepXaHue (PEpPMEHTOB, YYaCTBYIOIIUX B
JerpajalMi - Kpaxmaia, BKIodas jeerBsmme ¢epmentsr (Park et al. 2015). Kpome
MOJIMCAaXapuI0B, B TOJIOAAIONINX KIETKaX HAKAIUIMBAIOTCS MOHOCAaXapuabl (PyKTO3a H IITFOK03a,
a TaKk)Ke AMcaxapuj Tperamosa, cocrosimuii u3 aByx mosekyn riokossl (Valledor et al. 2014),
KOTOPBIH, TPEIIOI0KUTEIBHO, SIBISICTCS peryistopom OuocuHTteda kpaxmana (Kolbe et al.
2005). HakoruieHue JMITUIOB B TOJOJAIOIIMX KJIETKAaX MPOMCXOAUT B PE3yIbTaTe aKTHBALUH
HECKOJIbKUX METa0OJIMYECKUX IyTeH, BOBJICUCHHBIX MPSIMBIM WM KOCBEHHBIM 00pa3oM B
munorenes (Wase et al. 2014, Valledor et al. 2014). Tak, ciaeacTBreM aerpagaliii HAKOIUIEHHBIX
3amacoB Kpaxmana siBisiercsi pocT coxepxkanus anetwi-KoA u  HAJ(®)H, xotopsie
UCTIONB3YIOTCS B KayecTBE CyOCTpaToB B OMOCHMHTE3€ JMIIMIOB B TOJOJAIOIICH KIETKE, B
YaCTHOCTH,  TPHALWINIMALIEPUIOB. TakkKe  aKkTUBUPYIOTCS ~ Takue  (EepMEHThI,  Kak
nupyBaTkapOokcuiaza u ATD-urparinasa, ydacteyromue B nunorenese (Wase et al. 2014).
Hakomnnenuslii Ha paHHEN cTaauM TOJIOAAHMS Kpaxmal HCHOJb3yeTcss Ha Oosiee IMO3THUX
CTaIUsIX B KAUeCTBE MCTOYHMKA DHEPTUH, B TO BpEeMs KaK M3MEHEHHsI JIMITHIHOTO MeTaboim3Ma
UMEIOT BaKHOE 3HaUEHHE Ul PEOpraHnu3alluu CTPYKTYPhl U CTa0MIIN3allul MEMOpaH.

CkopocTh TeMHOBBIX peakuuii (orocunTesa B kierkax C. reinhardtii ymensimaercs Ha
HAYaJbHBIX 3TallaX a30THOrO rojiofaHus (10 3X AHEW) M3-3a CHMKEHUS TPAHCKPUIIMH U
coziepkaHusi 0OCHOBHBIX (hepmenToB nukia Kaneeuna (Juergens et al. 2015, Schmollinger et al.
2014). B omiuMume OT BBICHIMX pACTEHHH, Yy KOTOPHIX MAeBHIUT a30Ta HE OKa3bIBaeT
3HayuTenbHOro BosaeicTeusa Ha IIIID, y Bomopocned CylmEeCTBEHHO CHMXKAETCA CKOPOCTh
(doTocuHTeTHYECKOTO MeKTpoHHOTo TpaHcmopta (Antal et al. 2010, Miller et al. 2010, Wang et
al. 2011). TonogaHue COMPOBOXKIAIOTCS CHUKEHHUEM COZep)KaHus OCHOBHBIX OesikoB OC1, OC2
u 1mur bef-komriekca, a TakKe yYMEHBUICHHEM TPAHCKPHIIMH OOJBIIMHCTBA TEHOB,
KOJMPYIOIIMX OENIKH pPEeaKkIMOHHBIX IIEHTPOB, CBETOCOOMPAIOIINX KOMIUIEKCOB U MOOMIIBHBIX
nepenocurkoB aekTponos (Schmollinger et al. 2014, Miller et al. 2010, Blaby et al. 2013). [Tpu
3ToM akTHBHOCTH DPC2 u mwut bsf ymeHbimaercs B Oosbineit creneru, yem aktuBHOCTE DCl
(Berges et al.1996). Conepxanue O6enkoB xioporuiacTHOM AT®-cHHTa3bl TakkKe CHIDKACTCS B
rojofaIMX MO a30Ty KJIeTKax, YyKa3blBas Ha HapymeHue QorodochopunupoBaHus
(Schmollinger et al. 2014). OGiiee cHwKeHUE CKOPOCTH (HOTOCHHTE3A TPH A30THOM TOJIOIaHHH

UTPAET, BEPOSATHO, MOJOKUTENbHYIO poJib, MpeaoTBpamas HakomiaeHne APK u cnocobcTBys
44



nepepacnpeeiCcHHI0 a30Ta, KOTOPbI BhICBOOOXKMaeTcss n3 xiopodmmia, Pybucko m apyrux
(OoTOCHMHTETHYECKUX OENKOB B MOJb3y 00J€e BAXKHBIX MOJICKYJ C TOYKH 3PEHHUSI CTPATETUH
BbDKHUBAHHUSL.

Y 3eleHBIX MHKPOBOJOpOCIEW amanrtamus QorocuHTe3a K  Aedunuty azora
COITPOBOJKIIACTCS aKTHBAIIMEH HECKOJIBKHX PEryJIATOPHBIX MEXaHW3MOB. BBIJIO TOKa3aHo, YTO Yy
roJIOAaNMUX 10 a30Ty Kietok C. reinhardtii yBenn4uBaeTcsi KOJMYECTBO TPAHCKPUIITOB T€HOB
LhcSR, a Taxxke B 1gBa pa3sa Bo3pacTaeT ypoBeHb 3eakcanTmna (Juergens et al. 2015).
Tpauckpunt rera PsbS ne oonapyxuBaercs B kiaerkax C. reinhardtii B HOpManbHBIX YCIIOBHSIX
pocTa, OJIHAKO MPHCYTCTBYET MPU a30THOM TOJIOJJAaHWH, YKa3bIBas Ha BO3MOXHYIO poiib PShS
oenka B NPQ (Miller et al. 2010). B romomarommx KIeTKax BO3PAaCcTacT KOJUYECTBO
TPaHCKPUINITOB U cojepxaHue Takux OenkoB kak PGRS, PGRL1 u H/I2, uro cnocoOcTByer
aktuBauuun LOT u komnencupyer nageHue AT wu3-3a HapylleHUS JHMHEHHOro MOTOKA
snekrponoB (Juergens et al. 2015, Schmollinger et al. 2014). Peopranmsamus ®CA B
roJIOJIAOIIUX KJIETKaxX Takxke BKitodaeT yBenuueHue conepxkanuss CCK2 B antenne ®Cl1 B
pe3yabTaTe mepexoja B COCTOsHUE 2, 4To yBeiauuuBaeT ckopocth L[DT (Juergens et al. 2015).
BaxHno ormeruth, uTo ypoBeHb ADK U comepkaHHe aHTHOKCHIAHTHBIX OCJIKOB, TAKUX Kak
ackopOaT MepoKcuIa3a u CymepoKCH I JUCMYyTa3a, MPAKTHYECKH HE U3MECHSFOTCS B TOJIOIAOIINX
no azory kierkax C. reinhardtii, yka3piBas Ha OTCYTCTBHE CHJIBHOTO OKHCIHMTEIBHOIO CTpecca
(Juergenset al. 2015, Valledor et al. 2014).

B To Bpems kak o0mas OTOCHHTETHYECKasi aKTHBHOCTh KJIETOK BOJIOPOCIIEH CHMKACTCS B
YCIOBUSIX  a30THOTO TOJIOJIAaHHS, AKTUBHOCTH KOMIIOHEHTOB JIBIXaT€IbHOM Lenmu |
OKHUCIIUTENIBHOTO (QochopunupoBanus yBenuuuBaeTcs. B yacTHOcTH, Bo3pacTaeT conaepikaHue
BCEX IIATH JbIXaTEJbHBIX KOMILUICKCOB MHUTOXOHIPHUH, a Takke o, P U &-CyObeIUHUIL
mutoxouapuaabHoit AT®-cuntaszel (Wase et al. 2014, Juergens et al. 2015) . Bsiio mokasaso,
4TO TpaHCKpHMIWs reHoB, koaupyronmx AOX B kinerkax C. reinhardtii, cunpHO n3MeHsiercs B
yenoBusix neduiura azora (Miller et al. 2010). Tak, komu4ecTBO TpaHCKPHINTAa OCHOBHOMN
okcuaasel (AOX1) yBennuuBaercs B 11 pas, B To Bpems Kak JiIsi MUHOPHOI okcuaasel (AOX2)
HaOJII0JaeTCsl CHUKEHHE TpaHCKpHIuK B 4 pasa. [IpeanonoxurensHo, poct skcnpeccun AOX1
nojaryser obOpasoBaHue ADK B MUTOXOHAPHUSX M 3alUIIACT KOMIIOHCHTHI JBIXaHUS OT
okuciutensHoro crpecca (Mathy et al. 2010). V ronogaromux mo asory kiaetok C. reinhardtii
ypoBeHb (GepMeHTOB nukia Kpebca yBenmnumBaercst nmpuMmepHo B aBa pasa (Wase et al. 2014,
Valledor et al. 2014). HenaBHue wuccienoBaHUs MeTabOJNM3Ma MOKa3alld, YTO YPOBHHU
MeTaboauTOB IMKiIa Kpebca, TakMx Kak LUTPAT, O-KETOINIyTapar, CyKIIMHAT M MajaT, TaKXke

YBCIUWYMUBAIOTCA, YKa3bIBad Ha BO3ZHHKHOBCHHC )11/Ic6ancha MCXKY p€aKIWsAMU BHYTPHU LHUKIIA

(Wase et al. 2014).
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AnaboyM4yeckue MyTH, YYacTBYIOIIME B CHHTE3€ TJIOKO3BI M3 DK30T'€HHOrO arerara B
xsoporutacte C. reinhardtii, 3HaunTenpHO NOJaBICHBI B yciaoBUsX neduuuta azota (Wase et al.
2014, Miller et al. 2010). B yacTHOCTH, aKTHBHOCTh KJIFOYEBBIX (PEPMEHTOB IIIFOKOHEOT'CHE3a,
TakKMX Kak KapOokcukuHaza ¢docdoeHonmupyBata U (Pppykroso-1,6-6udocdaraza, a Ttaxxke
(EepMEHTOB TJIMOKCUIIATHOTO ITUKJIA, TAKMX KaK UTPATCHHTa3a U MaJaTCUHTa3a, 3HAYUTEIHHO
CHIDKAaeTcsi B rojojaronmx mo asory kierkax (Wase et al. 2014). C npyroii CTOpOHBI,
BO3PACTaeT COJCpKaHUE HEKOTOPHIX ()EPMEHTOB TJIHMKOIM3a, BKIIOYAs TIIMIEpalbIeTu-3-
docharaerunporenasy, dhochormumepar myrazy u 3Honazy. CojaepkaHue MupyBaTa M aleTHI
KoA Bo3pacraer ¢ Te4eHHEM BPEMEHH IIOCIE yTAJICHHUS a30Ta U3 CPEIbl, CIIOCOOCTBYS POCTY
CKOpOCTEH KJIETOYHOTO JbIXaHUS W CHHTE3a JIMNUAOB. B ominMyme OT TIuKonu3a, B
OKHCITUTETFHOM TMEHTO30(p0c(haTHOM IyTH MPOUCXOAUT CHIDKEHHE COACP)KaHUS OCHOBHBIX
(depMeHTOB, TakuX Kak 6-(hochoriaroKoHATIeTHAPOreHas3a, TPAaHCKEeToIa3a, TPaHCAIbI0a3a U
bpykro30-1,6-6udocharaza. CoaepxkaHue MNPOMEKYTOUHBIX METAOOIUTOB ATOrO MYTH,
Harpumep, 6-pocdoriokoHaTa 3HAYUTEIFHO YBEIMYMUBACTCS, YKa3bIBash Ha COOTBETCTBYIOIIEE
CHI)KCHHE BBIXOJIa KOHEYHOrO TPOAyKTa - pubo030-5-docdara, KOTOPHIH SBISETCS
IpeecCTBeHHUKOM HyK1eoTu10B B Kietke (Wase et al. 2014).

CnoxHbIN mpoliecc peopraHu3anuu Metadonusma B kietkax C. reinhardtii B ycIOBUSIX
HEJI0CTaTKa a30Ta XxapakTepu3yercs ObIcTpoii U MeuieHHoM (azamu (Park et al. 2015). Bo Bpewmst
ObICTpOH (ha3bl B TEUEHUE HECKOJIBKUX YAaCOB MIPOMCXOIUT aKTUBAIHS ITyTeH aCCHMIIIALINN a30Ta
U3 BHEIIHMX HCTOYHHMKOB, a TaKXKe IepepachperesieHue a3oTa U3 puOOCOMalbHBIX OENKOB,
Pybucko u xmnopodpumna (Merchant and Helmann 2012). DTt mporiecchl COMPOBOXKIAOTCS
OBICTPBIM HAKOIUICHHEM KpaxMayia B pe3yJbTaTe TPAaH3UTOPHOH aKTHBAIWU TIIOKOHEOTeHEe3a U
YBEJIMUEHUS COJIEp)KaHusl Kpaxmal-cuHTa3bl. Uepes 4 - 6 4 unkyOanuu 6e3 a30Ta MeTaboIu3M
BOJIOpOCTIEH Pe3KO0 M3MEHSeTCsl W HauumHaeTcss MeJUleHHas (as3a, CBA3aHHAs C HAKOMJICHHEM
Tpuanmarmiepuaa u apyrux aunuaos (Park et al. 2015). Bo Bpemst aToii (a3sl BHENIHUI anieTat
OoybIlle HE WCMONB3YeTCs JUIS CHHTe3a Kpaxmaja H3-3a MHAKTHUBAIlMH TIIIOKOHEOTeHe3a, HO
UCIIONIB3YETCs JUIsl OMOCHHTE3a JUIUIOB Yepe3 MPOMEXKYTOUHOe oOpasoBanue anetui-KoA.
Jlerpaganus HaKOIJIEHHBIX BO BpeMs MEpBOi (a3bl FOJIOAAHUS 3aM1aCOB KpaxMana 00ecreynBaeT
JIOTIONTHUTENbHBIN  cuHTe3 aueTwi-KoA, u, TakuM o00pa3oM, TPOUCXOAUT YACTUYHAS
KOHBEpTAIMs YIJIEBOJIOB B JMIHUABL. Bo Bpems MeieHHOW (a3bl 3HAYMTENBHO BO3PACTAIOT
CKOPOCTH TJIMKOJHM3a W MHUTOXOHAPHAIBHOTO JIbIXaHWs, a Takxke [[DT, HampaBieHHbIE Ha
oOecrieyeHne KIETKH YHEpTruei B yCIOBHIX HU3KOM akTuBHOCTH JIOT.

Takum 00pa3oM, JepHUIUT a30Ta MUHAYLHPYET MHOTOYMCIEHHBIE M3MEHEHHUS a30THOIO M
YIIIEPOJHOTO MeTaboJIM3Ma, a TaKKe dHEpreTHYecKoro OanraHca KIETKH. B yacTHOCTH, peakium

aCCUMWJIAIUK  a30Ta, MHUTOXOHAPUAJIBHOC  JbIXaHUC, OKHCIIMTCIBHOC U CY6CTpaTHOG
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dbochopunupoBanue, ki Kpebca, ramkonn3, CHHTE3 KpaxMmaja W JUIHUIOB BO3PACTaOT B
TOJIOJIAOIUX KJIETKaX, B TO Bpems kak 1uka KameBuna, [II1®D, ocobenHo aktuBHOCTE DC2 1
it bsf, poTodochopunrpoBanue, rTMOKCUIATHBIN UK, TIIFOKOHEOTEHE3, IEHTO30(ochaTHbIH
nyTh, CHHTE3 xjopodwuia, cuHTe3 OenkoB u PHK mopaiaensl. DT meTabonaumdeckue
NepecTpOrKH 00eCreurnBalOT ObICTPOE HAKOIJICHHE OPTaHWYECKUX BKIIOYCHHH U JadbHEHIIyIO
MOJNJEPKKY KaTaOOMMYECKUX TMyTed Js 0O0ecledeHHs] HSHEPrueil TOJOJAIONINX KIIETOK,
NepeXolMX B COCTOSAHHME TMOKOsA. YMmeHbiieHue JIOT mpu  a30THOM  Troj0JaHUU
KOMIICHCUPYETCSl 3a CYeT aKTHUBAallMM aJbTEPHATHUBHBIX IyTE€H IE€pEeHOCa HIIEKTPOHOB B
xjaopomiacre, B ToM uuciae LOT w xjopoabixaHus, KOTOpblE MOAJEPKHBAIOT

dorodochopunupoBanue u HeHOTOXMMHUIECKOE TYIIICHHE, a TAK)Ke CHUXKAIOT reHepanmio ADK.

Cepa HeoOxomuma Jijisi 00pa30BaHUsl TAaKUX COCAMHECHUN KaK aMHHOKHUCIIOTHI LIUCTCHH W
METHOHHH, TJIyTaTHOH, BUTAMHUHBI, KO(hakTopel OHOTHH, THamMuH, KOA u jap., mo3Tomy
HEIOCTaTOK CEpbl 3aMEISIET POCT W CHIDKACT JKU3HECTIOCOOHOCTh (POTOCHHTE3HPYIOLINX
opranuzmoB (Lewandowska and Sirko 2008). CoBpemeHHBIE HCCIIEIOBAHUS BO3JACHCTBHS
neduimTa cepbl Ha KJIETKU 3€JICHBIX MHKPOBOJOPOCICH CBS3aHbI, B OCHOBHOM, C HM3Yy4YCHUEM
benomena mmutensHoro Qoroodpasosanus Bomopona (Antal et al. 2015). HemocraTok cepbl
BBI3BIBAET, B LIEJIOM, CXOIHbIE MeTabonnueckue uiMenenus B xierkax C. reinhardtii ¢ remu,
KOTOpBIE HAOJIIOJAIOTCSI TIPH a30THOM Toiofgannu. Tak, 1e@HuuuT ceprl, Kak U a30Ta, MPUBOAMT K
CHIDKEHHIO  CKOPOCTM  JIeJIEHUs]  KJIETOK, IIOJIaBJCHUI0  aHAOOJMYECKUX  MPOIIECCOB,
JIOTIOJTHUTEIIbHOW aKTUBALMK KaTa0OJIMUeCKUX MyTel, HaKoIUIeH! o kpaxmaia u aununos (Melis
et al. 2000, Zhang et al. 2002, Timmins et al. 2009). BeicTpBIii MeTAOONTUYECKHI OTBET HA 3TOT
CTPECCOBBIN (DAKTOp BKIIOYAET CHHTE3 (DEPMEHTOB, YYACTBYIOUIUX B aCCUMUWJISAIUU Cyib(dara,
CHI)KeHHE (OTOCHHTETHYECKOIl aKTHBHOCTH U HakoruieHne kpaxmana (Gonzalez-Ballester et al.
2010). 3anacanue Kpaxmaia COMpPSIKEHO, Kak M mpu AeHUIUTE a30Ta, C KPATKOCPOUYHOM
aKTUBAIMEH TIIIOKOHEOTeHe3a W yBEJIHMUECHHEM SKCIIPECCHH TeHOB Kpaxmai-cuHrtasel (Toepel et
al. 2013). Dkcnpeccust TeHOB (DEPMEHTOB, YYAaCTBYIOIIMX B Jerpajallii KpaxMaya, TaKuxX Kak
n30amuiasa, ab(ha-amuiasa u IeBETBIIIMN (EPMEHT, YBEIHUMBACTCS Ha Oojiee O3 HEeH cTauu
roioganus (Toepel et al. 2013). B ronomaromux mo cepe kierkax C. reinhardtii takxe
HakaruBatotest unusl (Timmins et al. 2009), ogHako B MEHbBIICH CTENICHHU, YeM MPH a30THOM
TOJOAaHUU. DTOT TPOILECC OOYCIOBICH POCTOM AKCHPECCHH HEKOTOPHIX TEHOB JIAIMHUIHOTO
CHHTE33a, B TOM YHCJIE€ TEHOB, KOAUpYIOUIMX aueTwi-KoA-cuHTasy M HECKOJBKO
Hecnennpuueckux ammarpancdepas (Toepel et al. 2013). [Ipu ceproM ronogaHuK HaOIHOIACTCS
YBEIMYCHUE HKCIPECCHH TE€HOB, KOAWPYIOMHX (DEpMEHTHI TIMKONIW3a W TEeHT030(ocdaTHOTO

nytu (Gonzalez-Ballester et al. 2010, Toepel et al. 2013).
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OO0mee conepxaHue OCIKOB B TOJOAAIONINX 10 Cepe KIETKaX CHIIKACTCS B pe3yJbTaTe
YMEHBIIICHUsT OMOCUHTE3a aMUHOKHCIOT U KosimdectBa pudbocom (Melis et al. 2000, Gonzalez-
Ballester et al. 2010). IlomoOHO a30THOMY TOJIOJ@aHHIO, MPU CEPHOM TOJOJAHHH 3aMETHA
TEHJICHIHSI K 3aMEHE OCIIKOB C BHICOKHM COJICP)KaHUEM CEephbl Ha OCJIKH C HU3KUM COJIepIKaHUuEeM
cepel (Takahashi et al. 2001, Bolling and Fiehn 1995). B uactHOCTH, KiIeTOYHas CTEHKa
XJIAMUJIOMOHA/Ibl COCTOUT U3 CYJb(AaTHPOBAHHBIX TIIMKONMPOTEHHOB, KOTOPHIE 3aMEIIAIOTCS B
yCIoBHAX AeduuuTa cepbl Ha TOJUINENTHIBl C HU3KUM COJECpKAHUEM Cephl, BBICBOOOXKIAs
3HAYMTEIBHOE KOJMYECTBO cephbl s Hy:ka Metabonusma (Bolling and Fiehn 1995). Hecmotps
Ha TO, YTO OMOCHHTE3 XJIOPOhUILIA 3aMEIAETCS TP JSPHUIUTE CePBI, 00IIEe COIEePIKAaHIE ITOTO
NUTMEHTA B XJIOPOIUTIACTE CHIYKACTCSI CYIIECTBEHHO MEHbIIE, yeM pu aedunmre azota (Antal et
al. 2006).

[Tpu unky6aruu C. reinhardti 6e3 cepbl CHIKAETCS SKCIPECCHUS T'€HOB, KOAMPYIOIIUX
6enku peaknuoHHbIX 1HeHTpoB PC2 m PCI, CCK, mur bsf u xmopormactaoit AT®-cuHTa3bI
(Schmollinger et al. 2014, Wykoff et al. 1998, Chen et al. 2010). HaunGosnee ObICTpO CHUMXAETCs
ypoBenb Pyoucko u D1-6enka ®C2, a usmenenus comepxanus cyobeaunuil mut bef, ®C1 u
xyioporiactTHoii AT®-cHHTa3bl MPOUCXOAIAT B TeUeHHE 00JIee MPOJOIDKUTEIBHOTO IepUoa.
Cepbe3nble u3MeHeHus: HaOmonatorcss B crpykrype CCK2, xotopas koaupyercs Yy
xJiaMu1oMoHa Ikl 1eBaThio renaMu LHCBM1-9 u cogepxxut npeumymniectsento 6enku LHCBM
1, 2 u 3. B romoparonmx Mo cepe KIETKaX CHIKACTCS KOJIMYECTBO TPAHCKPHUIITOB OEIKOB
LHCBM1-8, a conepxanue TpaHckpunrta u 6enxka LHCBMOY Bospacrtaer, u naHHBIM Oenok
CTaHOBUTCSI OCHOBHBIM  CTpPyKTypHbIM 3mementom CCK2 (Nguyen et al. 2008).
[TpenmnonoxurenbHo, Takas 3aMeHa KoMIOHeHTOB CCK2 MoxeT ObITh 4acThio (POTO3ALIUTHOIO
MeXaHU3Ma, KOTOPBIH CIYXHT s d(PPEKTHBHOTO pacceMBaHUS SHEPTHH W CTAOMIN3AIlNH
aHTeHHOTro KoMmIuiekca. Kak u B ciy4ae ¢ TOJOJAIONIMMH MO a30Ty KJIETKaMH, TPAHCKPHUIITHI,
cootBercTByomue  nomunentunaM LHCSR, HakamiumBarTcsi Npu CEpHOM TOJIOJAHUU
(Gonzalez-Ballester et al. 2010, Toepel et al. 2013), uyro Takke crmocobcTByer 3armure OC2.
AnanrannonHas nepectpoiika @CA B oTBET Ha AEPUIIUT CEPhI BKIIOYAET B €0 TAK)KE MEPEX0/T
u3 cocrostHusA 1 B coctosiHue 2, aktuBaimio L[OT u apyrux anbTepHATUBHBIX IMyTeW MepeHoca
anekTpoHoB B xyoporutactax (Antal et al. 2006, KpenneneBa u ap. 2017). B 1o Bpemst kak
doTocHHTETHYECKAasE AKTUBHOCTh B TOJIOJNAIOMIMX KIETKaX YMEHBIIAeTCs, aKTUBHOCTh
O0oNBIMMHCTBA (PEPMEHTOB IBIXATEIBHON €M B MHTOXOHIPHSX HW3MEHSETCS HE3HAYUTEIHHO
(Melis et al. 2000, Antal et al. 2003). AOX sBAseTCS MCKIIOUYEHHEM M MMEET TCHACHIIHUIO K
yBenuuenuto (Toepel et al. 2013). B oriuuue or a3oTHOW nenpuBaiyu, ACHUIUT Cepbl
WHIYIHPYET aKTHBAIMIO aHTHOKCHIAAHTHBIX CHCTEM, B TOM YHCJIE TakKuX (EpMEHTOB Kak

ackopOar nepokcunaza u COJ (Salbitaniet al. 2015). Heo6x0auM0 OTMETHTH, YTO TOJOAIOIINE
48



mo cepe kimerku C. reinhardtii HakamIMBarOT 3HAYMTEIBHOE KOJMYECTBO ackopOarta,
KOHIICHTpAIUsl KOTOPOTO MOXET JocTHraTh Heckonbkux mumnimmosieii (Nagy et al. 2016).
AckopbaT y4acTByeT BO MHOTHX OKHCIIUTEIbHO-BOCCTAHOBHUTEIBHBIX PEAKIUAX B KICTKE, HO

yalie BCero OH JAEHCTBYET KaK aHTUOKCUIAHT Npu AeTokcukanuu ADK.

Hapsiny ¢ a3oToM u cepoit hocdop sBiseTcss HEOOXOIMMBIM JIEMEHTOM JIJIsi OOJBIITMHCTBA
(yHIIaMEHTAIBHBIX TPOLIECCOB B KIETKE, B TOM YHCJE Ul OKUCIUTEIbHO-BOCCTAHOBHTEIBHBIX
peaKiuii, CHHTe3a HYKJICHHOBBIX KUCJIOT, YHEPreTUIECKOr0 00ECICUCHHUs, CUTHAIbHBIX MyTeH U
ap. (Raghothama 1999). MccnenoBanus Ha kietkax C. reinhardtii mokasaid, 4TO HEIOCTATOK
docdopa, kak azoTa WIK Cepbl, TOPMO3HUT JCICHUE KIETOK, CHIKAET OOIINN ypOBEHb OCIKOB U
UHAYIHPYET HakoruieHue kpaxmana u aunuaos (WyKoff et al. 1998, Chang 2005, Bajhaiya et al.
2016). Oxgnako B cinydae ¢ aepurmrom dochopa HeoOX0UMO OOJIbIIIE BPEMEHHU, & UMEHHO, 5-7
JHEH I [epexoja KIETKH B TOJIOJAIOIIEe COCTOSIHHE, KOTOPOE XapaKTepU3yeTcCs
BhilieHa3BaHHbIMU M3MeHeHusMu (WYKOff et al. 1998). Dto nmpoucxoaur u3-3a NPUCYTCTBUS B
KJIETKaxX JOCTaTOYHO OOJBIIOr0 KOJWYECTBA BHYTPEHHHUX 3amacoB (hocdaroB, XpaHSIIIUXCS, B
OCHOBHOM, B Bujie upodocdaror u nonmupocharos B Bakyossix (Ruiz et al. 2001).

Ananranus kietok C. reinhardtii k nepunuty docdopa BriIOUaeT OBICTPOE yBEIHMUCHUE
docdara3Holi aKTHBHOCTH, Oyiaromapsi KOTOPOW IMPOHMCXOJIUT BBICBOOOXKIEHHE (ochaToB u3
BHYTPUKJIETOYHBIX pe3epBoB (Raghothama 1999, Quisel et al.1996). WuaktuBanus
¢doTocuHTe3a 00yCIOBIEHa, B OCHOBHOM, CHHKEHUEM CKOPOCTH TEMHOBBIX PEaKIMid U MOTepei
vyacTu akTuBHBIX IeHTpoB PC2 (Wykoff et al. 1998, Brooks 1996). B ycnoBusix HemocTtaTka
dochopa TakKe CHIDKACTCS COJCPKAHHE TPAHCKPHUIITOB T'€HOB, OTBETCTBEHHBIX 33 CHHTE3
HekoTopbix cyOobenuunn ®PCl u uur bef. IloBbimaercss ypoBeHb TPaHCKPUITOB TI'€HOB,
xkomupytonux Oeakn LHCSR, AOX1 u PTOX1 (Moseley et al. 2006), kotopble HrparT
¢dortozamuTHyr0 posb. HecMoTps Ha omnpeneneHHOE CXOJACTBO MEXIY aJalTaldOHHBIMH
mexanu3Mamu B kietkax C. reinhardtii, uaaynupoBaHHBIMH JeDUIIMTOM a30Ta, CEPbl WU
docdopa, B mociaeHEM Cilyyae M3MEHEHUsT TPAHCKPUIIIIMY 3aTPAaruBalOT 3HAUYUTEIBHO MEHBIIEE

kosimdectBo reroB (Schmollinger et al. 2014).

1.4.3. AnaspobHblli Memabonu3ImM u Mexanumsbl 00Pa308anusi B000POOd 8 MeMHOMe U HA CEeny

Metabonau3m OoNbIMIMHCTBA (POTOTPOGHBIX OPraHU3MOB aJANTHPOBaH K a’pOOHBIM
ycnoBusM. TeM He MeHee, TUITOKCHSI JOBOJIBHO IIUPOKO PACIpPOCTpaHEHa B HEKOTOPHIX BOJHBIX
U TOYBEHHBIX Cpelax OOMTaHWS MHKPOBOAOPOCIEH M IMaHOOaKTepHid, XOTS OOBIYHO HOCHT

BpeMeHHbIN XapakTtep. Jlepuuut xuciopoma MOXKeT OBITH pe3yIbTaTOM JAEUCTBUS psiaa
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(aKTOpPOB OKPYKAIOIICH Cpeibl, B TOM YUCJIE HEIOCTATOYHOW OCBEIIEHHOCTH, OTPAaHMYCHHON
a’paly WM BBICOKOH aKTHBHOCTHU IeTepOTPOHBIX MUKPOOPraHu3MOB. LBeTeHne Bogopocien
WIA TUAHOOAKTEPH MOXKET TaKKe MPHUBOJUTH K CO3JAaHUI0 aHA’POOHBIX HIIM MHKPOa’pOOHBIX
YCIIOBUH J1a)Ke B IHEBHOE BPEMHI.

B ecTecTBeHHBIX YCIOBHUAX MUKPOBOJOPOCIH HanboJyiee 4acTo MEepPeXoAsT B aHadpOOHO3
B HOYHOE BpEMsI CYTOK, B 3THX YCIOBHUSX KJIETKM HCHBITHIBAIOT CEPhE3HBIA NEPHUIMT SHEPIUU
U3-32 OJHOBPEMEHHOTO NpeKpameHus (oro- U OKHcAuTeabHOro (Gochopunuposanus. B
TEMHOTE a’pOOHBINH MeTa0oIu3M 1M03BOJIsSIET A((EKTUBHO T'€HEPUPOBATh SHEPTUIO B IMpoliecce
JBIXaHUS, KOT/la IPOUCXOIUT MOJIHOE OKUCIIEHHUE MOJIEKYJIbI TIIOKO3bI 10 JBYOKHUCH YriiepoJa U
BOJIBI, COINpoBOXmaroIeecs mnpoaykiueir 6onee 30 monexkyn AT®D. B 1o xe Bpems B
AQHAdPOOHBIX YCIIOBHSIX JBIXaHHE HEBO3MOXHO, MOITOMY IMPOUCXOAMUT HEMOJIHOE OKHCIICHHE
[JIIOKO3bI JI0 THpyBaTa, MpPU KOTOPOM oOpasyercs Tosibko 2 Mosekyiasl AT®. I'mukonus
COIMPOBOXKAAETCA TEeHEepallel BOCCTaHOBUTENBHBIX 3KBUBaJeHTOB B Gopme HAJIH, xoTtopsie
JOJKHBI OBITh OKUCJICHBI JUIS MOAIepIKaHus Tporecca. Takxke HeoOX0IUMMO METa0OIU3UPOBATh
NUPYBAT, KOTOPBI HE MOKET BBIBOAUTHCS M3 KIETKH U HAKAILIMBAETCS IIPU OCTAHOBKE JIBIXAHHUS.
Takum o00pa3zoMm, yTWUIM3alUsl MPOAYKTOB TJIMKOJIM3a SBISETCS UEHTpPalIbHOW mpobiaemMon
aHa’poOHOTO MeTaboIM3Ma B 3€JIEHBIX BOJIOPOCIISIX.

XJ1aMUZOMOHA[a IIUPOKO PacHpOCTpaHEHAa BO BIAXKHBIX II0YBAX, TJE€ OHA YacTo
MOJABEPTaeTCs BO3JCUCTBUIO aHA’POOHBIX YCIOBHH, YTO OOBACHSIET HAIWYUE CHEIUaTbHBIX
nyteil 0aKkTepHaJbHOIO THUMA, MO3BOJSIOMIMX aJaNTHPOBATBCA K YCIOBHAM JeduIuTa
kucinopoaa. B teuenue nocnennero necsrunerus C. reinhardtii 'HTEHCUBHO HCIIONIB3YeTCS B
KadecTBE MOJIIFHOTO OpraHuM3Ma Ui HM3yYeHHs MEXaHM3MOB aJalTallid K YCIOBHSIM
aHadpoOHOro  crpecca. [lociegHue  pe3ynbTaThl TE€HOMHBIX, TPAHCKPUNTOMHBIX U
OMOXMMUYECKHUX MCCIIE0BAaHUM 3HAUUTENIBHO YITYYIIMIN TOHUMaHUEe OCOOEHHOCTEH TEMHOBOTO
aHa’poOHOro Merabosm3Mma y storo opranusma (Mus et al. 2007, Dubini et al. 2009, Terashima
et al. 2010, Catalanotti et al. 2013, Noth et al. 2013, Subramanian et al. 2014). B uenowm,
amanrtaiuonHas crpareruss C. reinhardtii B ycioBusix nedumuTa KUCIOPOAa BKIHOYAET
pEeOpraHu3aIMi0 OCHOBHBIX METa0OJUYECKUX MOTOKOB TaKMM 00pa3oM, YTOOBI MOJIEPKUBATH
pPEIOKC TOMEOCTa3 M ONpEAETCHHbI YpPOBEHb JHEPreTHUECKOro oOecreueHHs B TeueHHe

npoaopkuTeabHoro Bpemenu (Yang et al. 2015).
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Puc. 1.6. OcHoBHbIC peaknuu GpepMeHTaTHBHOTO Oposkenus B kietke C. reinhardtii (u3 Antal et al. 2015).

KoHeunble MpoAyKTHl MOKa3aHBl B paMmKe. | — pacHielieHHe Kpaxmalia J0 TJIFOKO3BI M OKHCJICHHE TIOKO3BI B
rmkonn3e. Peakmum 2 w3 KaTamm3UpyOTCS —mHpyBaT-popMuaT JmMa3oi W IHPYBaT-QeppenoKCHH
OKCHUJIOpENYKTa301, COOTBETCTBEHHO. B peakiuu 4 10CJIe/1I0BATENIbHO NPUHUMAIOT  y4acTHe
aleTanbIeruAJerHIpOreHasa 1 alKoroJblIerniporeHasa. Peakiys 5 karanusupyeTcs nocienoBatenbHo (ocdar-
anerwiTpanchepasoi u aneTat KuHa3oi. B peakiuu 6 mpoucxoauT o0pa3oBaHue BOIOPO/a THAPOTeHA30#, KOTOpas

ucnonb3yeT O, BOCCTAHOBJICHHBIN B PEakIiy 3, B KAYeCTBE TOHOPA SJIEKTPOHOB.

MHorue MeTaboNu4YecKue ITyTH, BKJIIOYAs TJIMKOJM3, TIMOKCWIATHBIA ITUKI, ITHKII
KpeOca, a Taxxe MeTaboIM3M aMHUHOKUCIOT M KpaxMayla 3HaYMTEIbHO U3MEHSIOTCS B KJIETKaX
C. reinhardtii Bo Bpems aHa’poOHO#M MHKyOaIMu B TeMHOTE. Tak, CHWKEHHE CKOPOCTH IIMKJIa
KpebGca obycnoBneno orcyrctBueM 3¢ dexktuBHoro peokucnenus HAJIH B npixarenbHoOl 1enu
muToxoHipuil. [ToaTromy merabonu3anus nupyBata u aneTwi-KoA He MOXeT NMPOXOAUTh MpU
yuactuu nukia Kpebca, u 3T0 MOXeT UMEeTh Cepbe3HbIE MOCIEACTBUS Ul KU3HECTIOCOOHOCTH

KJICTKU. I[J'ISI peuicHu-d 3TOM HpO6HCMLI B KJICTKax XJaMHIOMOHAaJbl B aHapO6HBIX YCIOBUAX
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aKTUBHUPYIOTCS pa3HOOOpa3Hble MyTH (PEPMEHTATUBHOTIO OpPOKEHUS, MO3BOJISIIOIINE PACHICTIIATh
nupyBar Ha 0oJjiee MPOCThIE OPraHMYECKUE COCAMHEHUS, MOJEKYISIPHBIA BOAOPOA M JBYOKHCH
yriepoja, KOTopble MOT'YT ObITh BbiBeieHbI U3 KiteTku (Atteia et al. 2013, Catalanotti et al. 2013,
Yang et al. 2015). ¥V C. reinhardtii pa3abie myTH OpOXKEHHS CBsA3aHbI ¢ cuHTe30M AT® n/unm
okucienueM HAJIH, u4To mO03BOJISIET T€HEPUPOBATH JOMOJHUTEIbHYIO HSHEPrui0 U
YTUIM3UPOBATh M30BITOK BOCCTAHOBUTENS, TO €CThb T'HMOKO pEerylIMpoBaTh OajaHC MEXIy
IHEPreTUYECKUM 00CCIICUCHHEM U PEIOKC COCTOSHIEM MEPEHOCUUKOB 3J1eKTpoHOB (Atteia et al.
2013, Catalanotti et al. 2013) (puc. 1.6). ®epmentsl Opokenust B kinerke C. reinhardtii
y4acTBYIOT B oOpa3oBaHuu i3TaHosna, ¢opmuata u COz B KauecTBE OCHOBHBIX KOHEUHBIX
IPOJYKTOB, @ TaKWE€ BEIIECTBA KakK IIIMLEPHH, JAKTAT, CYKIMHAT U MOJEKYJSPHBIA BOIOPOX
00pa3yroTcsi B MEHBIIIUX KOJIMYECTBAX.

VY 3eneHbIX MHKPOBOAOPOCIEH TUAPOTeHa3Has peakius SBISAETCS YacThbI0 aHadpPOOHOTO
MeTabonu3mMa U KaTalau3upyercs BbICOKOd(h(eKkTHBHON XiopormiacTHo FeFe-ruaporenasoi,
cozieprKalleil 1Ba aToma skene3a B kKatanutudeckoM neHtpe (Lprankor 2014). OtoT depmeHT
OCYIIECTBIISICT TPOCTYI0 OOPAaTUMYI0 XHUMHUYECKYIO PEaKIUI0 BOCCTAHOBJICHHS IMPOTOHOB O
MoJIEKyJIsIpHOTrO Boopoja: 2H™ + 2e” < Hy - paBHOBecHE B KOTOPOM CUIILHO CABUHYTO BIIPABO,
MOCKOJIBKY ~JIOHOPOM DJIGKTPOHOB Ui OTOrO THMA THAPOTeHAa3 SBJISETCS  CUJIbHBIN
BoccraHoButenb ®p. OcobenHocTbio FeFe-ruaporenas sBisercs BbICOKas 4UyBCTBUTEIBHOCTh K
KHCJIOPO/Y, KOTOPBI WHTHOMPYET KaTaTUTHYECKYI0 aKTUBHOCTh (JepPMEHTa, SKCIPECCHIO TEHOB
U nocTTpancIsimonabie moaudukanuu (Happe and Kaminski 2002). O6pa3zoBanne Bo1opoja B
knetke C. reinhardtii B aHA3pOOHBIX YCIOBUAX B TEMHOTE MPOUCXOIHUT MPU MOCIEA0BATEIHHOM
ydacTui (EepMEHTOB MUpPyBaT-HEPPEIOKCHH OKCHIOPEAYKTa3bl W ruaporeHassl (puc. 1.6). B
pe3yabTaTe aKTHBHOCTH IMEPBOTO (epMEHTa MPOMCXOTUT OKHCIEHHE MOJIEKYJbl MHpyBaTa C
oOpa3zoBanueMm aueTui-KoA, CO2 u 1ByX BOCCTAaHOBJIEHHbBIX MoJeKyd DJ; mociae Hui CiayX uT
JOHOPOM 3J1eKTpoHOB st TuaporeHassl (Noth et al. 2013). TeopeTnuecku COOTHOIIEHHE MEKITY
KOJIMYECTBOM BBIJICIEHHOTO BOJOPOAA M JABYOKHCH YTJIEpOAa B OTOM ITYTH JOJDKHO ObITH 1:1.
OpHako ne-(pakTo BBIXOA BOJOPOJA B TEMHOTE 3HAYMTEIBHO HWXKeE, ueM Bbixon CO2, 4WTo
YKa3bIBaeT Ha KOHKYPEHIMIO 3a BOCCTaHOBIEHHBIM D Mexay TUApOTeHa3ol W APYruMHU
dbepMeHTaMu B XJIOpOIUIACTe, TAKUMH KaK Cynb(UT ¥ HUTPUT peAyKTas3a. Beinenenue Bogopoaa
B TEMHOTE MOXET OBITh TAaK)Ke CBs3aHO ¢ akTUBHOCTHhIO PHP, KoTOpast karamusupyeTr mepeHoc
snexktpona Mexxay HAJI® u @ (puc. 1.5). PaBHOBecue B 3TOM peakinMy CHIBHO CMEIIEHO B
HanpasyieHuu oT O xk HA/ID u3-3a cyliecTBEHHOM pasHULIBI MEXAY PEIOKC MoTeHnuanamu O
pactutensHoro tumna (-400 — -450 mB) u HAJZI® (-350 mB). Ho ecnu conepxxanne HAJIOH
3HAYUTEIbHO MPEBBIIIAET YPOBEHb BOCCTaHOBJIEHHOro P, YTO MOXKET HaOMOJaTbes IPH

aHa3p06H0171 TEMHOBOI I/IHKy6aI_[I/II/I, TO BO3paCTaCT CKOPOCTH O6paTHOFO MEpeHOCA SJICKTPOHOB.
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B memom, BBIXOA BOAOpONa B TEMHOTE€ HU3KMHA W HE HMMEET PEIIAIONICTO 3HAYCHUS IS
ajanrtanuu Kietkd kK aedumuty kuciaopoxa (Dubini et al. 2009). Tak, Obuto MOKa3aHO, YTO
myrant C. reinhardtii 6e3 ruaporeHasHoi aktuBHocTn HYJEF xapakrepusyercs caBurom
PaBHOBECHSI MEXY IMyTSIMH ()EPMEHTATUBHOT'O OpPOKEHHUSI B TEMHOTE, OJTHAKO ATO HE BIHSICT Ha
o0riee (pU3NOIOTHUECKOE COCTOSIHAE KIIETOK.

Beixos Botopojia pe3ko BO3pacTaeT, KOrjia aJalTUPOBAHHYI0 K TEMHOTE U aHA3POOHBIM
yenoBusiM KynbTypy C. reinhardtii BeicraBisiror Ha cBet (Gaffron and Rubin 1942, Cournac et
al. 2002). Otor denomen, T.H. hydrogen burst, oOycimoBieH HHAYKIUEH (HOTOCHHTETHYECKOTO
TPAHCIIOPTA DJIEKTPOHOB M, KaK CJEICTBHE, OBICTPHIM BoccTaHOBJIeHHEM @D B cTpome Mpu
aKTUBHOM cocTostHUM THiporeHassl. Kak wm3BectHo, ®HP u ¢epments mmxia KanbBuna
HAXOJATCS B HEAKTUBHOM COCTOSHUHM Ha HadaJIbHOM cTaauu wHAyKnuu ¢orocuntesa (Michelet
et al. 2013), a poToBOCCTaHOBIECHHE KHUCIOPOIA B PEAKIUAX TICEBIAOMKINYECKOrO TPAHCIIOPTA
JJIGKTPOHOB ~ HEBO3MOXKHO M3-3a Jeduiura Kuciopoaa. OTH  (AKTOPhl  YCHUIIMBAKOT
doroobpazoBanne Bomopoaa (puc. 1.5). OmHaKO CKOPOCTH BBIACICHUS BOIOPOJA TOCTATOYHO
OBICTPO CHMXKAETCS II0CJIE BKIIOYEHHUS CBETa M3-3a HAKOIUICHUS KHCJIOPOJAa, KOTOPBIA
UHTUOMPYET TUAPOTCHA3HYI0 pEaKIMIo, a TaKKe 3a CUeT AaKTHBAUMU (EPMEHTOB IIHKIIA
KanbBuna.

OueBuIHO, YTO (DU3MOJOTUYECKAsT POJb THUAPOreHasbl B 3EJICHBIX MHUKPOBOJOPOCISIX
MOXeT OBITh CBSI3aHA C YTUJIM3AIMEH JIEKTPOHOB HAa HAYaIbHOM CTa il MHIYKIUU (POTOCHHTE3a
B KJIETKaX, aJalTHPOBAaHHBIX K aHA’pPOOHBIM HIM MHKPOadpPOOHBIM YCIOBHSM B TEMHOTE.
JIeHCTBUTENFHO, MCCIIEJOBAHUSI POJM THAPOTCHA3HOW peaknuH B WHAYKIUH (oTOCHHTE3a C
ucnons3oBanueM wmyrtaHta HydEF mnoxazanm, yTo ruaporeHaza crnocoOCTBYET aKTHBALUU
(doTocuHTe3a Mmocie TeMHOBOW aHadpoOHoi nHkybaruu (Ghysels et al. 2013). OgeBuaHO, 4TO B
HayalbHBII MOMEHT ocBenieHus (¢orocuHTeTnueckas OTL[ mepexoauT B IMOIHOCTHIO
BOCCTAHOBJICHHOE COCTOSIHUE W3-3a HEIOCTYITHOCTH OCHOBHBIX aKIIETITOPOB JIIEKTPOHOB B
ctpome xsoporuiacta: CO2 u Oz. OTTOK 37eKTpoHOB U3 PportocuHTeTHyecKor DTL] Ha MPOTOHBI
JenaeT BO3MOXKHBIM (oTooOpazoBanue kuciopojga B PC2 u MOCTENEHHOE TMEPEKIIOUCHUE
ANIEKTPOHHOTO TPAHCHOPTAa B XJIOPOIUIACTE C MYTH ‘BOJA-BOJOPOA’ Ha IyTh ‘BOAa-BojJA’,
CIOCOOCTBYsl TeHepalnuu TpaHcTHiakouaHoro pH rpaauenrta, cuHtesy AT® u akTuBanuu
TEeMHOBBIX peakiuii Qorocunte3a (Werdan et al. 1975). OueBumHO, YTO TNpU HHIYKIUU
(doToCHHTE3a TUAPOTCHA3HAsl PeaKIMs HWIrpaeT poJib AHAJOTMYHYIO IMKIaM ‘BOJa-Boja’ B
a’pOoOHBIX ycioBHsX. Takke OBLIO MOKAa3aHO, YTO TAapajuIeNIbHO C THIPOTEHA3HOHW peakiueit
BAXHYIO poJib B MHAYKIMH (orocuHTe3a B kierkax C. reinhardtii B aHa’poOHBIX yCIOBHAX

urpaet [[3T (Ghysels et al. 2013). [IpeamnonoxkutenbHo, TUAPOreHa3Hass akTHBHOCTh U [T
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obecreunBarOT OoNTUMaabHbIe 3HaUYeHus pH B cTrpome m HeoOXoaumelii Oananc mMexny ATD u
HAJI®H Ha nHayanbHOM 3Tare akTUBALlUA TEMHOBBIX PEaKIUH.

Kpome u3ydeHuss BO3MOXKHON (PU3UOJIOTMUYECKON POJIM THAPOTEHA3bl, HAYYHBIH WHTEpEC
TaK)Ke MPEJCTABIIAET pa3paboTka OMOTEXHOJOTHUYECKUX KOHIIETIIUNA U MPUEMOB Ui MOJIyYeHUs
U3 BOAOpOCIEH Ha CBETY KOMMEpPYECKM OOOCHOBAaHHBIX KOJMYECTB BOAOpOJA  JUIS
UCIIOJIb30BaHUSl B XMMMUYECKON NPOMBILUIEHHOCTH WM B KadeCTBE ‘3€JEHOr0’ TOIIMBA B
snepreruke (Torzillo et al. 2014). OguuM W3 KpUTEPUEB Ui OLEHKH IPEIJIOKCHHBIX
MIPOTOKOJIOB SIBJISIETCSI BO3MOKHOCTh CO3/IaHUSI YCIIOBHI B KJIETKE, MPEXAE BCEr0 aHadpPOOHBIX,
IpU KOTOPBIX CTAHOBUTCS BO3MOKHOM [HTenbHas (QoTOmpoAyKuus Boaopona. Panee Obuio
NoKa3aHo, 4To (poTooOpa3oBaHME BOAOPOAA MOXKET MPOJNOJIKATHCS B TCUYEHHUE HECKOJIBKUX
Henenb npu ocBenieHuu kierok C. reinhardtii, KynbTHBHpYEMBIX Ha CpeJie C alleTaToM, HU3KOM
MHTEHCHBHOCTBIO cBeta ¢ [IDIID okomno 10 Mxmons poronos M2 ¢ (Scoma et al. 2014). B stux
YCIOBUSAX CKOPOCTh (hOoTOOOpa3oBaHMUsl KHUCIOPOJAa CTAHOBHUTCA HIDKE YPOBHS JIbIXaHUS,
YYUTBIBAsl, YTO KOMIICHCATOpHas TOYKa (POTOCHMHTE3a Yy O3TOM BOIOPOCIH COOTBETCTBYET
3HaueHusM [IDI1D 30 — 70 B 3aBUCMMOCTH OT yCIOBUH KYJIBTHBHUPOBaHUS. Beencrrue 3Toro B
KJIeTKax oOpa3yercs neUIUT KHUCIOpOAA, YTO WHAYLUUPYET THAPOTEHA3HYH) aKTUBHOCTh U
dorooOpa3zoBanue BOJOpPOJAa B TEUYEHHE MPOAODKUTEIHLHOTO MepHoja. boIbIIMHCTBO
ANIEKTPOHOB JUIsl CHHTE3a Boxopoja wu3HadanbHO noctymaer u3 KBK, rme npoucxoaur
pacIerneHle BOJbl, yKa3bIBasi Ha ONPEEISIIONIYI0 POJib MYyTH ‘BOJIa-BOJIOPOA’ B ATOM IpoLiecce.
Ob6pasyromuiics mpu stoM B PC2 kuciaopoa 3¢GGeKTUBHO YTHWIM3MPYETCs B Ipolieccax
JIBIXaHHUs, @ SK30T€HHBIHN aleTaT CIy>KUT OCHOBHBIM JIOHOPOM 3JIEKTPOHOB JUIs IbIXaHus. B 3Tux
YCIOBUSX BHYTPEHHHE 3amachl Kpaxmalla B KJIETKaX HE3HAUUTENbHbI, MO3TOMY KaTabOIM3M
VIJIEBOJOB  OKa3bpIBaeT cijaboe BiusHUE Ha (oroobpazoBanue Boaopona. CKopocTh
¢doTo0OpazoBaHMs BOIOPO/IAa TAKUM ITyTEM HE3HAUUTENbHA.

Jpyroii MeTol WHAYKUUH JJIUTEIbHOro (oToobOpazoBaHus Bojopoja kierkamu C.
reinhardtii obi1 mpeayoxen Nagy ¢ coaBtopamu (2018). Ero omnn4utensHONH 0COOCHHOCTBIO
ABIIIETCS CyOCTpaTHOE JIMMUTHUpOBaHME IMKiIa KanbBHHA, OTCYTCTBHE SK30T€HHOrO alerarta,

T.e. aBTOTPO(QHBIN THII MUTAHHUS, U BBICOKAS HHTEHCHBHOCTH cBeTa - 3000 MKMOIb (hOTOHOB M

¢t Orcyrcteue CO2 B raszoBoil (ase (oTopeakTopa CHOCOOCTBYET —IEPEKITHOUEHUIO
(OTOCUHTETUYECKOTO 3JIEKTPOHHOTO TpaHCHOpTa Ha (YHKIMOHMPOBAHHE B PEXHUME IUKIA
‘BOJIa — BOJIA’, YTO MPUBOJMUT K CHUKEHUIO YPOBHS KHUCIOPO/Ia B KJIETKE. [[OTOTHUTETBHO 3TOMY
CIOCOOCTBYET BBICOKAsi MHTEHCHBHOCTb CBETa, NMpH KOTOpoil (otocunreTnueckas DTL] moutu
MIOJIHOCTBIO TIEPEXOJUT B BOCCTAHOBIEHHOE COCTOSHUE W IPOUCXOJUT CHUXKEHHME CKOPOCTHU

doTtoobpazoBanus kuciopoga B DC2. Taxke B JaHHOHW pabOTE HCIOIB30BAIA TPOCTHIE

KaTaJau3aTophl JJISl yAaJeHHUs BBIAEISEMOro KyJIbTypoil KHUCIOpoJa. DTHU YCIOBUS M IPUEMBI
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OPUBOIAT K 3HAYUTENBHOMY CHIDKCHHIO YPOBHS KHCIOpPOAa B KIETKE M AKTHBALUH
rHIporeHasHoi peakuuu. ®oTooOpa3oBaHue BOIOpPOJA MO JAHHOMY MPOTOKOJY HPEACTABISET
co0oit “yreuky’ 35eKTpoHOB U3 poTocuHTeTndeckoil DTL] mpu JOMHUHUPOBAHUH ITUKIOB ‘BOJAA
— Boma’. Meron MO3BOJISIET MOJAEPKUBATH JIOCTATOYHO BBICOKYIO CKOPOCTH MPOIXYKIUU
BOJIOPO/Ia B TEUECHHE HECKOJIBKUX THEH.

Haubosee wu3y4eHHBIM MOIXOAOM JUISI MOJICP)KAHUS JUIMTEIBHON (HOTONMPOAYKIIHH
BOJIOpOJIa  SIBJISIETCSt  JACTIPHBALIMSA ~ BOJOPOCIEBBIX KJIETOK IO OCHOBHBIM  JJIEMEHTaM
munepansHoro nutanus (Antal et al. 2015). Tak, gedHUIUT MaKPOIIEMEHTOB, B OCHOBHOM, CEPBI,
IIMPOKO HCIIONB3yeTCs B KAauyeCcTBE METOJa, IMO3BOJIAIOUIETO PEryIupoBaTh CKOPOCTh
doTrocuHTE3a M IBIXaHUS TAaKHUM O00pa3oM, YTO KyJIbTypa CaMOIPOU3BOJIBHO IEPEXOIUT B
aHadpOOHBIE YCIOBUS MPHU YMEPEHHOMN WM BHICOKOH MHTEHCHUBHOCTH cBeTa B auanazone 40-200

2 ¢, IIpu TOM MHKYGAIrMIO NPOBOAAT B (POTOOMOPEAKTOPAX 3aKPHITOTO

MKMOJIb (DOTOHOB M
THMA, B KOTOPBIX ras3oBas (asa H30JUpOBaHA OT BHemIHed armocdepsl. Ilocie
CaMOIPOU3BOJILHOTO YCTAHOBJICHUSI aHA3POOHBIX YCIOBHH B (OTOOMOpPEAKTOpE aKTHBUPYETCS
THJpOTeHa3a W HauuHaeTrcs (oroodopa3zoBaHMe Boaopoja. HecMoTpst Ha TO, 4YTO CepHOE
roJIoIaHke PaCCMATPUBAETCS B KAY€CTBE OCHOBHOTO METO/1a MHAYKIIMH TPOIYKIIHH BOIOPOA HA
CBETy, B IIOCIICJIHEE BpEMs TAaK)Ke HCCIIEA0BAIACh BO3MOXHOCTh HCIOJIb30BAHHMS METOJOB
JenpuBanuu 1o asory, ¢ochopy, marauro u kanuto (Philipps et al. 2012, He et al. 2012,
Batyrova et al. 2012, 2015, Papazi et al. 2014, Volgusheva et al. 2015, 2017). Huxe

pPacCMOTPECHEL 0COOEHHOCTHU (I)OTOHpOILYKLII/II/I BOAOpOda B YCIOBUAX CEPHOTIO, a30THOTO H

dochopHOro ronogaHusl.

1.4.4. ®omoobpazosarnue 6000po0a 6 YCi08UAX MUHEPATbHO2O0 20JI00AHUS

MexaHu3MBbl, JIeXKamue B OCHOBE (DOTONMPOAYKIMM BOJOPOJA TOJOAAIOIIMMH IO Cepe
kierkamu C. reinhardtii, usydanuces ¢ Hagaza 2000-X romoB, Korjaa BIEpBbIe ObLT MPEITOKEH
cootBetcTByronmii iporokon (Melis et al. 2000). CornacHo 3TOMy IPOTOKOJY JJIsl OTYYICHHUSI
TOJOAAONIEH MO cepe KyJIbTyphl CHadajga HEOOXOAWMO TEPEHECTH KIETKH C IOJHOW Cpellbl
(Tpuc-auerar-ocdarnas cpena, TAP) na cpeny 6e3 cepsr (TAP-S) myrem mocienoBaTenbHOTO
OCQXJICHUS M PECYCIICHJINPOBAaHUS KJIETOK B HOBOHM CpeJie, MOBTOPEHHBIX HECKONBKO pa3. [lpu
9TOM HayalibHas KOHICHTpAIMsI KJIETOK B cpelie 0e3 cepbl MOXKET OBITh JOCTATOYHO BBICOKOH U

cocTaBisaTh 4-7 MIH Mt

, TIOCKOJIBKY NE(UIUT Cepbl HMHTHOMPYET POCT KYJIBTYPHIL. 3aTeMm
KYJIBTYpY MOMEMAT B (HOTOOMOPEAKTOp 3aKPHITOTO THMA M UHKYOUPYIOT HA YMEPEHHOM WITU
cunbHOM cBety ¢ [IDIID 40-300. B 3Tux ycrnoBusx 3eIeHble MUKPOBOJAOPOCITH MPOXOIAT Yepes
HECKOJIbKO crTafuii. HawambHas a’poOHas CTaaus XapaKTePU3YIOTCS CHUKCHHEM CKOpPOCTH

ACJIICHHA KIICTOK, CKOPOCTHU q)OTOCHHTGSa, a TaKXXC€ HWHTCHCHUBHBIM IIOIJIOIICHHEM ancrara u
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HaAKOIJICHHEM Kpaxmalia. 3aTeM CIeAyeT Mepexoi KyJIbTyphl B aHadPOOHO3 M aKTHUBAIUS ITyTEH
aHa’pOOHOr0 MeTaboIM3Ma, B TOM 4Kcie OpoKeHUs U THAporeHa3Hon peakuuu. Ha anaspoOHoit
CTaJuM TOJOJAHMUA KyJAbTypa HpPOAYLHPYET BOJOPOJ B TeueHHe 4-7 nHEH, W 3TOT mporecc
COMPOBOXKIAETCSI MOCTEIIEHHON Jerpajaliueil Kpaxmaia, mocjie 4ero kietku norudarot (Zhang et
al. 2002). Heo6x0auMo0 OTMETHTD, uTO (eHOMEH (HOTOOOPa30BaHKS BOJOPOIA B ATHX YCIOBHSIX
SBIISICTCS PE3yJIBTATOM CHHEPTUYECKOTO ACUCTBUS ABYX CTPECCOBBIX (PaKTOPOB: NEPHUIUTA CEPHI
U KUCIIOpPOJIA.

Ha a’poOHO#l cTaguu TOJIOJaHUST OCHOBHBIM HCTOYHHMKOM YIJIepoja Ui CHHTE3a
KpaxMaJia sIBIISICTCS SK30TCHHBIM aleraT, MPEeBpalieHue KOTOPOro B Kpaxmajl yCHIIMBAeTCS B
pe3ysbTaTe TPaH3UTOPHOU akThBaluK rirokoHeoreHesa (Toepel et al. 2013). Kpome Toro, 06110
BBICKA3aHO  MPENIOJOXKEHHEe O TOM, YTO YIJIEpOJ, BHICBOOOXKIAIOMIMKCS B peE3yJbTaTe
nerpaganuu PyOrcko, Takke MOKET ObITh MCIOJIB30BaH i cuHTe3a yrieBogos (Melis 2007).
OueBuaHO, uTo Tmpouecc uHakTUBanuu DOC2 B TroJoJaArOMIMX KIETKAX BaXEH JUIS
CaMONPOM3BOJILHOTO  YCTaHOBJCHHS  aHA’pPOOHBIX  yciuoBUH B (oTodmopeakTope.
[IpeamonoXurenbHO, OJHUM U3 OCHOBHBIX MeXaHM3MOB uHakTuBanuu @OC2 sBiuseTcs
HapymeHue pecuHTe3a oenka D1 B @C2, koTopoe MPUBOAUT K 3aMEIJICHUIO ITUKIIA Perapaluu
®C2 u, KaK CIEACTBHE, K CHIDKCHHUIO COIEpXaHus akTUBHBIX meHTpoB PC2 (Wykoff et al.
1998). Ha panmneii craauu nukybaruu C. reinhardtii 6e3 cepsl B 3akpbiToM (HOTOOHOpEaKTOpe
HAKaIJIMBACTCSl  BBIICISICMBIA  KIIETKAMU  KHCIIOpPOJ, crocoOcTByst reHepaimun A®DK wu
dorounruduposanuio (Tolstygina et al. 2009). Takke ObUIO MOKAa3aHO, YTO CHHUXKEHHE
aktuBHOCTH PC2 B ycnoBHsax aeUIMTA Cepbl YaCTHYHO CBS3aHO C HAKOIJICHUEM B KIJIETKaX
ackop0aTa, KOTOPBIN SBJISETCSA ajlbTEPHATHMBHBIM JOHOPOM 3JIEKTPOHOB i Pego” B ®PC2 u
MoxeT npuBouTh K paszpymenuto KBK (Nagy et al. 2016). B cBoro ouepenp, aectpykuus KBK
CHOCOOCTBYET pa3BUTHIO (POTOMHTHOUPOBAHHMSI MO JOHOPHOMY MeXaHu3My. Clienyer OTMETHTb,
uro nuT bef 1 ®C1 mHAKTUBUPYIOTCS B MeHblIel crerneHu mo cpaBHeHuto ¢ ®C2 (Zhang et
al. 2002). B ornuume oT (oTocHHTE3a, MPOLECCHl MHAKTHBALMK TPAHCIIOPTA 3JIEKTPOHOB B
JIBIXaTeIbHOM IIEMM MHUTOXOHAPHI TpoTekaroT 3HauuTenbHo Mmemiennee (Melis et al. 2000).
[TocTenieHHass WHAKTHUBAIUS (OTOCHUHTETUYCCKMX PEAKIUH TMPH COXPAHEHUH JIOCTATOYHO
BBICOKOW JIBIXaTEJIbHOM AaKTHBHOCTU SIBJISICTCS NPUYMHON CaMOIPOM3BOJIBHOTO Tepexoa
KyJbTYpBl B aHadpOOMO03, YTO MPOUCXOMUT NMPUMEPHO depe3 24 4 OT Havaja MHKyOanuu 0e3
cepol (Melis et al. 2000; Zhang et al. 2002). O4eBuAHO, YTO YCTAHOBJICHHE aHAIPOOHBIX
ycinoBuid B (poTOOMOpeakTope  CONMPOBOXKAAETCS PE3KHUM  YBEJIWYEHHEM  COJEpXKaHMA
BOCCTAaHOBHUTEJIS B BOJOPOCIIEBBIX KJIETKaX. B aHa3pOOHBIX yCIOBUAX M30BITOK BOCCTAHOBHTEIIS
MOYET OBITh YaCTUYHO YTHJIH3UPOBAH B PEaKIUiX (DePMEHTATHBHOTO OpOKEHHS M CHHTE3a

HCKOTOPBIX aMHWHOKHCIIOT. HaJ'IBHeI\/’IHIaSI peryisinyvsa  BHYTPUKICTOYHOTO OKHUCIIUTEIIBHO-
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BOCCTAaHOBUTEIIFHOTO OajlaHca TMPOTEKaeT NpPU y4acTUW THIPOTEHA3bl, AaKTUBAIUS KOTOPOWM
HNPOUCXOIUT Cpa3y IMocie Mepexoaa KyiabTypsl B aHa’pobomo3 (Antal et al. 2003). Bsuio
NI0Ka3aHO, YTO TPH TECHO B3aMMOCBSI3aHHBIX MPOIIECCAa YYACTBYIOT B PETYJISIIIUU OKHCIIUTEIBHO-
BOCCTAaHOBUTEIILHOTO M OJHEpreTHdyeckoro Oamanca B kierkax C. reinhardtii B Teuenue
aHa’poOHON (a3pl mHKyOammu Oe3 cepbl: (oTrooOpazoBaHWe BOJIOpOJAAa M KHCIOpOJa B
XJIOpOILJIacTe, yTHUIIM3ALUs KHCIopoda M jerpananus kpaxmana (Hemschemeier et al. 2008).
Hecmotps Ha TO, yTO poTOOOpa3zOBaHKE BOAOPOAA CBA3aHO, B OCHOBHOM, C aKTUBHOCTHI0 DC2,
KOTOpasi CIYXHT IEPBHYHBIM JTOHOPOM 3JICKTPOHOB Ul THAPOTCHA3bl, CKOPOCThH Ipolecca
OrpaHUYCHA CKOPOCTBHIO yTHWIIHM3AIHUUA (DOTOCHHTETHYECKH 00pa30BaHHOIO KHUCIOPO/Aa B KIICTKE.
Tak, panee Obuto mokazano (Volgusheva et al. 2013), 4ro MOBBINICHHBIA BBHIXOJ BOAOPOJA B
roJIoAAoIMX MO cepe KieTkax myranta stm6 C. reinhardtii 00ycnoBieH CIOCOOHOCTHIO
HOJJICP)KUBATh BBICOKYIO CKOPOCTh 3JICKTPOHHOTO TpaHcmoprta ¢ ®C2 Ha ruaporeHasy B
aHadpoOHOU (daze romomanus. JlaHHBIE MyTaHT XapaKTEPU3YeTCS BBICOKOH CKOPOCTBIO
MHUTOXOHIPHAJIBHOTO  JbIXaHHS, YTO TMO03BojsieT Oonee 3(PQPEKTUBHO  YTHIM3HPOBATH
BBIJICTISICMBI KHCJIOPOJ B KJIETKE. ACCHUMMJISIMS alerata M3 Cpejbl MOAABISICTCS BO BpEMsI
aHa’poOHOM craauu wHKyOammu Oe3 cepwl (Tsygankov et al. 2002). TTostomy kataGosu3m
KpaxMaJia, HaKOIUIGHHOTO BO BpEeMsl adpOOHOI CTaJiMy TOJIOIaHUS, CIY)KHT OCHOBHBIM ITyTEM
reHepanuu BocctaHoButenst B Gopme HAJIH, xoTopelii 3aTemM UCHONIb3yeTCs B ABIXAHWUU IS
YTUJIM3AIMK BBIJCJICHHOrO KUCIopoaa. Heo0XoauMo OTMETUTh, YTO MEXIY XJIOPOILIACTOM M
mutoxoHapusMu B kietke C. reinhardtii cymectByer pemokc paBHOBecHe Oiarojaps manat-
okcanoaneTatHoMy HIyHTy (puc. 1.5). IloaToMy BOCCTaHOBHTENb, I'€HEPUPYEMBIH B CTpOME
XJIOPOIUIaCTa B MPOIECCe TIIMKOJIN3a, MOXKET TepepacipeieisiTbcsi B  MUTOXOHIPUH U
UCIIOJIb30BaThCs B JIbIXaHWU. CKOPOCTh JeTpajiallii Kpaxmajia B aHa’poOHO# (a3e roiomaHus
SIBIISICTCSI  OTHOCHUTEJIBHO HHU3KOW W3-3a OTPAaHMYCHMI, HAKIJIAJBIBACMBIX  MEIJICHHBIM
depmenTaruBHbIM MeTabom3mom (Melis and Happe 2001, Zhang 2002).

Kak Op1m0 oTMEYeHO BbINIE, MeDUIIMT a30Ta BBI3BIBACT 00Jiee CEpPhE3HbIE M3MEHEHUS
MeraboiM3mMa TIO CcpaBHeHMIO C jaeduiutoMm cepel, (Gochopa wim T000TO  APYroro
MakpoasieMeHTa. Panee Oblia Mccie0oBaHa BO3MOXKHOCTh (DOTOMHAYIIMPOBAHHOTO 00pa30BaHMUsI
BOJIOpOJIa rojioaroIuMu 1o a3oty kierkamu C. reinhardtii (Philipps et al. 2012).  JIns sToro
KyJbTYpbI IEPSHOCHIIM Ha Cpey 0e3 a30Ta Tak ke, Kak U B METOJIC CEpHOM JICTPHBAIIUH, a 3aTEM
WHKYOMPOBAJIM B 3aKPHITOM KYJbTHBAaTOPE HA MOCTOSHHOM CBETY. BBUIO MOKa3ano, 4yTo B 3THX
YCIOBUSAX AePUIUT a30Ta TOXKE HHIAYLUPYET Nepexo.l KyIbTYphl B aHAIPOOU03 C MOCIEYIOIINM
00pa3oBaHUEM BOJOPOJAA Ha CBETY, OJHAKO OOIIWI BBIXOJ] BOAOPOJA NMPH ITOM 3HAYUTEIBHO
HIDKE 110 CPAaBHEHUIO C KyJIbTYpOH, rOJIOAAONIEN 1O cepe. B 4acTHOCTH, KyJIbTyphl B YCIOBUAX

neduImTa a30Ta XapaKTepU30BAINCH 0OJIee MO3AHUM TEPEX0I0M B aHadpOOHbIe yCiIoBus (~ 72
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Y), MEHBUIEH CKOPOCThIO MPOAYKLIUHU BOAOpOAa U Oojiee HU3KOW aKTUBHOCTBIO T'MJIPOTEHA3BI.
Bbicokass TpPOAOIKUTEIBHOCTh adpOOHOM  CTaaWuM A30THOTO TOJOAAaHUs OOYyCIOBJIECHA
OTHOCHUTEJIbHO HU3KOH cKopocThio MHakTuBanmu ®C2 B kietke Ha cBery. CrabunbHOCTh OC2
IIPU a30THOM T'OJIOJIAaHUU MOKET ObITh 00YCIOBIIEHA IENBIM PSAAOM (HOTO3AIUTHBIX MEXaHU3MOB,
B TOM YHCJIC 3HAYUTEIbHBIM yMeHbIleHueM anTeHHbl @C2, aktuBammeit NPQ, IIDOT, pocrom
aktuBHOCTH PTOX m AOX, kak ommcaHo B MpeaplAymux pasaenax. OcoO0eHHOCThIO a30THOTO
TOJOJAaHUsl SIBJISAETCS TO, YTO CKOPOCTh JETpajallid Kpaxmaja, HaKOIUICHHOTO Ha a’poOHOM
CTaJUU TOJIOJAHUS, 3HAUUTEIHHO CHUKEHA Ha aHa’pOOHOHM CTaauu MO CPABHEHHUIO C CEPHBIM
rogoganuem (Philipps et al. 2012). Jlannas 0cOO€HHOCTH MOKET OBITh CBSI3aHA C
Hed(pPeKTUBHBIM (DepMEHTATHBHBIM OpOKEHHEM. ABTOpBHI JAHHOTO HCCIICIOBAHUS ClIENIAIH
BBIBOJ O TOM, YTO HU3KHH BBIXOJ BOAOPOJA MpH AePHUIMTE a30Ta CBS3aH, TIaBHBIM 00pa3oM, ¢
MaJIOAKTUBHBIM COCTOSIHUEM THIPOTr€Ha3bl H3-3a MPUCYTCTBUS KHUCIOPOJAa W HapylIeHHEM
(OTOCHHTETHYECKOTO TPAHCIIOPTA AIICKTPOHOB Ha ypoBHE HUT Def.

Taxke Obla HMccienoBaHa BO3MOXKHOCTH (POTOOOpA30BaHMS BOJOPOJA B YCIOBHSX
nedumura dochopa xymbrypamm mnpecHoBoxnou C. reinhardtii m mopckoit Chlorella sp
(Batyrova et al. 2012, 2015). Mopckass Boga XapaKTEPU3YeTCsl ECTECTBEHHBIM HH3KUM
conepxkanueM (ocdopa U, MO MHEHHIO aBTOPOB HCCIEAOBAaHHUSA, MOXKET CIYKUTh B KauecTBe
cpepl KyJIbTHUBUPOBAHUSI MOPCKUX MUKPOBOAOPOCIEH Il OydeHus: Bogopoaa. [lepenecenue
KJIETOK B BBICOKOW KOHLIEHTpAllMM C TMOJHOM cpenbl Ha cpeny 0e3 ¢gocdopa HE MPUBOIUT K
(doTo06pa3z0BaHMIO BOAOPO/IA, KaK B Cllyyae C CEpHOM MIIM a30THOM JenpuBanuen. ITo CBsI3aHO ¢
HAJIMYMEM 3HAUYUTENbHBIX BHYTPUKIETOYHBIX pe3epBOB ¢ocdara, g HUcUepHaHUs KOTOPBIX
UCTIONB3YIOT IPOTOKOJT pa3BeeHus KynbTypsl (Laurinavichene et al. 2002), cornmacHo KoTopomy
obenHenHass ¢ocdaroM cpena HMHOKYIUPYETCS HEOOJBITUM  KOJUYECTBOM CYCIICH3UU
BOJIOpOCTeH W KyJbTypa YBEIMYMBACT OHOMAaccy B TEYEHHUE HECKOJNBKHUX JHEH 3a cuer
BHYTPEHHUX pe3epBoB ochopa, moka KIETKH HE TPaHCHOPMHUPYIOTCS B COCTOSIHUE TOJIOJaHMS.
DTOT MPOTOKOJN HCHodb30Baics st obemnenus kimetok C. reinhardtii m Chlorella sp.
dochopom, mmocse 4ero KyabTypbl TOMEIIATHNCh B 3aKPBITHIN KYJIbTUBATOP, T OHH TIEPEXOIUIN
B aHa’poOMo03 M BbLAESUIM BoJopod. OaHako B ciydae (pochopHOro rojsojgaHusi Bce CTaIuH,
BKJII0Yas a3poOHYIO CTaJuIo U meproj (GoTooOpazoBaHus Bojoposa B (poTodropeakrope, ObLIH
Ooiiee TPOMOIDKUTENBHBIMU TI0 CPaBHEHUIO C CEpHBIM TOJOAAHWEM WU3-3a 00jiee MSTKOTO
CTpeccoBOro BO3JeicTBHs. HakomeHne kpaxmana W moTpeOJeHne arerata MPOMCXOIII0 Ha
a’poOHON cTanuu AnUTeabHOCThIO okojo 100 u. Ilocre mepexona B aHa’spoOHbIE YCIOBHS 00€
KyJbTYpbl BBIACISUIA BOJOPOJ C OTHOCHUTENBHO BBICOKOH CKOPOCTBIO, CpPaBHUMOH ¢
TOJIOAAIOIITUMU TI0 cepe KynbTypamu. [lepuon gorompoaykuuu Bogopoaa coctasisut okoo 100

gacoB y C. reinhardtii u 200 u y Chlorella. B otiuune oT rosogaromux mo cepe KyiabTyp, y
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KOTOpBIX COJIep)KaHHWE Kpaxmalia CHIbkaercs He Oozee, yeM Ha 30-50% 3a Bech mepuon
BBIJICTICHUS. BOAOpOJa, Tpu (OCPOPHOM TOJNOAAHMHM B KIETKAX JErPaJUpyeT IOYTH BECh
HAKOIUICHHBIM KpaxMall, 9YTO MOXXHO MHTEPIIPETHPOBATh KakK 0oyiee BBHICOKYIO 3(D(PEKTUBHOCTH
KOHBEpTaIllMK KpaxMaja B Bojopoa. B mienom, apdexr nedummra dhocdopa Ha pusznonorndyeckue
XapaKTEPUCTHKN M Tiporecc (GoTooOpa3oBaHUs BOIOPOJA Y 3EJCHBIX BOJOPOCIEH CXOXK C
neicTBrUeM JeduIMTa Ccephbl, OJHAKO CTAaJUU 3TOTO TpOIecca 3HAYUTEIBHO PACTSHYTHI BO
BPEMCHH.

CpaBHHTENBHBI aHAU3 JIEHCTBHS TpPEX THIIOB MHHEPAIbHOTO CTpecca B KadyecTBE
CTHUMYJIITOPOB (DOTOMPOIYKIIMA BOJOPOJA MO3BOJSIET CHENAaTh BBIBOJ O TOM, YTO Aa30THOE
roJOZaHre B ATOM KauyecTBE 3HAUUTEIBHO MPOUTPHIBACT CEPHOMY rojojaHuio, a ¢dochopHoe
TOJIOZaHWE CPAaBHUMO C CEpHBIM TOJIOJJAHMEM I10 BBIXOJY BOJOPOJA, OAHAKO TpedyeT Ooiee

MPOJOKUTENFHOM HHKYOAIINH.

59



I'maBa 2. MatepuaJjbl 1 MeTOIbI HCCJIEIOBAHUI
2.1. O0beKTHI M MeTOABI KYJIbTHBHPOBAHUA
2.1.1. Obwvexmul uccnedosanus

B kadectBe OCHOBHOrO OOBEKTa IS M3YYCHHS MOJICKYJSPHBIX ~MEXaHHU3MOB
B3aUMOPETYJISIIIMA  MPOLIECCOB  (OTOCHMHTE3a B  YCIOBHSX MHHEPAIBHOIO CTpecca |
¢doTooOpa3zoBaHKs BOAOPOJA HCIONB30BATIM OJHOKJICTOUHYIO 3€JICHYH0 MHKPOBOIOPOCIH
Chlamydomonas reinhardtii. B kauectBe ocHoBHOTO mrTammMa ucronb3oBaan CC-124 (137C), a B
OTIeNbHBIX dKcnepuMenTax - myranta HydEF (HydEF-1) 6e3 aktuBHoii FeFe-ruaporenassr u
coorBercTByommii emy mukuii tun CC-425, y KOTOpOro OTCYTCTBYET KJIETOYHAs CTEHKA H
KOTOPBIH sByIsIeTcs aykcoTpodom 1o apriuauny. LltamMmbl ObUTH MOTYYSHBI U3 ATBIOJIOTHYECKON

koiuiekiuu Chlamydomonas Resource Center (https://www.chlamycollection.org). OTnenbHbie

UCCIICIOBaHMsI MPOBOAMIM Ha 3€leHOW MHUKpoBomopocian Scenedesmus quadricauda wus

rkoiutekiuu CCALA (http://ccala.butbn.cas.cz).

Jlnst u3yuenuss mexanusamoB amganrtaiud ®CA BbICHIMX pacTeHHH K AeUIMTY a3oTa
UCIIONB30BaIM MOJeIbHbI opranu3m Phaseolus vulgaris (dacons o6bsikHOBeHHast). Bridoop
JaHHOTO 00BEeKTa OOYCIOBIICH XOPOIIeH CIIOCOOHOCTHIO K POCTY B YCIOBHSIX THAPOIIOHUKH,

MO3BOJIAIONIEH KOHTPOJINPOBATH MUHEPATILHBIN COCTAaB CPEJIbI.

2.1.2. Kynemusuposanue 3en1eHbix MUKPOBOOOPOCell U 8bICULUX PACMEHUL

Kynerypy C. reinhardtii pactunu gortorereporpodHo Ha Tprc-ameraT-GocharHoit cpeme
(TAP) (Harris 1989) mpu pH 7.0 unu 7.5 mo mo3aneit norapupmudeckoit Gas3pl pocTa, Koria
KOHIIEHTpAIMs KJIETOK I0CTHrana 5-6 MiH ki M s mramma CC-124 1 oxono 9 MitH ki1 Mt
aust 6onee menkux mrammoB HYdEF u CC-425. Konnenrtparus Xi B KyJIbTypax Ha 9TOH CTaauu
cocrapisna 10-15 mxr mort. Kymetypsr Scenedesmus quadricauda pactumu goToaBToTpodHO Ha
cpene BG11 no 3nauenns onrtudeckoit miuotHocTH nipu 730 HM (OD730) 0.6. KyneTuBupoBanue
IPOBOJWIM B KOHMYECKHX KoiOax DpneHmeiriepa oobemom ot 100 mut 1o 1 1 Ha mielikepe mpu

1

ckopoctu kauanusi 100-120 oGoporoB mMuH™, Temmeparype 24-26°C ¥ Ha TOCTOSHHOM CBETY

MHTeHCHBHOCTHIO 100-150 MKMOmIB hoTOoHOB M2 L,

Jns momyuenus rojomaromierd mo cepe KyinbTypsl C. reinhardtii cnavama knetku
nepeHocwn ¢ mosHou cpenbl TAP Ha cBexyro cpeny 6e3 cepwl (TAP-S, pH 7.7), B xoTopoit

SO4% s3amemanu SKBUMONSAPHBIM KommuecTBoM CI.  JIms  3TOTO KIETKHM — OCa/Iaiy
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nentpudyrupoBanuem npu 30009 B TeueHne 5 MUH B peCyCIIEHIUPOBaIN B cBexkel cpene TAP-
S. Jlyis MakCUMaIbHOTO yIAJICHUSI CepPhbl U3 CPE/Ibl POLCAYPY OCaXIACHUs/PeCyCIeHAUNPOBAHUS
MOBTOPsUIU 3 pa3a. AHAIOTUYHBIA MPOTOKOJ UCIHOJIB30BAIM TAKKE B OTHOUIEHUU KOHTPOJBHON
KYJIBTYpBI, HO TIPU 3TOM KJIETKH MEPEHOCHIN Ha cBexyto cpeny TAP. KoHienrpanus kieTok B
HOBOHM CpeJlle COCTaBisuIa OKOJO 4 MITH mat s mramma 137C w okoso 8 MutH MTY is
mrammoB Cc425 u HydEF, uto cooTBeTcTBYeT KoHIeHTpamuu X okono 7 Mkr mm . Ilocne
3TOr0 KYJNBTYpPhl HWHKYOMpOBAJIM a’pOOHO B KOHMYECKHX Koy0ax, JuO0 B 3aKPBITHIX
KyJIbTUBATOpaX WM TEPMETUYHBIX CTEKISIHHBIX ()JaKOHaxX B  CiIy4ae BOJOPOJHOTO
skcriepuMenTa. Mukyb6anuio 6e3 cepbl MPOBOIMIN MIPU MOCTOSTHHOM MEPEMEIINBAHUU KYJIbTYPHI,
Temneparype 24-26°C u npu uaTeHcUBHOCTH cBeta 40 mam 80 MkMOJb HOTOHOB M2 ¢, eciu He
yKazaHa Jpyras. JIMTENbHOCTh WHKYOAllMM COCTaBIsla OT HECKOJIBKUX CYTOK  JUIst

CYCIICH3MOHHBIX KYJIBTYP A0 HECKOJIbKUX HECACIIb AJIsL HMMOOMIM30BaHHBIX KIETOK.

Conoparomue mo mMaruuto KyneTypsl C. reinhardtii (137C) nony4anu B COOTBETCTBHU C
metooM, paspaboranubiM (Volgusheva et al. 2015). OTauuuTENBHBIM CBOMCTBOM YKa3aHHOTO
IOPOTOKOJIA 10 CPAaBHEHUIO C MPOTOKOJIOM CEPHOTO TOJIOJIaHUSl SBISETCS HAIMYHE
JIONIOJTHUTENILHOM CTaJMU POCTa KYJIbTYpbl 0€3 Maruus, KOTopas HpPEAIIeCTBYET MEePEHECCHUTO
KJIETOK Ha CBEXYIO cpeay Oe3 mMarHus. Takoil pacmmpeHHbI TPOTOKOI 00YCIOBICH HATMYUEM
CYIIECTBEHHBIX 3allaCOB MarHHWs B BOJOPOCIICBOH KIIETKE M MEHEe HMHTEHCHBHBIM PacXOJ0M
3TOTO JIEMEHTA 10 CPABHEHHUIO C a30TOM U cepoid. JIomoIHUTeNbHAS CTaiusl POCTa KYJIBTYPHI B
yCIOBUSX Ae(UIMTA MarHUS TI03BOJISICT N30aBUThCS OT BHYTPUKJICTOYHBIX 3aracoB Maruus. Kak
OIMCAHO BHIIIE, TTOXOXKUI MPOTOKOJ MCIONB30BAIH JUIs TIOMYYSHHUS TOJOJANHX 110 (Gocdopy
KyJbTYp MPECHOBOAHBIX M MOPCKHX 3€JeHBIX MHUKpoBomopocieii (Batyrova et al. 2012, 2015)
(I'maBa 1.4.4). CornacHO TPOTOKOJy MAarHWEBOTO TOJIOJAHWS CHavajga KylbTypy kiertok C.
reinhardtii napamuBanu Ha cpege TAP B cTaHIapTHBIX YCIOBHUSAX. 3aTeM Pa3BOIUIN CYCIICH3UIO
B 100 pa3 cpenoii 6e3 maruust (TAP-Mg pH 7.7), B kotopoit MQ@SOs 3amerien Ha NaxSOs, u
PacCTHIIN KyJIBTYPY B KOJIOAaxX Ha IIEHKepe B CTAHAAPTHBIX CBETOBBIX U TEMIIEPATYPHBIX YCIOBHIX
B TeueHHe Henenu. [locime 3TOro KynbTypy NHEpeHOCWIM Ha CBeXyk cpeny TAP-Mg myrem
JBYKPaTHOH  MPOUEIypbl  IEHTPUPYTUPOBAHUSA/PECYCIICHAMPOBAHUS ~ TPH  KOHCYHOMH

KOHIIEHTpAlUH KJIETOK OKOJIO 4 MIIH L,

Jns ummobOwmmu3aimu  ucrmons3oBann kiaetku C. reinhardtii (137C), BeIpociine Ha
nonHo# cpene TAP (kontpons), Ha cpene TAP-MQ wim KiIeTKH cpasy IOcCie MEepeHeceHus ¢
TAP cpenst Ha cpeny TAP-S. UmmooOunu3anmio kietok C. reinhardtii B TOHKMX albrHHATHBIX
IUICHKaX MPOBOAWIM B CTEPUJIBHBIX YCIOBHSX B COOTBETCTBHH C paHee pa3pabOTaHHBIM

npotokosiom (Kosourov and Seibert 2009) ¢ moaudukanusmu. CHagana BOAOPOCIEBbIE KICTKH
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ocaxaanuce npu 3000g B TeueHHE 5 MUH U CMEIIMBAJIMCH C BOJAOW U CTEPHIIBHBIM PAaCTBOPOM
anprunara Hatpus (Fluka, St. Louis, CIIIA) B cootrHomenuu 1 r ceiporo Beca : 0.5 ma MQ H2O :
1 mn 3% pactBopa anbrusara. IlomydyeHHYIO T'YCTYIO KJIETOYHYIO CYCIEH3HIO PaBHOMEPHO
pacipeiessiii 10 MOBEPXHOCTH JIACTUYHOM MeHKH (6 x 20 cM), cocTosIIel U3 aHTUMOCKUTHOM
cetku ToimmHou 0.2-0.4 MM, MPOKJIEEHHON C HMXKHEH CTOPOHBI MPO3PAYHBIM KAHIICISIPCKUM
ckorueM. [Tonumepusaimio aabruHata MpoBOAWIM yTeM pachbiieHus 50 MM pacteopa MgCl
U3 TyJbBepU3aTOpa HAJ IMOBEPXHOCTHIO IJICHKM B TEUEHHUE HECKOJIBKUX CEKYHI, a 3aTeM
MOJHOCTBIO TOrpyXxaiu IuieHKy B pactBop MQCly u BbigepuBaiu HECKOJIBKO MHUHYT IS
3akperieHus 3¢ ¢ekra. [locne 3Toro mieHky paspesainn Ha MOJOCKU pasmepoMm 4 X 1 cm u
MOMEIAIN KaX]IyI0 TIOJIOCKY B OT/AEIbHBIN CTEKIISTHHBIN (PI1akoH Kak onucaHo Huxe. HauanbHoe

cozmepkanue XI1 B MOIOCKax cocTapisno 25010 mMr m 2,

[Tpu uccnenoBaHUM BIMSHUS CIIEKTPAIBHBIX XapaKTEPUCTHK CBETa Ha (hOTOMPOAYKIIHUIO
BOJIOpOJIa B HMMOOMIM3oBaHHOW KyabType C. reinhardtii mcrmonp3oBagM CBETOAMOAHBIC
MaTpUIIBl Ha OCHOBE YETHIPEX THUIIOB Y3KOIOJOCHBIX CBETOJUOJOB MOHIHOCTBIO 3 BT m
ucrounukoB nutanus K HuM (LED Fedy, Kurtaii). CrieKTpbl COOTBETCTBYIOLIUX CBETOAMOOB C
MakcuMymamu nipu 435 (cunwmii cBet), 520 (3enensrit), 660 u 690 (kpacHblil) HM MOKa3aHbl Ha
puc. 2.1. Pa3Hble IIMHBI BOJH MO Pa3HOMY HOTJIOMAIOTCS (POTOCHHTETHYECKHMMH IMUTMEHTAMH
pactenuii u Bojmopociei (cMm. criektp morjomienus cycnensuu C. reinhardtii ma puc. 2.1). B
YaCTHOCTH, CUHMH CBET IOIJIOUIAeTCs B OONbIICH CTENeHH, YeM KPAaCHBIA MM 3€JIeHbIH CBeT.
[TosToMy ocBerieHue 00pa3oB CHHUM CBETOM C TOW K€ MHTEHCHUBHOCTBIO, YTO U KPACHBIM WU
3€JICHBIM CBETOM, IPHBOJUT K Oo0Jieeé MHTEHCHBHOMY (POTOCHHTETHYECKOMY DIIEKTPOHHOMY
TPaHCTIOPTY. DTO MPENATCTBYET CPABHEHUIO UMEHHO CIIEKTPaJIbHBIX 3(hPEeKTOB Ha POTOCUHTE3 U
COIpsDKEHHBIE Tporecchl. [ pemeHus 3Tod mpoOiieMbl MHTEHCHMBHOCTB CBETA OT KaXKJOTrO
CBETOAMOJHOTO MCTOYHHUKA BBICTABISIACH TAKMM 00pa3oM, YTOOBl KOJIMYECTBO MOIJIOIIEHHOTO
KJIETKaMH CBeTa OBUIO OJMHAKOBBIM JIJIsl BCEX THUIIOB MCTOYHHKOB cBeTa. J[JIs1 ATOrO M3Mepsim
noryiommeHre ceera (absorptance) or kakaoro CBETOAMOTHOTO HMCTOYHHKA B cycrmensun C.
reinhardtii ¢ momomio umHTerpHpyromei coeprer (Labsphere, CIIA). Crauana ocaxpanu
kietkn (30009, 5 muH) M pecycneHaupoBaiM B cBexei cpene TAP B KOHIIGHTpaIuy,
cootBercTByromerd OD730=0.4. 3arem m00aBismi 1 MIJI CyCIIEH3WMH B KIOBETY C JUTHHOU
ONTUYECKOTO IMyTH 1 CM M TOMENIaIHN KIOBETY BO BXOJIHOE OTBEepCTHE Cephl. B xo1e m3mepeHus
CBET OT cBeToAuogHOro mcrouHuka c [IPIID 50 mpomyckanu uepe3 KIOBETY, a MU3MEPEHHE
WHTEHCHBHOCTH CBETa Ha BBIXOZE M3 C(epbl MPOBOIMIN C HCIOIb30BaHHEM KBaHTOMeTpa Li-
250A (LiCor, CIIA). BenmnuynHa mOTJIOMICHUS CBETa ObLTa OmpeseiicHa Kak OTHOCHTEbHAs

pasHuna Mexay uaMepeHHbMU 3HadeHusmu [IDIID B umcrtoit cpenge TAP m B kieToyHOM
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CycneH3uHu (pe3yabTaThl MOTJIOIMIECHHUS I pa3HbIX JJIMH BOJH NpHUBEACHB Ha puc. 2.1). Ha
OCHOBaHWHW JIaHHBIX W3MEPEHUI MPOBOIWIM pPacdeThl 3HAYCHUH WHTEHCHBHOCTH CBETa TPU
JUTUTEIbHOM MHKyOanuu mMMoOmin3oBaHHbiX KynbTyp C. reinhardtii. Tak, 3nauenus [1DIID,
IPH KOTOPBIX KOJHMYECTBO ITOTJIOMIEHHOTO KIETKaMH CBETa OBUIO OJMHAKOBBIM JUIS Pa3HBIX
HMCTOYHHMKOB cBeTa, coctaBuian 30 a1 cuHEro cBeTa, /1 aiis 3emeHoro ceta, 45 miis KpacHOro

cgeta (660 um) u 40 mis kpacHoro cera (690 HM).

435 520 660 690

Light emission, absorbance, r.u.

| 400 450 500 550 600 650 700
Wavelength, nm

Puc 2.1. CnektpanbHble XapaKTepUCTUKH CHHETO, 3eJIeHOro, KpacHoro (660 HM) U kpacHOTO (690 HM) CBETOIHOIOB
¢ mmkamu u3nydeHus npu 435, 520, 660 u 690 HM, cOOTBETCTBEHHO (MITpUXOBas JMHUA). HenpepriBHOM MTuHHIEH
nokasaH crektp norjomenus kierok C. reinhardtii, a cronbukamu — OTHOCHTENbHAs BEIMYMHA IOTJIOIICHUS

COOTBETCTBYIOIIEr0O MOHOXPOMATHYECKOTO ¢BeTa B cycrensun C. reinhardtii.

B kynpTHBaTOpax 3aKphITOrO THIA OTCYTCTBYET ra3000MeH MEXIy Tra3oBoil (aszoi
KyIbTUBATOpa ¥ BHEIIHEH Cpenoil, 4YTO TMO3BOJSET MOAJCPKUBATh aHAadPOOHBIE WU
MHUKpPOAdpPOOHBIC yCIOBUS B KYJIbType, HEOOXOJWMBIC, B YAaCTHOCTH, JUII WHIYKIIUH
¢dorooOpa3oBaHUs BOAOPOJA 3€JICHBIMH MHKPOBOJOPOCISIMH. B  KadecTBe 3aKpPBITBHIX
KYJIbTUBATOPOB HCIIOJIb30BANIM JTHOO TPEXTOpPIble CTEKISHHBIC IMIIMHIPUYECKHUE COCYIbI
oovemom 1.0 — 2.0 1, takue kak Biogen (Witeg, ['epmanust), MO0 CTEKIsHHBIE (DIAKOHBI B
3aBHCUMOCTH OT 3a/1a4 JKCIIEPHMEHTa. B TpeXropislx cocymax KyabTypa TepeMenInBaiach 3a
CYeT BpAIICHHsS MarHWTa B HIDKHEH YacTH, 3aKPEIUICHHOTO Ha CTEPXKHE C JIOMACTSIMH BIOJb

I.IPIJ'IPIHI[pPI‘-ICCKOfI JaCTHu cocynaa. UIepe3 OOKOBEIE TOpPJIOBUHBI B KYJIbTHBATOP BCTAaBJISJIN
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KHUCJIOPOJIHBIN W/HIIN PEIOKC AIEKTPOAbI, a TaKKe THOKYIO CHIIMKOHOBYIO TPYOKY, COEIMHEHHYIO
OJTHUM KOHIIOM C Ta30BOM# (ha30il KyIbTUBATOPA, a APYTUM - CO CTEKISHHBIM mmpuiiom (V=15-
20 mi) 6e3 mOpIIHA A BHIPABHHMBAHUS JABJICHUS MEXAy ra3oBoil (as3oil KyiapTHBaTopa U
atMocepoii. BeiBogHyI0 TpyOKYy M3 KYJIbTUBATOpa IJIOTHO MOJCOEIUHSUIM K OTBEPCTHIO IS
UTJIbI B IINPUIE U YCTAHABIUBAIH IIIPHUI] BEPTUKAIBHO OTKPHITON (MOPIIHEBON YacThiO) BHU3 B
cocyn ¢ HacbimeHHbIM pactBopoM NaCl, kotopsriii npensrcTByer nuddysuu razos (Melis et al.
2000). ITocne repMeTH3anuy KyJIbTHBATOPA MPOU3BOJWIA OTBOJ YacTH ra3a W3 ra3oBOu (asbl
TaK, 4ToObI mmpuly 3anoaHmwica Ha 80% coneBbIM pacTBOpoM. Takum 00pa3oM, MepeBEPHYTHIN
HIMPUL] TPEJOCTABISET MONOJHUTENbHBIM 00beM K ra3oBoil (asze KyIbTUBaTOpa, KOTOPBIN
MOXET BapbUPOBaTh B 3aBUCUMOCTH OT JaBJICHHS, YTO IIO3BOJIIET IPUMEPHO OICHUBATH
KOJIMYECTBO BBIICJICHHOTO KYJIBTYpOW BOAOpona. Perucrpammio copepskaHusi pacTBOPEHHOTO
KHUCIIOpOJIa U TeMIIEpaTyphl B KyJIbTUBATOPAX MPOBOIWIA B MOCTOSSHHOM PEXHUME C MOMOIIBIO
kucnoponnoro snekrpoga (MAPK-201, Poccus), cHaGX€HHOTO AAaTYUKOM TeMIlepaTypbl U

MI0JICOEIMHEHHOT'0 K KOMITBIOTEPY Yepe3 KOHTPOJLIEP.

[Tpu HEOOXOAUMOCTH CPaBHUBATH JCHCTBUS HECKOJIBKUX (DAKTOPOB HA XapaKTECPUCTUKU
KyJabTyp ¥ (oTO0Opa3oBaHHE BOJOPOJA, a TAKXKE B IKCIEPHUMEHTaX ¢ MMMOOWIN30BAHHBIMU
KJIETKaMHu TpeOOBaJIOCh OOJIBIIOE KOJIUYECTBO OOpa3IoB, MO3TOMY WHKYOAIMIO MPOBOJIWIN B
IIHHIPUYECKUX CTEKISIHHBIX (prakoHax oOobemoMm 75 mut (@ 40 mm) win 14 mia (@ 22 mm),
3aKpBITHIX TA30HENPOHUIIAEMBIMH CHJIMKOHOBBIMU mpoOkamu (Belco Glass Inc., CIIA).
Cycrniensnonnbie KynbTypsl C. reinhardtii momemnianu Bo dakoHsl B KoruecTBe 3/4 OT MOJHOTO
o0beMa, 1Mocye Yero repMeTHYHO 3aKyImopuBav (DIakoHBI U MHKYOMPOBAIN Ha OOKY B TEUCHHUE

72 u Gonee uyacoB Ha Imeiikepe mpu 120 06 muH™

, Temneparype 24-26°C u moCTOSHHOMN
2 1

ocetieHHocTH OT 40 10 100 MKMOJIb (OTOHOB M™“ €™ B 3aBUCMMOCTH OT 3a/1a4 dKCIlepuMeHTa. B

cilydae ¢ MMMOOWIIM30BAaHHOW KYJIBTYpOW albIMHATHBIC Mojiocku ¢ kiaetkamu C. reinhardtii

nomMemmanuck B 75 nim 14 mn ¢nakonsl, cogepkamme 10 mmm 5 mi cpenst TAP, TAP-S i

TAP—-Mg. 3areM repMeTUYHO 3aKyNOpUBAIN (PJIAKOHBI M C MOMOIIBIO MOJBIX UIJ MPOAYBAIU

ra3oByto (azy aproHom B TeueHue 20 muH. Ilocie 3Toro yknaapBaiu (akoHbl Ha OOK Tak,

YTOOBI TIOJIOCKH TOTPY3UIIUCh B CPEAY CTOPOHOM CO CKOTYEM BHU3, © MHKYOUPOBAIHM B TAKUX KE

YCIIOBHSIX, YTO U CYCIIEH3HMOHHBIE KYJIBTYPBI.

Cemena (acomau oobikHoBenHoM (Phaseolus vulgaris L. cv Saxa) momemniany Ha HEAETIO B
HACBIIICHHBIA BOJOW BEPMUKYIUT MPH KOMHATHOM TeMIieparype Ha KOMHATHOM CBETY. 3aTeM
HEJIeNIbHBIC MPOPOCTKH PACTEHHI TMEPEeHOCHIIM Ha CTaHAAPTHYIO Cpeay IS THAPOIOHUKH
(Hoagland and Arnon 1950). KonTposbHbBIE pacTeHHs PacTHIIA Ha MOJHON cpejie, coaeprKarieit

12 MM NO3z u 1 MM NH4", a a8 nosydeHus ToJ0aroIIuX M0 a30Ty PACTEHHH MCIIONIL30BaIN
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cpeny, coaepxamyro 1% OoT Konum4yecTBa HUTpaTa U aMMOHUS B MOJIHOM Cpelie, U HEAOCTAIOIIMI
HUTpAT 3aMeliaiu XJopuaoM. B obe cpenbl momnonHuTenbsHO nobasnsim 0ydep Mes-KOH (pH
5.5) B xoHeuHOU KOHIEHTpaiuu 2 MM. B 1Ba MIACTMKOBBIX MOJI0HA, COJACPXAIIUX IO 5 JI
MOJIHOM WM AeQUIUTHON MO a30Ty Cpelpl, MOMEeHald MO JEBIATh MPOPOCTKOB (acoiu B
KOKIBIA. 3aMeHy cpel B IMOAJOHAaX TMPOMU3BOAMIM [Ba paza B Henemo. Pacrenus
KYJIbTUBHPOBAIUCh B TeueHue 14 mHell B pocToBOi Kamepe mnpu Temneparype 22°C u
uHTeHCHBHOCTH cBeTa 120 — 140 Mxmons GoToHOB M2 ¢! pu cBeTOBOM peskuMe 16 u cBet/S u
TeMHOTa. B Xo/e KyJIbTUBUPOBAHUS Cpelibl a3pUPOBAIKUCH B MOCTOSSHHOM PEXHUME C MOMOIIBIO
KOMIIpeccopa U pacnbuiuTesield. B 3TUX ycloBusix HE MpOUCXOAmIo (POPMUPOBAHUS KIYOCHHKOB

C a30T(UKCUPYIOIUMH OAKTEPUSMHU B KOPHSIX PACTCHUH.

2.1.3. Ilonyuenue cyOxIemounvix npenapamos

[Mporeaypsl MO BBIACICHHUIO THJIAKOWAHBIX MeMOpaH u3 kietok C. reinhardtii (137C)
MPOBOAMIIM HAa HU3KOM CBETY WJIM B TEMHOTE, a OOpa3Ilbl JEp)Kalld Ha JIbIy Ha BCEX CTAIHSIX
nporecca. Knerkum ocaxnanuce ueHtpudyrupoBanmem npu 30009 B Teuenue 5 wwH,
pecycnemupoBaiuck B Oydepe A (25 MM Tris, pH 7.2, 10 MM NaCl, 5 mM MgCl,), choBa
OCaXJIAIUCh U PECYCHEHINPOBAINCH. 3aTeM CYCIICH3UI0 KJICTOK B MPOOMpKAX MOMEIIAIH B
neAsHyro OaHio M oOpabaTeiBain ynabTpa3BykoM (22 kI'm) Ha ycranoBke Y3J[H-1 B Teuenue 5
nepuogoB 1o 20 c. TlomydeHHBIE KJICTOYHBIE SKCTPAKTHl OYHMINAINCH ITYyTEM OCaXKICHUS
OCTaBIIMXCS IENBIMU KICTOK W TBepabix BiiaroueHuit (20009, 4°C, 15 mun). B oTaenbHbIX
OKCIIEPUMEHTAX UCIIOIB30BAIM CBEKEIPUTOTOBIICHHBIE KIIETOYHBIC SKCTPAKTHI. J[JIs ocakaeHus
THUIIAKOUIHBIX MEMOpaH OYHINEHHBIE JKCTpakThl neHtpudyruposammucs npu 20000g, 4°C B
TeueHue 25 MUH. 3aTeM pecyCleHANPOBaIN MOJIY4YeHHbIH ocanok B Oydepe B (25 MM Tris, pH
7.2, 400 MM caxaposza, 10 MM NaCl, 5 MM MgClp). [ns oummienuss MmeMOpaH MPOIERYPY
HEHTPUPYTUPOBAHUS TTOBTOPSIN JIBaX/ibl. KOHEUHAsT KOHIIGHTpAIUS THJIAKOMTIHBIX MEMOpaH B
oydepe B cocrasnsana 0.5 mr Xa ma !, INonydeHHble Hpenaparhl OICTPO 3aMOPaKUBAIUChH B
KHJIKOM a30Te M XpaHuiuch mpu temmeparype -80°C. Ilepen n3MepeHUsIMU OTTaUBAIHA 00pa3IIbI

Ha JIb1y B TEMHOTE U pa3Boauiiu Oypepom B 10 HE0OX01MMON KOHIIEHTPAIMH.

Beigenenue TriiakonIHbIX MeMOpaH u3 JarctheB P. vulgaris mpoBoauiu Ha HU3KOM CBETY
WIA B TEMHOTE B cooTBeTcTBHM ¢ mpoTtokonom (Hakala et al. 2005) ¢ usmenenusmu. CHavana
JUCTh  TOMOTEHU3HMpOBaNIM OJeHaepoM B H300cMoTHYeckoM Oydepe, coxepxkamem 40
MM HEPES (pH 7.4), 0.3 M cop6urona, 10 MM MgCl,, 1 MM sTuIeHAHAMHHTETPAYKCYCHOM
kucnotel, 1 M Oeranna u 1% no macce ObIYBETO CHIBOPOTOYHOrO aibOymuHa. [lomydeHHBIN
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romoreHat IeHTpudyrupoBanu S5 wmumH npu 11009, ciauBamm cymepHaTaHT, a 0CaJ0K
pecycneHaupoBaiu B Oydepe ocMoTHyeckoro moka, cogepxxaniem 10 MM HEPES (pH 7.4), 5
MM copoutona u 10 MM MgCly. TIpoueaypy uentpudyrupoBaHus OBTOPSUIH JBa pasa, MOCIe
4Yero THIIAKOUIHBIE MeMOpaHbI pecycrneHaupoBanud B Oydepe xpanenus (10 MM HEPES (pH
7.4), 0.5 M cop6urona, 10 MM MgClz, 5 MM NaCl) B kornenTparmu 2 Mr Xia M |, 6sICTPoO
3aMOpPaKUBATIHM B JKHAKOM a30Te W xpaHwi npu temmneparype -80°C. Ilepex usamepeHHsIME
00pa3ipl THIIAKOMIHBIX MeMOpaH OTTaWBalIMd Ha JIbAY B TeMHOTE W pasBoawim Oypepom OC2
(40 MM Hepes-KOH, pH 7.6; 0.33 M copbutomaa, 5 MM MgCl2, 5 MM NaCl, 1 M 6erauna, 1 MM
KH2POs, 1 5 MM NH2Cl) 10 Hy:XHO# KOHIICHTpALIHH.

2.2. U3mepuTebHbIE METOAbI

2.2.1. Onpeoenenue pocmogvix napamempos KyIbmypbvl, COOEPHCaAHUS NUSMEHMO08, 00uje2o

oenxa, kpaxmana u ATD

Jlns mozicyera KIETOK MCIoJb30Baiiu kaMmepy I'opseBa. TecTupoBaHue XH3HECTIOCOOHOCTH
nonyisuuu MukpoBojopocieir C. reinhardtii mpoBoaunock cieayromum obpazom. CHauana
TOTOBWJIM PEAKI[MOHHYIO CMECh, cojaepxkailyr Kpacurenu ¢enocappanun (0,025%) wu
meTmiieHoBbI cuHuit (0.025%), a Takxke 10% stanona B 5 MM kanueBo-pocharnom Oydepe
(Davies et al. 1996). Jlannasi cMech H30UpATEIbHO MPOHUKACT B MEPTBBIC KIICTKH, OKPAIINBAsT UX
B TEMHO-CUpPEHEBBIM IBeT. KJIETOUHYI0 CYCHEH3MI0 CMEIIMBAIN C PEaKIUOHHOH CMEChI0 B
PaBHBIX MpONOPLUMSX U cpa3dy BBoaAMiIu B kamepy ['opsieBa. Ilocnme »Toro paccuuthiBasv
KOJINYECTBO OKPAIIEHHBIX (MEPTBBIX) M HEOKPAIIEHHBIX WIN CIa000KPAIIEHHBIX (KHBBIX)
KJIETOK.

JInst onpesienieHusi KOHIGHTpaIMu XJ1 @ U D B CyclieH3uH MUKPOBOZOpPOCIeH oTOupau 2
MJI oOpasia ¢ KieTkamu, ocaxkaanu kietku rmpu 30009 B TeueHue 5 MUH, 3QJIMBAIM OCAJIOK 2 MJI
95% sTanona, o6pabaTeiBanu Ha BopTrekce 30 ¢ U momemany B TEMHOTY Ha 1 4 pu KOMHATHOM
Temmneparype. 3areM oOpasubl 1eHTpudyrupoBanu 5 muH npu 80009, mepenocwnu 1 i
CylepHaTaHTa B KIOBETYy M OIpPENeNsuIn cojaepkanue X a u b crnextpodoromerpudeckum
meromom kak onmcano B (Lichtenthaler 1987). Jlns okcrpakimum X W3 pemnaparoB
TUJIAKOUIHBIX MEMOpaH U KJIETOYHBIX 3KCTPAKTOB MCIOb30BaIl 80% BOAHBIN pacTBOp aleToOHA
no wmeromuke (Porra et al. 1989), a mms okcrpakumum X W3 JUCTBEB pacTeHHH -
numernindopmamus (Inskeep and Bloom 1985).

Jlisg  ompeneneHuss MUTMEHTHOTO cocTaBa (CoAep:KaHMsSI KCAaHTO(QUIUIOB) B KJIETKAx
MHUKPOBOJIOPOCTICH CHavajga SKCTParupoBaId NMHUTMEHTHI C wucroib3oBanneM 90% areToHa.
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DKCTpaKThl BBICYNIMBAIMA TIOJ BBITSDKKOM, a 3aTteM pactBopsuii B 300 MK aOCOIOTHOTO
anerona. ConepkaHue NUTMEHTOB B IIOJIYyYE€HHBIX 00paslax OmpeleNsuldi  METOAO0M
BbICOKO3(ppekTBHOI kuakocTHON xpomatorpaduu (BIXKX) ¢ ucrnonb3oBaHMEM yCTaHOBKH
Knauer K-501, caabxennoit Y® nerekropom K-2501 (I'epmanus), 1160 xpomatorpada Agilent
1100, o6opynoBannoro komonkoii C8 (Zorbax Eclipse XDB-C8, Agilent, CIIIA).

st onpeneneHus 6eIKa B MUKPOBOJIOPOCIISX CHavaja OTOMpaiy 2 MJI CYCIIEH3UU KIIETOK

u ocaxxaanu kietku rpu 30009 B Teuenue 5 muH. 3atem pecycnenauponanu kietku B 0.2 mut 50
MM ¢docharnoro Oydepa (pH 7.5), momemanu B neasHyro OaHo u oOpabaThiBaIv
yiIbTpa3ByKoM (22 kI'm) B Teuenue nsatu cepuit mo 20 ¢. B mosrydeHHbIe SKCTpaKThl 400aBisu 1
mit 1% noxpetmicynnsdara Hatpus (SDS) B pusronoruyeckom pacteope (580 mr NaCl B 100 mu)
U TIEPEMEIINBAIN COACPKUMOE. 3aTeM OCAKIAN HEPACTBOPUMYIO YacTh HEHTPU(YTHpOBaHHEM
npu 30009 B TeyeHue 5 MHH, a CyNEpHATAaHT KCIIOJIb30BAIU I OIpENeICHHs COJIep:KaHue
Oenka. Y BBICHIMX pacTeHUN OENOK OIpenessuid B HEpa3BEACHHBIX IpernapaTax MEpPBHYHBIX
KJIETOYHBIX 3KCTpakToOB. OmpeeneHnue KOHICHTpauu Oenka MPOBOIMIM C MOMOIIBI0 METO/a
Jloypu, ucronb3ysi ObIYMi CHIBOPOTOYHBIH anbOyMuUH B KadectBe craniapra (Lowry et al.
1951).

Kpaxman B kieTkax MHKPOBOAOPOCIEH OMpENeNsad MO METOAY, ONHUCAaHHOMY paHee B
(Gfeller and Gibbs 1984) ¢ nexoTopbiMu H3MeHEeHHsMH. CHavaiga OTOMpanud 2 MII KJIETOYHOM
CYCIEH3UHM M OCaXJalnu KIeTKH neHTpudyruposanrem npu 30009 B Teuenne 5 MuH. Ygansum
CyMepHATaHT W 3aJMBAIM KJIETKH | MII OXJIaXJEHHOTO aOCOJIOTHOTO 3TaHOJIa, BCTPSIXMBAIU U
BoiiepkuBany 10 MuH Ha nb1y. 3atem neHTpudyruposanu oopasis! npu 80009 u 4°C B TeueHue 5
MUH, OCaJIOK TIIATEIILHO PECYCIICHIUPOBAIN B | MII OXJIQKJICHHOTO 3TaHOJA C MCIIOJIb30BAaHHEM
BOpPTEKCa U BHOBb lleHTpuyrupoBanu. [locae storo pecycnenaupoaiu ocaaok B 1 mu 100 MM
BOJHOTO pacTBopa arerata Hatpusi, pH koroporo Ol noBeaeH A0 4.5 JensHON YKCYyCHOH
KHCTIOTOM. 3aTeM JIBa pa3a OTMBIBAIM HEPACTBOPUMYIO YacTh pacTBOpoM areraTta Harpus. [locie
ATOTO TEPEHOCHIIN TOJIyYeHHYIO B3BECh B CTEKJISTHHBIC MPOOMPKU WM BBIIEPKUBAIN HA BOJISHOU
6ane 10 mun mpu 100°C u 1 atmocdepe. 3arem oxmaxkaanud oOpasibl, TEPEHOCUIN B 2 MII
pOOUPKH, TOOABIISITH B KOKIYIO TPOOUPKY 1O 2 eIUHUIIBI aMUJIOTTIIOKo3u a3kl (Sigma Aldrich) B
100 MM pacTBOpe areTara HaTpusi U OCTaBIsUIM HA HOYb B TepMmoctare mpu 55°C. YTpom
JIOBOJIMJIM YPOBEHBb 00PA3IOB O 2 MJI pacCTBOPOM areraTa HaTpHsi M HeHTpU(yrupoBanu 5 MUH
npu 8000g. ITocme »Toro crekTpoGOTOMETPUYECKH OMPEACISIN COACPKAHUE TJIOKO3Bl B
CylepHaTaHTE€ C MHCIOJb30BAaHUEM CTAHJIAPTHOW CHCTEMBl TJIIOKO300KCH/a3a-MepoKCuaas3a
(Barham and Trinder 1972).

Hns sxctpakunn AT® U3 KIETOK MHUKPOBOJOPOCIEH HMCIOJIB30BAIM METO]I, ONMHUCAHHBIN

panee B pabore (Johnson et al. 2007). Cuauana JTOBOJMIN KOHIIEHTPAIMIO XJI B CYCICH3UH
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KieTtok g0 100 Mkr mur?t

, @ 3areM Momemand | MJI aJTuKBOTHI CYCHEH3UHM B MHPOOHPKHU H
oxyaxaanu Ha Japay. K oxmaxkaeHHsiM oOpasmam mo6asisu 20 Mk 50% TpHUXIOPYKCYCHOU
KHCJIOTHI, C TOMOIIBI0 BOPTEKCAa HHTEHCUBHO TMEPEeMELINBAII CMECh B TeueHHe | MUH U OBICTPO
3aMOopakuBaiu B KuAkoMm aszore. [locie 3amopo3ku o00pasubl OTTauBalM Ha JbIYy H
nentpudpyrupoBann npu 110009 B Tewenne 5 mumH npu 4°C. CynepHaTaHT pas3iuBald B
npobupku 1 xpanwin rnpu -80°C. Ilepen ananmuzom AT® orrauBanu conepkumMoe IpoOUPOK Ha
apay, cMemmBanu 10 Mk comepkumoro mpodbupok ¢ 90 Mk 0.1 M Tpuc-aneratHoro Oydepa
(pH 7.7) u onpenensnu koHueHtpauuro AT® monudepun-monudepasHbiM  METOAOM C

ucrnonb3oBanueM JroduinsupoBanHoro AT®d-pearenta JIIOMTEK. W3mepenus npoBoawiv

Ha mromunomerpe JIFOM-1 (JIromrek, Poccus).

2.2.2. Ummynobrommune

OO6pa3iibl MEPBUYHBIX KJIETOYHBIX IKCTPAKTOB MHKPOBOJOPOCICH U JIUCTHEB PACTCHUI
BBIPAaBHUBAJU 10 00IIeMy cozep:kanuio Oenka. 3atem Oenku pasgensui B 14% SDS-PAGE 6e3
MOYEBHHBI, IEPEHOCHIIN Ha TONMMBUHWIMICH-Iu(yopuaasie memOpansl (Millipore, Billerica,
CIIA) u dpukcupoBaiu OJI0THI C UCIOIb30BaHUEM peareHTa Onokuposirka (Bio-Rad, Hercules,
CIIA). Hdns BuU3yaqM3alud pe3yabTaToB 3JeKTpodope3a HCIOab30Balnd Kpacutesb Kymaccu
OpwuinantoBblii  cunmii  (Bio-Rad). HWmmyHoananu3 OenkoB  (OTOCHHTETHYECKUX U
JIBIXATEIbHBIX KOMIUIEKCOB MPOBOJIMIM C IMOMOIIBIO CHEU(PUIECKUX aHTHUTEN mpoTuB PsaD
(®C1), PsbA (®C2), mur f (uut bef), COXIIb (COXII), Fe-COJl, ®HP u Py6ucko (RbcL),
3akazanHbix B Agrisera (IlIBerust). B kauecTBe BTOPUYHBIX aHTHUTEN UCIOJIB30BATH KO3bH aHTH-
KpOJIMYbM ~ aHTUTENa, KOHBIOTHPOBAHHBIE C Tepokcuaa3oi xpena (Zymed, CIIA).
Busyanuzanuio memMOpaHHOro OJ0oTa MPOBOAWINA XEMUJIIOMUHECIICHTHBIM METOJOM C
ucnons3oBanuem kuta (New England Biolabs, Ipswich, CIIIA). YpoBenb komuuecTBa Oejka
OTpeIeTISUICS AEHCUTOMETPHUYECKUM MeTo oM ¢ moMonisio Gene Tools (PerkinElmer, Waltham,
CILIA).

2.2.3. Ananuz ADOK u akmusnocmu anmuokCUOAHMHbIX CUcmem

Amnanmu3 reHepannn ADK B kireTkax MHUKpOBOAOPOCIEH MPOBOAWIM C HUCIOJIB30BaHUEM
dyoporennoro  wHaMKaropa 2,7-muxiopoauruapodayopecuent-auaiierata  (H2DCFDA)
(Sigma Aldrich). Dto BemecTBO MPOHHUKAET B KIETKY [0 MEXaHU3MY MacCUBHOMN auddy3uu, rie
NPOUCXOIUT OTIICIUICHUE aleTaTHBIX TPYNI 3CTepa3aMHu, a OOpa3yIoUIMHCS B pe3yibTaTe
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nuxiopoauruapodayopecuent (H2DCF) Moxer BCcTynarh B peakivio ¢ pa3IndHbIMH (hOpMaMH
ADK, oxucissace 10 (ayopecuupyromieir ¢opmel - auxiopoduyopectienda  (DCF) - ¢
MakCUMyMOM BbIxofa ¢ayopecueniun npu 520 HM. Takum o0pa3oM, pocT BBIXOAA
¢biryopecueHIIMM Ha JaHHOM JJIMHE BOJIHBI MOCIIE CBETOBOM MHKYOAlMH 0OpaOOTaHHBIX KJIETOK
KayecTBEeHHO oTpaxkaeT reHepauuio APK B xjopomnacte. CHavana KJIETOYHbIE CYCIIEH3UU B
obwveme 50 mi ocaxxaanuck neHTpudyrupopannem npu 30009 B TedeHne 5 MHH, 3aTeM 0CaJIOK
pecycneHaupoBaid B TakoM jxe oObeme 20 MM tpuc-aneratHoro Oydepa (pH 7.5). B
cycnensuro g06asisin 10 MkM HoDCFDA u naKyOMpoBaiu B MOJIHOW TEMHOTE TIPH KOMHATHOM
Temneparype B TedeHue 20 MHHYT OpHU IOCTOSHHOM IIepeMENIMBaHUHU. 3aTreM 00pa3Lbl
oTMmbIBauCh 0T BHekIeTouyHoro HyDCFDA Tpuc-aneratHeiM OydepoM myTeM TpeXKpaTHOTO
nentpudyrupopanms. Ilocine 3toro mepenocwim kinetku Ha cpeny TAP wmmu TAP-S m
uHkyoupoBanu B 100 ma xonmbax B TeueHue 20 munHyT mpu Temmeparype 24°C B TeMHOTe, a
3aTeM B Tedenue 30 MHH Ha CBETY MHTEHCHBHOCTHIO 100 MKkMomb oToHOB M2 ¢, TTocne sToro ¢
nomotneio crekrpodoromerpa Fluorolog-3 (HORIBA Jobin Yvon Inc, ®panius) usmepsiiu
MHTETPAJIbHBIN BBIXOJ (DIIyopecleHIMH B CYCHEH3uu B Juana3zoHe 517-527 HM npu miinHe
BOJIHBI BO30Yk1eHus 492 um.

Jns ompeneneHuss MepoKCUAa BOAOPOJA B KIETKAX MHUKPOBOJIOPOCIEH HCIOIb30BAIN
kpacutenb 3,3 — auamunoben3uaua (DAB) (Sigma Aldrich), kotopsiii siBisiercs cydcTpaTom
nepoKcuaa3bl. B mpuUCYyTCTBUM aKTHUBHOM INEpPOKCHAA3bl M MEPOKCHIA BOAOPOAA B KIETKE
npoucxoauT okucieHne DAB, B Xxozne KOTOpPOro KpacUTedb MEHSET LIBET Ha HAaCBIIIEHHBIN
KpPacHO-KOPUYHEBBIH M OKpamuBaeT KkieTky. CHavajga pas3luBalid CYCIIEH3MIO KJIETOK B
konuuectBe 1o 10 ma B 15 mu npobupku u pobasmnsin no 1 mr DAB B kaxayro, 3akpbiBajin
IPOOMPKH U XOPOILIO MepeMEIINBAIINA COAECPKUMOE. 3aTeM o0pa3iibl MHKYOHpPOBAIN Ha IIeHKepe
npu temmneparype 24°C B TeMHOTe (KOHTPOJb) WIM Ha CBETY MHTeHCHUBHOCThIO 100 MKMOIb

2 C_l B Teuenue 30 muH. Ilocme storo oCaxaaln KICTKM Ha CTCKIOBOJOKOHHBIX

(GbOTOHOB M
bmibTpax (24 mM auametp, BenmyuHa mop 1.2 mxm, VWR). [lns BU3yaau3aiiu OKpaliuBaHUs
KJIETOK U3 HUX 3KCTParupoBaJiuCh MUTMEHTHI. /g 3TOro norpyxanu GuibTpel C OCaKICHHBIMU
kietkamMu B 80% pacTBop sTaHOoNa M BblAepkHUBaIM 10 MUH Npu KOMHATHOM TEMIIEpaType B

TEMHOTC, a 3aTCM BBICYIIINBAJIH.

Jns  onpeneneHust oOmeld aHTUOKCHJIAHTHOM CHOCOOHOCTH MCIIONB30BAJICS METOJ
BoccraHoBieHus xene3a (l11) B BomopacTBopumoit dpakuuu 6uosorunyeckoro oopasua. Meron
OCHOBaH Ha CHEKTPOPOTOMETPHUYECKOM ONpEACTCHHA O00pa3oBaHUs KOMIUIEKCA MEXIy
BoccTaHoBIeHHBIM kene3oMm (I1) ¢ 2,4,6-TpunupeuiTpuasuHOM IO TOTJIOMICHHIO Ha JTHHE

BoMHBI 593 HM. U3HauanpHO Merox Obul  pa3paboTaH Ans  ompeseNieHus — oOImei
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AQHTHUOKCH/IAHTHOW CHOCOOHOCTH IJIa3Mbl KPOBH M MOAM(DUIMPOBAH HaMH IS U3MEPEHHH B
OUMILEHHBIX KJIETOYHBIX IKCTPAKTaX MUKpOBojopociel. [IpuroroBienne pabouynx pacTBOPOB H
PEAaKIIMOHHON CMECH, COAEp)Kalleld TPUIHUPEIMITPHA3HH, MPOBOIMIA B COOTBETCTBUSIMHU C
npornucamu (Benzie and Strain 1996). K 3 ma peakunoHHo# cmecu goGaBistian 50 MK
KJICTOUHBIX SKCTPAKTOB € cojiepxkanueM Xi 30 MKr it w350 MK BO/IbI, BblJIepKUBaIH 10 MUH
B TEMHOTE IIPY KOMHATHON TeMIIEpaType U U3MEPSUIH MOTJIOUICHNE Ha JJIMHE BOJHBI 593 HM.

Omnpenenenne akTUBHOCTU KaTalla3bl MPOBOJUIIOCH 110 CKOPOCTH PA3NIOKEHHS IIEPOKCUIA
BOJIOPOJIa, KOTOPYIO H3MEPSIU CHEKTPO(YOTOMETPUUECKH [0 HU3MEHEHHUI0 ONTHYECKOMN
WIOTHOCTH Ha juirHe BoiHbl 240 M (Aebi 1984). Jlis storo passoawin 200 MK KJI€TOYHOTO
skerpakta C. reinhardtii ¢ comepxannem X 30 mxr ma? B 4.8 M1 50 MM kanuii-pochataoro
Ooybpepa (pH 7.0) u pasnmuBanu cycnensuto B jABe TepMmoctatupyembie (37°C) KiOBETHI
cnektpodoTomerpa Mo 2 MII B KOKAYI0. 3aTeM B KIOBETY CpaBHEHUs M00aBisiian 1 Ml Kajuii-
docharnoro Oydepa, a B ombITHBIN oOpazery - 1 mu 30 MM BOoAHOTrO pacTBOpa MepeKUcH
Bogopona. M3mepenue Benmannbl OD240 mpoBommmm wepe3 10 u 20 cekyH mocie 100aBIeHuUs
H202. EnuHuna xaranma3HOW AaKTUBHOCTH OINpEAEIsUIach Kak KOJHWYECTBO (PepMeHTa,
HeoOxoaumoro anst pasnoxenuss 1| MM H202 B Teuenne 1 mun. Pacxon H2O2 B mpucyrctBun
KaTaja3bl BRIUUCISUIM 10 W3MeHeHuto BennunHbl OD240 ¢ yueTom koddduimrenTa SKCTUHKINU
(46.3 M cmt) m HOpMupoBanH Ha conepkanue Genka B 0OpasIie.

AKTUBHOCTh CYNEPOKCHIICMYTa3bl B OYHMIIEHHBIX KIETOYHBIX JKcTpaktax C.
reinhardtii ompeznensiach CrHeKTPOPOTOMETPUUSCKA MO TOPMOXKEHHIO PEaKIHMU OKHCICHHUS
kBepuutuHa B npucyrctBun COJL (Koctiok u ap. 1990). AyTookucieHue KBepIUTHHA B KaJuii-
docdarnom Oydepe rpu HEUTpAIBHBIX U ci1aboIIeouHbIX 3HaUeHussX pH unrudupyercs 3/(TA,
a mobasiienre B cMech kBepiutuHa ¢ DJITA terpamermwmtwienanamuia (TMD/IA) caBuraer
pH no 10, uHayIUpYsT MHTEHCUBHOE ayTOOKHCIEHHE KBEPIMTHHA, KOTOPOE COMPOBOXKIACTCS
cHIDKeHHeM nornomenus npu 406 um. JlanHas peakuus uHrubupyercs B npucyrcrsun CO/L.
AYTOOKHCJIEHHE KBEpLUTHHA NPOBOAWIM NpU KOMHATHOM Temmeparype B 15 MM kanwmii-
docharaom 6ydepe (pH 7.8), conepxxamem 15 mxM kBepuutuHa, 0.08 MM DTA u 4.3 MM
TMBJIA. [Ins usmepenus akruBHoctu COJl B ktoBeTy cpaBHeHUs qoOasisian 1.55 mu 15 MM
Kanuii-¢pocharnoro 6ydepa, 5 mxa 28 MM DITA, 50 mkia 48.5 MKM KBepUUTHHA, @ B ONBITHBINA
obpaszer - 1.50 mr 15 MM kanmii-pocdarHoro Oydepa, 5 mxa 28 MM DJITA, 50 Mk 48.5 MmkM
kBeprutuHa u 50 MK kimetogHoro skcrpakta C. reinhardtii. Peakiuio aBTOOKHCICHHMS
3aryckainy j100aBjIeHreM B peaknnoHHyto cMmech 25 Mka 280 MM TMOJIA. AktuBnocts COJJ
paccUUTHIBAIM MO M3MEHEHHUIO ONTUYECKOM IUIOTHOCTU NpH 406 HM M BBIpaXXaJH B YCIOBHBIX

eIMHUIIAX aKTUBHOCTH Ha €AMHUITY COACpKaHUs OeIKa B aHATM3UPYEMOM MaTepHale.
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2.2.4. Onpeodenenue ckopocmeti (hpomocunmemuyecko20 00paz08anusi KUCI0pood, d1eKmpOoOHHO20

mpancnopma uepe3z OCI u 2, K1emouno2o 0bIXanus u X10pO0ObIXAHUS

Jlnist u3MepeHusi CKOpocTH (POTOCHHTETUYECKOTO BBIACICHUS M TEMHOBOTO MOTJIOIIECHUS
KHCJIOPO/Ia HCIOJIBb30BaIM KHCIOPOAHbBIM 3ekrpon Kiapka (ycranoBka Oxygraph Plus,
Hansatech, BemukoOpuranus). Ilpoba KynbTypsl MHKpOBoOgopocieir oobemom 1.0 Ma ¢
M3BECTHOM KOHIEHTpauuer XJ1 MoMelajach B TEPMOCTATUPYEMYHO SYEHKY C MArHUTHOMN
Memankoil mpu 25°C. 3areM B TEMHOTE HU3MEPSUIM CKOPOCTH MOTJIOLIEHHUS KHUCIOpOJa, T.€.
CKOpOCTh KjeTouHoro asixanus. llocme storo mob6asmsuim NaHCOs B oOpaszerr B KOHEUHOM
KOHIIGHTpaluu 5 MM, BKIIFOYAJIM HAchIAOMuUK cBeT OT mpoekTopa ¢ [IPIID 1500 u uzmepsiu
CKOPOCTb BBIJICJICHHS] KHCIIOPOJa HA JIMHEHHOM y4yacTKe. 3aTeM OMNpelessiii MaKCUMalbHYIO
CKOpPOCTh (POTOCHMHTE3a MO PA3HUIE MEXIY CKOPOCTHIO CBETOBOTO BBIACICHHS UM TEMHOBOTO
MOTJIOIICHHS KUCIopoaa. MakcumalibHasi KUCIOPOA-BBIACISIONIYI0 akTUBHOCTh DC2 B KIleTKax
MHUKpPOBOJIOpOCJIEH M TUJIAKOUAHBIX MeMOpaHaxX pacTEeHUH OlEHMBaJach 10 CKOpPOCTHU
BBIJICTICHHS] KUCJIOPOJAa HA HACHIIIAIOIIEM CBETY B MPHUCYTCTBUHM aKIENTOPOB AIEeKTpoHOB: 0.5
MM 2,6 — muxiopo — 1, 4 - 6ensoxunona (DCBQ) u 0.5 MM deppunnanuaa kanus (FeCy).
Ckopocth xJopoabixanuss B TemHoTe (akTuBHOCTH PTOX) B KieTKaXx MHKPOBOIOPOCIECH
ornpezensgach N0 CKOPOCTH TEMHOBOTO MOTJIONICHUSI KUCIOPOJa B MPUCYTCTBUU MHTHOUTOPOB
MUTOXOHJIpHAILHOTO AbixaHus: 2 uM mukcatuazona u 0.9 MM CI'.

MakcumanbHyl0 CKOpPOCTb 3JEKTpOHHOro TpaHcrnopta uepe3 @OC2 ompepensiu B
npenaparax THJIAKOWJHBIX MeMOpaH W3 MHMKPOBOAOPOCIEH H PACTEHHH 10 CKOPOCTH
BOCCTaHOBICHUs 2,6-muxnopdpenonunnodenona (IXDPUD) na Haceimaromem cery. s 3Toro
CYCIIEHIUPOBAIH TUJIAKOU]IBI B PEAKIIMOHHOW cMecH o0beMoM 2 MiI, cofepskarieit 25 MM Tpuc
(pH 7.2), 400 MM caxapossr, 10 MM NaCl, 5 MM MgCl> u 50 MmxkM JIXDPUD. Koneunas

KOHIIEHTparuss XJI B CMecH cocTaBiasana 5 Mkr mrl. ®dortoBoccranopienme JIXOUD

TIIPOBOJMIIOCH HA HACHIIAIOMIEM CBETY MHTeHCHBHOCTHIO 1500 MKkMonb (oToHOB M2 ¢! B
TEUYEHUE 2 MMUH. KonunuecTBo BOCCTaHOBJIEHHOT'O AXDPUD OIPENEISIIOCH
CHEKTPO(POTOMETPUYECKH 110 HM3MEHEHHUIO TMOIIOIIEeHUsT Ha JuiMHe BoiaHBL 600 HM cC
HCIONb30BaHNeM Kod(oumuent >kcturkimmn 21 MM™? cm?. CkopocTs He(hOTOXHMUYECKOTO
BocctanoBnenuss [1X mnyna (aktuBHocth HJI['2) B mpemaparax THIAKOWAHBIX MeMOpaH
MHUKpPOBOJIOPOCIIeH OlleHUBAJIaCh 10 TEMHOBOMY BoccTaHOBieHUI0 JIXDPU®D B npucyrcrsun 0.5
MM HAJI®H u 0.5 mM HAJIH B Teuenue 5 MuH. MakcumanbHas CKOPOCTb 3JIEKTPOHHOTO

tpancnopta uepe3 ®Cl B mnpemaparax THIAKOUIHBIX MEMOpaH W3 JIUCTHEB PACTEHUM

onpeaciAaach Mo CKOpPOCTU MNOTJIOMICHHUA KHUCIO0pPOAa Ha HACBIMIAKOIIEM CBETY B MPUCYTCTBUU
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100 mxM BoccranoBieHHOro AXOUD (JIXDUD-H,) u 10 MM metmnsuomorena (Curtis et al.
1975). Jlns ompeneneHuss CKOPOCTH TIOTJIOMICHHSI KHUCJIOPOJa HCIIOJIb30BAIM KHCIOPOTHBIH

anextpon Kirapka.

2.2.5. I'azo8as xpomamoepagus u onpeodenenue 2uOpO2eHA3HOU AKMUBOCU

Jlnist u3MepeHns KOHIIEHTPAlMU BOAOPO/Ia, KHCIOPOJa U a30Ta B Ta30BOM (ha3e 3aKPHITOrO
KYJIbTUBATOpa MCIOIB30BAJICS, B OCHOBHOM, ra3oBblii xpomarorpad ['azoxpom — 2000 (Xpowm,
Poccust) ¢ ucronb30BaHHEM JIETEKTOPa TETUIONPOBOJIHOCTH U aproHa B KAY€CTBE HECYIIETO rasa.
Yacte u3MepeHuil mpoBoauiack Ha rasoBoMm xpomarorpade Clarus 500 (PerkinElmer Inc,
CIIA), takxe 000pyIOBaHHOM JCTEKTOPOM TEILIONMPOBOAHOCTH M HCIOJB3YIOUIMM aproH B
KauecTBe Hecymiero raza. s anammsa raza orOupanu mpoOsl mo 200 MKII ¢ UCIOJIE30BAHUEM
rasoHenpoHunaemoro mmpuia ['amuistona (Hamilton, CIIIA) u BBOIMIN B KOJOHKY T'a30BOI0
xpomatorpada. Conepkanue BOAOpPOJa B ra3oBoil ¢asze Haxoqwiu 1o Gopmylie, OTpa)xaromien
3aBHCUMOCTh MEXJy KOHIEHTpalMeld BOIOpOJa M XapaKTePUCTUKaMHU (aMIUITMTYIOW WIH
TJIOIIAJIbI0) BOJOPOJAHOTO MHKA Ha XpomaTtorpamme. s kaiuOpoBKU MpuOOpa Mo BOIOPOTY
MCIIONIb30BaIM 00pa3Ibl ra30BOil CMECH C cojiep:kaHueM Bojopoa B konudectse 0.2, 1 u 3% ot
obmrero oowvema. s kaimOpoBKU NpUOOpa MO KUCIOPOAY M a30Ty HCIIOJIb30BAIMCh 00pa3Iibl
BO3/IyXa.

I'maporeHasHy0 aKTHBHOCThH Onpeaensii B jau3are kietok C. reinhardtii kak ckopoctb
TEMHOBOTO BBIJIEJIEHUS] BOJIOPO/Ia B IPUCYTCTBUU BOCCTAHOBJIEHHOTO METHJIBUOJIOTEHA, KOTOPBI
sBisieTcsl d(QPEKTUBHBIM JIOHOPOM JIIEKTPOHOB uisi FeFe-ruaporenassr (Zorin et al. 1996).
CHavayia B 3areMHeHHBIC (Pobroit (hiakoHsl 00beMoM 14 M mocnenoBarenbHO BHOcHH 0.75
v 50 MM docharroro Oydepa (pH 6.9), 0.25 mn 40 MM metmnsuosorena u 0.2% (1o
oobemy) Tpurona X100; mocneaHuWH — HUCHONB3OBAICS  JUId  Pa3pyLIeHHUs  KIIETOK
MHUKpPOBOJIOpociei. 3areM 3akpblBaId (DIaKOHBI U MPOAYBaJM aproHoM B TedeHue 20 MHUH B
TeMHOTe. C TOMOIIBIO TPOIYTOTO APTOHOM CTEKISHHOTO INIPHUIA TEPMETHYHO OTOMpaH
o0paser| cycrnieH3ur MUKPOBOAOPOCIel B 00beMe | MJT M BBOAMIIM, MPOTHIKAsK MPOOKY UTIIOHN, BO
¢iiakoH ¢ peakUMOHHOM cmechio. Ilocie 3TOro MOMOIHUTENBHO MPOJYBAIM Ta30BYIO a3y
(1akoHa aproHOM B TeU€HHE 5 MHH JUId YJAJCHUs OCTAaTKOB KHUCIopoja. ['maporeHasHyro
PEAKIMIO HHUIIMHPOBAJIH ITyTeM J00aBICHHS MIPUIIOM K conepxkumomy ¢urakoHoB 100 mxm 100
MM pacTBOpa IUTHOHUTA HATpPHWs, MPHUTOTOBIECHHOTO C COOJIIOJICHHEM aHa’pOOHBIX YCIIOBHM.
[Tocne »TOro (akoHb MHKYOMpPOBATUCH HA TEPMOCTATHPYEMOM IIeWKepe MpH CKOPOCTU

kauanus 120 06 mun u 30°C B TemHoTe. Uepes onpenieéHHble NPOMEKYTKH BPEMEHH Ta30BbIM
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mmpurioMm otoupanu 200 Mk mpoObl U3 ra3oBod (a3bl M ONPEACISIA B HHUX COJACpPIKaHUE
BOJIOPOJIa TIPU MOMOIIM Ta30BOT0 Xpomarorpada. AKTHBHOCTh THIPOTeHA3bl PACCUUTHIBAIA Ha
JTUHEHHOM Y4acTKe pOoCTa COJIep:KaHUs BOJOPO/Ia BO BPEMEHHU M BBIPAXKAIU B MKMOJIb BOJIOPOAA

Ha Mr XJI B 4ac.

Respiration in mitochondria
0,(H0)

Anabolism
(CO, fixation, etc.)

Chloroplast

PS |

'56 LHCI

Puc. 2.2. CxemMa OCHOBHBIX MyTeW 3JIEKTPOHHOTO TpaHcmopTa B xyoporuiacte C. reinhardtii ¢ ykazanuem caiiTo

JIEWCTBHS KCIIOJIBb30BAaHHBIX B pab0Te MPOTOHO(MOPOB M HHIMOUTOPOB (POTOCHHTE3a U JBIXAHUSI.

1 - OBTX, 2 — nuypoH, 3 — arpasuH, 4 — mukcotnason, 5 — CI', 6 — artumunu A, 7 — FCCP, 8 — aurepurus, 9 —

nponuiarajiar.

2.2.6. Uneubumopnwlil ananusz

Jns u3ydeHus MyTedl SJeKTPOHHOTO TPAHCIOPTA, CBS3aHHBIX € (HOTOOOpa3OBaHHEM
BOJIOpPOZa, B Troiojarommx mo cepe kierkax C. reinhardtii mcrmons3oBamy MHrHOUTOPHBIN
aHanmu3. J[Jis1 3TOro Ky/nbTyphl MUKPOBOAOPOCIIEH HHKYOHUpOBau 6e3 ceprl 48 4 B 3akpbITOM 1.5
71 KyIbTHBATOpE Ha CBETYy MHTEHCHBHOCTBIO 100 MkMomb potoroB M2 ¢, TTocne mHKyOamum
pasIBaIM CYCIIEH3UIO TOJOJAIOIIMX KIETOK B 14 M CTEKJIsHHBIE ()IaKOHBI, 3aKpPBIBAIH
ra30HENPOHMUIIAEMBIMU MPOOKaMHU M MPOAYBAIM aproHOM B TeMHOTe TedeHue 20 MuH. 3aTem
BbIIEp)KUBaJIM 0o0Opas3lbl B TEMHOTE Ha LIeiikepe B TeYeHHE 2X 4YacoB INpU KOMHATHOMU
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TEMIIepaType, BHOBb MPOIYBaIM aprOHOM ISl YAAJCHHS BOIOPOJA M OCTAaTKOB KUCIIOPONA, H
BBOJIWMJIM IINPUIIOM PAaCTBOPHI MHTHUOUTOPOB 3JEKTPOHHOTO TPAHCIOPTAa W MPOTOHOPOPOB B
KonmuecTBe MeHee 1% oT oObema cycreH3uu Bo (iakone. [locime atoro obpaboTaHHBIE U
KOHTPOJIbHBIE 00pasibsl HWHKYOMpOBaIMCH 2 4 Ha Ieiikepe mnpu Ttemmeparype 25°C u
MHTEHCUBHOCTH cBeTa 40 MKMOIb M2 ¢, mocie 4ero MpOBOAMINCH M3MEPEHHs COIEPKAHHUS
BOJIOpPOJIa B Ta30BOM (pa3e ¢ HCIOIB30BAHMEM Ta3oBOro xpomarorpada. B pabore Obuin
HCIIOJIB30BAHbI CIIEAYIONINE PEareHThl U UX KOHE4Hble KOHIeHTparuu: 6x10° M JBTX, 2x10°
M muypona, 2x10° M atpasuna, 2x10° M muxcoruasona, 9x10* M CT', 4x10° M antumununa

A, 8x107 FCCP, 107 M HUTEpUIIMHA U 1082 M nponwirauiara. MumeHn JelcTBUs

UCIIOJIb30BaHHBIX peareHToB B kieTke C. reinhardtii mokasansl Ha puc. 2.2.

2.2.7. U3mepenue napamempos @X memooom amniumyOoHo-UMNYIbCHOLU MOOVIAYUU

W3mepenus napamerpoB PX B CYCHEH3USX MHKPOBOJOPOCIEH, PErMCTpalisi KPUBBIX
UHAYKIUH  (OTOXMMHUYECKOTO M HE(POTOXMMHYECKOTO TYIICHHS, a TaKKe HEeNPepBhIBHBINA
MOHMTOPUHI COCTOSIHHSL KYJBTYpbl B 3aKpBITBIX COCYJax MPOBOJWINCH C IOMOUIBIO
dyopumerpa PAM-2000 (Walz, I'epmanus). J{jist ©3MEepEeHUsT CBETOBBIX KPUBBIX 3JICKTPOHHOTO
TPAHCIOPTa U CBETOBBIX KPUBBIX (HOTOXMMHUYECKOTO M HE(POTOXUMHUECKOTOo TYIIEHHUsS B
CYCIICH3USX MHKPOBOJIOpOCIeH wucnoib3oBamu mpudbop WaterPAM (Walz, T'epmanus).
[Tapamerpsr @X B JUCTBAX pPACTEHMM, BKJIIOYas HWHIAYKIUOHHBIE M CBETOBBIC KpPUBBIE,
usMepsuiuch Ha (uryopumerpe PAM-101 (Walz, Tepmanus).

s Bo30yxaenuss ®X B PAM ¢dayopumerpax ucnonb3yrorcs ciadble MOAYJIUPOBAHHBIE
CBETOBbIE UMITYIbCH MHTEHCHBHOCTHIO 0.1 MKMOIb GOTOHOB M ¢! M AIUTENBHOCTBIO 3 MKC
npu ocHoBHOM vactoTe 600 ['11. B xo1€ sKCIeprMEHTOB PErHCTPUPOBATH CIEAYIOIINE 0a30BbIe
napameTpsl @X: 1) MuHuMasbHbIH Bbixoq @X B afanTHpoBaHHBIX K TeMHOTE oOpasiax (Fo); 2)
MakcUMaibHbIN BbIXxoJ PX B aJanTHPOBaHHBIX K TeMHoOTe oOpasmax (Fm), maMepsemsblii Ha
¢done neficTBUS MOIIHOM HachIaromen Benbimky cBeTa ¢ [IOTID 1000-5000 u ATUTENBHOCTHIO
0.8-1.0 ¢; 3) Beixon ®X Ha nmocTOsSHHOM (akTHHUYHOM) cBety (Ft); 4) MakCHMasbHBIH BBIXO[
¢uyopecuieHIMy Ha OCTOSTHHOM cBety (FM’); 5) MunuManbHbii Beixog @X B aganTUpOBaHHBIX
K cBeTy oOpasnax (F0'). [locnexnuit mapamerp onpeaessics MOCie BHIKIIOUSHNUS aKTHHHYHOTO
CBeTa M OCBEIIEHHs o0Opa3na 2 C HUMIIYJILCOM JaibHero kpacHoro cmera (>700 uM) mis
okucnennss Qa’. Ha ocHoBaHMM 3THMX 0a30BBIX IMOKa3aTellel ompeaesuuch mapameTpbl OX,
xapaktepusywone (yHkiuonanpaeie cBorictBa IIIID (Shreiber et al. 1995, 2004). Tak,

3 dekTuBHOCTh (hoTOXMMHUYECKOro mpeoOpazoBanus sHeprun B DPC2  (poroxmmmueckas
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aktuBHOCTE DC2) paccuntsiBangach mo dopmyine FV/Fm=(Fm-Fo)/Fm mns aganTtupoBaHHBIX K
TeMHOTEe 00pasnoB u 1o ¢opmyne AF/Fm’=(Fm’—Ft)/Fm’ nns oOpa3umoB Ha CBeTy.
dortoxumuueckoe ((P) u Hedoroxumuueckoe (NPQ) TymieHre omnpenesisiikuch mo Ghopmysiam
(Fm'-Ft)/(Fm'-Fo") u (Fm-Fm")/Fm', coorBerctBeHHO. CKOpOCTh (HOTOCHHTETHYECKOTO
HEIMKINYeCKOro sekrponnoro tpancmnopra (ETR) maxommmace mo ¢gopmyre: ETR=Yield x
®AP x 0.5 x ETR factor, rue Yield=AF/Fm’, ®AP=IIDIID, dpakrop 0.5 yuursiBaer ToT akr,
410 0KosIo 50% Bcero moriomenHoro cBeta npuxoautcs Ha @C2, a ETR-¢dakrop yka3siBaeT Ha
JIOJTIO TIOTJIOIIEHHOTO 00pa3lioM CBeETa.

Perucrpanuio TemHoBbIX mapamerpoB ®X (Fo, Fm, FV/FmM), HHIyKIIHOHHBIX K CBETOBBIX
KPHBBIX [IPOBOAMIM Ha 00pa3iiaX, BbIICPKAHHBIX B TEMHOTE 3-5 MUH JJIsl pesiakcaiuu ObICTpOit
¢da3pr NPQ. WHAyKIMOHHBIE M CBETOBBIC KPHBBIC HW3MEPSUIM COIJIACHO CTaHIApTHBIM
npouenypam  npubopoB. Ilpu  wum3mepenusx Ha PAM2000 koHIEHTpamusi  KJIETOK

! u 60.]'[66, U CYCICH3HU IIOCTOSAHHO

MHUKpPOBOJIOPOCTIEH cOoCTaBisia 5-6 MIH K1 MIT
nepemennBanuchk. [lpu usmepenusx na WaterPAM cycneH3un ¢ KOHILEHTpanuen KJIeTok 5-6
MIH M passoaunuck B 1000 pa3 cymepHaTaHTOM, TOTYy4EHHBIM U3 TOM ke KyIbTyphL 3aTeM
ajanTupoBaiu 00paslbl K pa3BeaeHUI0 B TeueHue 30 MUH Ha HU3KOM CBETY, IIOCJIE Yero
MIPOBOAMIIN U3MEPEHHUSI.

[Tpu6op PAM2000 ucrnosnp3oBajics i MPOBEACHUS HEMHBA3MBHBIX, TO €CTh 0e3 oTOOpa
npob, u3mepeHuid @X B repMETUYHO 3aKpbITHIX (IAKOHAX, B TOM YHCIE B aHAIPOOHBIX
ycnoBusix. g a3Toro nomemany (paakoHel Ha 3 MUH B TEMHOTY Ha IIEWKep, a 3aTeM U3MEPSIIH
napametpel ®X FOo, Fm u FV/Fm, npwkumas IUIOTHO K CTEKIy W3MEPHTEIbHBIA KOHEII
cBeToBoja mnpubopa. Jlis MpoBeleHHs JUIMTEIbHOTO MOHHUTOPHHIA COCTOSIHHS KYJIbTYphl B
3aKphITOM (OTOOMOpEaKTOpe Ha IOCTOSTHHOM CBETY CBETOBOJA Ipubopa (uxcupoaics

BIUIOTHYKO K CTCHKE COCyda, a 3aTEM BKIIIOYAJICA PCKUM aBTOMAaTHYCCKOM peructpangmuu u

3amucu B koMmnbioTep napamerpo Fm’, Ft u Yield ¢ wactoToit 3, 6 niu Gonee u3amepeHuii B yac.

2.2.8. Pecucmpayus u ananuz Kpugvlx c6emogotl unoykyuu O@X

Kunernku cBetoBoil uHaykiun OX, u3MepeHHbIE TNPU BBICOKOH HWHTEHCHBHOCTH
BO30Y)KJAIOIIEro CBeTa M C BBICOKMM BPEMEHHBIM pa3pellieHHeM, MPEACTaBIfAi0T COO0OH B
JOTapu(PMHUECKOM MacIiTade BpEeMEHH TPEXdTAIHYK KpuBYI pocta ®@X OT MHHUMAIBLHOTO
3HAUCHHS B aJalTHPOBAaHHBIX K TeMHOoTe oOpasuax (O, Fo) mo makcumanbaoro 3nauenus (P,
Fm) depe3 mpomexyrounbie Touku nepernda J u | (puc. 2.3). B Hactosieii padote perucrparus
OJIP kpuBBIX TpOBOAWIACH B KyJbTypax MukpoBogopocieir C. reinhardtii ¢ momomipro

npudopoB HandyPEA u MPEA2 (Hansatech, BemukoOpuranus). Poct ®X wunaynuposaucs
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2 41

KpacHbIM cBeTOM (A=650 HM) mHTeHCHBHOCTHIO 2000 MKMOJIb (DOTOHOB M™“ €™, €CJTM HE yKa3aHa
Jpyrasi U”HTeHCUBHOCTb. DiyopecueHnus peructpupoBanack B odiaactu >700 HM ¢ BpeMEHHBIM
pazpemieHueM 10 MKc B TeueHHE NepBbIX 2 MC, 1 Mc B uHTepBaie Bpemenu 2 mc — 1 ¢ u 100 mc B
uHTepBane BpemeHu >1 c. Curnansl @X, u3MepeHHble B TeueHue nepBblx 40 MKc mocie
BKJIIOYEHHUS CBETA, UCKIIIOYAIUCh U3 KPUBOM, MOCKOJIBKY B 3TOM 001aCTH BO3MOXHBI apTe(aKThl

TEXHUYECKOTO Xapakrepa. 3a BenuunHy FO mpuHumanm curHan ®X uyepes 50 MKc mocne

BKITFOUEHUST BO30YK/IAIOIIEr0 CBETA.

5 YFm)
FP=F M
AREA
U
> R
x|
e -
50 mkc 300 mKc
| 0.0 0.2 OT-& (lt(y ots
Bpema, mc
B P U T S TV B R I Y VT S I W TV 1 S S W PV S ——— e
0.01 0.1 1 10 100 1000 10000

Bpemsa, mc

Puc. 2.3. OJIP xpuBasi U OCHOBHBIE TapaMeTpbl KPUBOIi, HCIIOJIb3YyeMbIe JUIs pacueTa napameTpos JIP tecra.

Maxkcumansabiit Beixonx ®X Ha OJIP xpuBoit (Fp) MOXeT OBITh JOCTHTHYT MpPH TOJTHOM
BOCCTaHOBJICHUU NEepEeHOCUYUKOB (oTocunTeTHuecko ITLI, yTO BO3MOXKHO TOJIBKO B YCIOBHUSX
TEMHOBOM wWHakTHBammMu ¢epmeHToB nukia KanpBuna. Ilostomy mnepen usmepenusmu OJIP
KPUBBIX 00pa3ibl MHKPOBOAOPOCIEH BBIICPKUBATHCH KaKk MHHHUMYM 5 MHH B TEMHOTE.
M3mepeHnss B CyCHEH3MsAX KJIETOK mpoBoawin Ha mpubope HandyPEA, obGopynoBaHHOM
KIOBETHBIM OT/IEJIeHHEM, IIPU KOHIIEHTpAlUU KieTok 3-6 M M. [Tpubop MPEA2 paspabortan

JUIS. OTHOBPEMEHHOM PErucTpaluy CBETOBOM MHIYKUUHU ObICTpoil 1 3ameieHHol DX, a Takxke
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CBETOMHAYLIMPOBAHHBIX penokc mnepexonoB Przoo B @Cl Ha nUCTBAX pacTeHUM, MOAITOMY
U3MEpPEHUS] Ha MUKPOBOJOPOCISAX MPOBOIMIMCH MOCIE MPEIBAPUTEIHLHOTO OCAKICHUS KIETOK
Ha CTCKJIOBOJIOKOHHBIX (DMIIBTPAX C MCIIOJIb30BAHUEM BaKyyMHOT'O Hacoca U 5 MUH MHKYOaIuu B
TEMHOTE.

AHanmu3  ¢QyHKIMOHANBHBIX XapakTepuctuk III[I® mo mnapamerpam OJIP  kpuBoit
MIPOBOJMJIICS C MIOMOIIBIO TaK HazbiBaeMoro JIP-Tecta, OCHOBAaHHOTO Ha TEOPUU SHEPTrEeTUICCKIX
MOTOKOB B THUJIAKOHMIHOW MeMOpaHe U TO3BOJISIONIETO ONPEASISITh Psii PEHOMEHOIOTHUECKUX U
O0MOoGU3NIECKHX, CTPYKTYPHBIX U QYHKIIMOHANBHBIX mapameTpoB OC2 (Strasser et al. 2004). Dra
Teopusi chopMyIupOBaHa B 00IIEM BUAE U MOXKET ObITh MPUMEHEHA K JII0OOMY pacTUTEIBHOMY
WIH BOJOPOCIEBOMY opraHusMmy. B Tabmune 2.1 mpuBeneHsl kiroueBbie napamerpbr OJIP
KPUBBIX (CM. Takxke puc. 2.3) U CIHUCOK OTACNbHBIX mapameTpoB JIP-TecTta, HCIOIB30BaHHBIX B

JlaHHOM paboTe.

Tabmuna 2.1. Crimcok napamerpoB OJIP kpuBoi u oTenbHbBIX TapaMeTpoB JIP-Tecra,

WCIIOJIb30BAaHHBIX B HACTOAIIEH padoTe.

[Tapametprr OJIP xpuBoit
Fo NutencuHocTs X npu 50 mxc. MunuManbHbii Beixogq OX
F, Nurencusnocts ®X npu 2 mMc
Fi Nurencusnocts ®X npu 30 mc
Fp (=Fwm) HNutencuBHocts ®X Ha nuke P. MakcumansHbiid Bixoq ®X
F3000xc NutencuBHoCTh Quryopecuenmuu mpu 300 Mkc
Fec NHTEeHCUBHOCTH ()IIyOpECHEHIINH TpH 6 C
tEm) Bpewms (mc) noctuxenust Fm
Area [Tnomane mexay OJIP xpuBoit u ypoBHeM Fum
[Tapametpsr JIP-Tecta
Fv=Fw-Fo MakcumanbHas nepemernas OX
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V;=(Fs—Fo)/Fv OtrocurenbHas ammuiutyaa OJ daser

Mo=4 x (F3p0ucc—Fo)/Fv ATIpOKCUMAINs Ha4aIbHOTO HAKJIOHA KPUBOM

Hopmuposannas mitomanp Haa OJIP kpuBoit, oTpakaromias
Sm=(Area)/Fy .
KOJIMYECTBO BoccTaHOoBIeHUH Qa 3a Bpems t(Fm)

TRo/ABS = Fv/Fwm MakcumanbHas (oToXxuMudeckasi akTHBHOCTb PC2

ETo/TRo=(1-V)) BepositHOCTh MepeHoca anekTpoHa ¢ Qa” B [1X myn

ETo/ABS= Fv/Fm x (1-V;) | KBaHTOBBI# BBIXO/ 35IEKTPOHHOTO TpaHcnopra B GC2

CriocoOHOCTB K HHAYKIHUU S3HEPTO3aBUCHUMOI'0 KOMIIOHCHTA

= (Fu—Fes)/F
ge=(Fm—Fss)/Fv NPQ

JIsist BBICOKOTO pa3pelieHus HayanbHOU cTaann kpuBoi nHaykuuud X (< 1 Mc) B KiteTKax
MUKPOBOJIOpOCiei ucnoib3oBaics ¢uyopumerp MEI'A-25, ckoHCTpyHpOBaHHBINM Ha Kadenpe
onodmsukn  Omosormyeckoro  (dakyaprera MIY  mns paboTel € €CTECTBECHHBIMU
koHueHTpauusmu  urtorutankTona (I[lorocsw u nmp. 2009). B stom mpubope B KauecTBe
WUCTOYHHMKOB CBETA MCIOJB3YIOTCS JBa CHHHX cBeToauoaa mornHocthio 700 MBt (LXHL PRO2
Royal Blue 455 nm, Luxeon, Lumileds, CIIIA), a nmeTeKTOPOM CHTHala CIIYKUT
doroymuoxurens R7400U-20 (Hamamatsu, SlmoHus), mMTaHue KOTOPOTO 0OOECHeYHBAETCS
BBICOKOBOJIBTHBIM ~ HcTOouHMKOM C4900-01 (Hamamatsu, Snonus). Ilepen aerekropom
yCTaHOBJICH JTMHHOBONMHOBOW (rmsTp KC18, mpomyckaromuii BosHbI jamuHHee 680 aM. B
HAIUX JKCnepuMeHTax pocT ®X B cyOMWILIMCEKYHJIHOM JUama3oHe B cycreH3uu kietok C.
reinhardtii uHIyIPOBAIICSI MOIIHBIM CBETOBBIM MMIIYJILCOM HHTEHCHBHOCTBIO 12000 MKMOIB

2 ¢! pmurensrocthio 700 MKe. B mporiecce ocBelleHus TpHGOp PErMCTPUPOBA

($hOTOHOB M
curman ®X gepe3 kaxapie 0.75 Mkc, 9To oOeclieyMBaeT BBICOKOE BPEMEHHOE pa3pelicHue
KuHeTn4eckod KpuBoW. [lockonmpky mpuOop mnpeaHasHaueH Ui pabOThl C €CTECTBEHHBIMH
KOHILIEHTPAaLUsIMH (PUTOIUIAHKTOHA, TO NpeaBaputTenbHo cycnensuu C. reinhardtii, conepxamme
5-6 maH ki1 M, pasBomumuck B 200-300 pas cpefoil M BHIIEpPKHBATICH HA HU3KOM CBETY B
teyeHne 30 muH. CyOMMIIUCEKYHIHYIO a3y MHIYKIUUM DX annmpoKCHUMUPOBAIN (QYHKIMEH,
coJiepKalleil CUTMOMJIHBIM W SKCIOHeHIMabHbI KommoHeHThl (Joly and Carpentier 2009),
KOTOpBIE OTpakaroT Bkiax neHTpoB @C2 o u  TMIA, COOTBETCTBEHHO:
FI(t)=Aux(1-exp(-t/ta))+Apx(1-exp(-t/tp) (2)
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rae ¢ — KodhGHUIMEHT CUTMOUTHOCTH.

2.2.9. U3mepeHnue kunemuyeckux Kpugvix peoxucienus Qa

Kpussle TemHOBOM penakcanuu @X BO BpEMEHHOM AMana3oHe OT COTEH MUKPOCEKYH]I 10
cekyHn peructpupoBaiuck Ha ¢uyopumerpe FL3500 (PSI Instruments,Yexusi) npu BbIOOpE
IIPOTOKOJIa U3MEpPEHUs] KUHEeTUku peokucienus Qa’. IIpubop nmpenHasHaueH JUisl MPOBEACHUS
n3MepeHuii @X B CyCHEH3MsX BOAOPOCIEBBIX M IMAHOOAKTEPHUAIbHBIX KIETOK, a TaKXe B
CYCHEH3USIX CYOKJIETOUHBIX (POTOCMHTETHUECKUX MpenapaToB. Vi3mMepurenbHas kamepa nmpudopa
000py/10BaHa KIOBETHBIM OT/IEJIEHUEM C BO3MOYKHOCTBIO MEPEMEIINBAHUS U TEPMOCTATUPOBAHUS
00pa3uoB. B HalMX sKCHepUMeHTax B H3MEPUTENIbHYIO KIOBETY 00beMOM 4 Mil 00aBistian 1 mi

CYCIICH31UU BOAOPOCIICBBIX KIIETOK C KOHHGHTpaHHeﬁ X1 okoi0 20 MKT MJ'I-]'

win 1 MI1 cycrieH3uu
TUTAKOUIHEIX MeMOpaH M3 IHCThEB pacTeHHii ¢ KoHreHnTpanumeidr Xm 10 mxr mor?l. 3atem
MIOMEIAIN KIOBETY B U3MEPUTEIbHYIO KAMEPY, BbIIEPKUBAIM B TEMHOTE B T€UEHHE 5 MUH MpU
IIOCTOSIHHOM IepeMeliuBaHuu U temneparype 24°C u Bxmoyanu usmepenue. CoriacHo
MIPOTOKONy M3MEPEHHUs CHayala oOpasell OCBEIIAeTCSs KOPOTKOW  HACBHIMIAOUIEH BCHBIIIKON
ceera (20 mMkc, A=630 HM), MHIyUHUpYIOIIEH OIHOKpaTHOe cpabaTbiBaHue LeHTpoB DPC2 u
BoccTanoBienne Qa; mpu 3tom Qb u IIX mynm ocTaroTcss MPEUMYIIECTBEHHO B OKHUCICHHOM
cocrosinu. [lepexon Qa B BOCCTaHOBIEHHOE COCTOSTHUE COMPOBOKAAETCST pocToM BhIxoga OX.
[Tocne storo 3oHAMpyeTcs u3MeHeHue Bbixojga X B TEMHOTE OT YPOBHS, PETHCTPUPYEMOIO
yepe3 100 MKC mocie BCIBIINIKH, 10 MUHHManbHOro ypoBHs (Fo) dwepes 60-100 ¢ mocie
BCIIBIIIKH. 30HAUpoBaHue BeIxoa P X NMpou3BOANTCS HA pa3HbIX BPEMEHHBIX MHTEpBajIax MyTeM
B30y )aeHuss O X ciradbiMu uMmITyiibcamu cBeta (3 Mkc, A=617 am). U3MepeHHas KHHETHYECKast
KpHBast TeMHOBOM penakcanun @X oTpaxkaeT myTH pe-okuciaeHus Qa ¥ conepKuT TpH — YeThIpe
JKCIOHEHIMaNbHbIX ~ KommoHeHTa (Vass et al. 1999). Kwunermku 3aryxanus DX
AQHAIM3UPOBAINCH IYTEM annpoKcHManuu (yHKIUEH, BKIIOYAIONIEM TpU WIM YeThIpe

AKCIIOHCHIMAJIBbHBIX KOMIIOHEHTA.
F(t) - Fo == (Ai x exp (-/5)) (3)

rae t — BpeMeHHOW MacmiTabd kpuBoi, Bapeupytomuii ot 100 mxc mo 100 ¢, (F(t) — Fo) —
BenMurHa nepeMeHHoi MX B MOMEHT BpeMeHH t, | — HOMep COOTBETCTBYIOIIETO KOMIIOHEHTa, Aj

U 7i - aMIIUTy[da U BpEMs 3aTyXaHHA COOTBCTCTBYIOIICTO KOMIIOHCHTA.

79


https://febs.onlinelibrary.wiley.com/doi/full/10.1111/j.0014-2956.2004.04287.x#b23

2.2.10. Pecucmpayusi c6emounoyyuposaHuuix pedokc nepexodos P 6 ©C1

N3MepeHnsi penokc Mepexo0oB IMEPBUYHOrO JIOHOpa dJeKTpoHOB Pro0 B DCI1
IPOBOAMIINCH C MCIIOJIb30BAaHUEM npubopoB PAM101 u MPEA2 Hna cycneH3usx
MHKpoBojiopocieli u crnekrpomerpa JTS-10 (Bio-Logic, ®paHuusi) Ha JIHCThSIX paCcTCHHU.
OnTuyeckre METONbl OLEHKU PENOKC cOCTosHUS P7o0 OCHOBaHBI Ha HM3MEHEHMHM CBETOBOM
abcopOumu/mponyckanus/orpaskenus Ha auuHax BoiaH 810-820 am u 700-705 M npu mepexoe

P700 B okucinennyro gpopmy Proo*.

JUia u3MepeHHsl KUHETHMKH CBETOBOIO OKHUCIEHHA Pro0 M mocienyronero TEMHOBOIO
BOCCTaHOBJICHUsT P700° B KJIETKAX MHKDPOBOJOPOCIEH HCIoib3oBanmd mpubop PAM-101,
000py/IOBaHHBIM SMUTTEp-AeTeKTOpHBIM O1mokoM ED-P700DW. Pepokc cocrosinue Proo B
JTAHHOM IpUOOpE OLEHUBAETCS IO PA3HOCTU ONTUYECKOT0 NPOIYCKaHHs IpenapaToB Ha JUIMHAX
BoH 810 HM 1 870 M (curnan AAgio). nddepeHnnanbHblIil JBYXBOJHOBBINA PEXKUM H3MEPECHUI
CHIDKAeT BKJaJ aOCOpPOLMOHHBIX HM3MEHEHUH IUIaCTOLMAaHWMHA W JPYTrUX I[EePeHOCUUKOB
9JIEKTPOHOB B JeTekTupyembiii curHan (Schreiber et al. 1988). Okucnenne P7oo uHIyHHpOBAIN
GenbIM CcBeTOM HHTEeHCHMBHOCTHIO 2000 MKMONb (OTOHOB M2 ¢, HCTOUHMKOM KOTOpPOTO
cnyxuia ranoreroBast samma KL-1500 (Schott, I'epmanus). [Tockonbky npubop aganTupoBaH
JUIs TIPOBEJCHHUS M3MEPEHMH Ha JIMCThAX, TO IPEABAPUTEIBHO KIETKHM MHKPOBOJIOpOCIEH
OCKIAIMCh Ha CTEKJIOBOJOKOHHBIX (¢uibTpax. B pabore wucnonb3oBad ClaeayOLUIUi
AKCIEPUMEHTAIbHBIA poTOKOJ. CHauana oOpabaThiBaM CYCIEH3UIO ¢ KOHIIEHTpAIUEel KIETOK
5-6 MiTH M IypOHOM B KOHIIeHTpanuu 20 MKM 1115t GIOKUPOBKH 3JIEKTPOHHOTO TPAHCIIOPTA C
®C2 na OCI1. 3arem ocaxanu 2 MJI CyCIIEeH3UH Ha (PUIbTPE HA HU3KOM CBETY U BBIJICPKUBAIU
3 muH B TeMHoTe. [locie 3TOro moABOIMIM H3MEpPUTENbHBIA KOHEI CBETOBOJAA Hpudopa

BIUTIOTHYIO K ITOBEPXHOCTHU @Hanpa C KJICTKaMH U IMPOBOANIIN U3MEPCHHC.

Jnsa paspemenust Obictpoil dassl (<10 MC) CBETOMHIYyIMPOBAaHHOIO OKHCIEHUs Proo B
KJIETKaxX MHUKPOBOJOpoOciel ucnoib3oBamu npuoop MPEAZ2. Perucrpamusi peokc COCTOSHHS
P700 B MPEAZ2 ocymiectBasiercs no (GOTOMHIYLHPOBAHHOMY M3MEHEHHUIO OTPa)XKEHHUs CBETa Ha
JuinHe BoimHBL 820 HM C  HCNOJNIb30BaHWEM MPHUHIMIIA aAMIUIMTYAHOH  MOJIYJSIUH.
Peructpupyemslie B miporiecce CBETOBOM MHAYKIIUH (DOTOCHMHTE3a M3MEHEHUSI MOIYJIMPOBAHHOTO
curHana Ha JummHe BoyHBI 820 HM (MR) HOpMupyroTcs Ha HauvanbHbll ypoBeHb (MRo),
u3MepeHHsbIi yepe3 0.7 Mc rmocie Hayajga OCBEIEeHHS .

N3mepenus penokc nepexonoB Proo u Il B Xmopomiactax JIMCTHEB MPOBOJMINCH Ha
cnektpomerpe JTS-10 (Joliot and Joliot 2005). Peokc mepexozast P7oo B mprbope OleHUBAIOTCS

10 M3MEHEHHUIO MOTJIONIEHNS Ha JIrHe BOJIHBI 705 HM, a IIacTOLMaHNHA — Ha JUIMHE BOJHEI 735
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HM. [lepen n3MepeHUs MU JIMCThS aJaNTHPOBAINACH K TEMHOTE Ha BIAKHOU MOJJIOKKE B TEUCHUE
2 4, 3aTeM MMOMENIATUCh B U3MEPHUTEIbHYI0 KaMepy npuoopa u ocsemaniuchk 20 ¢ 6erapiM CBeTOM
uaTeHcHBHOCTEI0 200 MKMONL (GOTOHOB M2 ¢ Ul MHAYKIMH JHHEHHOTO SIEKTPOHHOTO
TpaHncnopTa. [locne 3Toro BeIIEpKHUBAIU JUCThS B TeMHOTe 20 ¢ U MPOBOAWIHN H3MepeHue. B
X0JIe U3MepeHuil st okucieHus: Pzoo u [T Mcronb30Baiicsi MOIIHBIA 6 ¢ MMITYJIBC JABHETO
KpPacHOTo cBeTa MHTeHCHBHOCTHI0 2500 MkMomnb (otonoB M2 ¢t ¢ makcumymom npu 720 HM,

KOTOpBII n3buparenbHo Bo30yxaaer OCI1. Ilocne oTKIIOUEHHS UMITYJIbCa JaIbHETO KPAaCHOTO

CBE€Ta IIPOU3BOJNIIOCHE USMEPCHUE TEMHOBOI'O BOCCTAHOBJICHHUA P700+ u HI_[ B TeueHue 12 c.

2.2.11. Hzmepenue kunemuueckux kpusvix @X 6 hpomobdbuopeaxmope

Pa3zpabotka BBICOKOA()(DEKTUBHBIX ($hoTOOHMOPEAKTOPOB, 000pyI0BaHHBIX
ABTOMATHYECKUMH CHCTEMaMH HEMHBAa3MBHOTO MOHHUTOPHHTA (DPU3UOJIIOTHIECKOTO COCTOSHUS
KyJIbTYypbl B pEXKHME pEIbHOTO BPEMEHH, SBISETCS aKTyaJbHBIM HAalpaBICHHEM B
OMOTEXHOJIOTHH MUKPOBOAOpOCieil. B cBs3u ¢ atum Ha kadenpe 6modusznku OMOIOTHIECKOTO
dakynprera MI'Y Obu1 paspaboran u wucneitan ¢uyopumerp SMART, no3Bonsromuit
POBOANUTH M3MEpeHHs KuHeTndeckuX KpuBbix MHAYKIHH (OJIP) u TemHOBO# penakcannu X
(kuHeTHKU peokuciaeHus Qa’) HEMmoCpeACTBEHHO B 3akpeiToM ¢oroduopeakTope (Antal,
Konyukhov et al. 2018). Ananu3 kuHETHYECKHX KPUBBIX DX MPOBOAMIN C TIOMOIIBIO METO/A
CIIEKTPAIbHOW  MYJIBTHIKCIOHEHIMANbHOW — anmpokcumanuun (MDA) Ha mporpaMMHOM
obecrnieuennu PyPhotoSyn, kotopsie Takke paspadoransl Ha kadenpe ouopusmku (IlrocHuHA 1

ap. 2015).

Controller Amplifier

Long-pass
filter

2-mm flow
cuvette,
transverse
plane

Short-pass
filter
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Puc. 2.4. Briok-cxema punyopumerpa SMART (u3 Antal, Konyukhov et al. 2018).

brnok-cxema mnpubopa Smart mnokasana Ha puc. 2.4. 3mepurenbHas Kamepa
diryopuMeTpa coAepKUT UCTOUHUK CBeTa, eTeKTop PX U MPOTOUHYIO KIOBETY, COEIMHEHHYIO C
¢doToOMOpeakTOpoM TepMETHYHBIM 00pa3oM C MOMOINBIO JJIACTHUYHBIX TpyOok. Cunuit
CBETOJIMOJI C MAKCUMYMOM u3IydeHHus npu 445 HM reHepupyeT Kak MOILIHBIE HACHIIAIOIINE
cBetoBbie UMITYJbChI ¢ [TDIID 5000 mpomomkurensHocThIO OT 250 MKC 10 10 ¢, Tak U KOpoTKHE
UMIYJIbChl  MPOJOJDKUTENbHOCTEIO 1.66 Mkc. [lomonHutensHO BO30YXAArOMIMKA  CBET
MIPOITYCKAETCS Yepe3 KOPOTKOBOJHOBBIN GuiabTp SZS-22 ¢ oTcedyeHueM BOJH juymmHHEee 560 HM.
OO0pa3ipl KyJIbTYpbl aBTOMAaTHUECKU MOCTYMAIOT B CTEKISIHHYIO KIOBETY, KOHCTPYKIIUSI KOTOPOM
XapaKTepHU3yeTcsi KOPOTKUM (2 MM) ONTHYECKUM ITYTEM, YTO ITO3BOJISIET PEAYIIHPOBATH S PEKTHI
3aTeHeHUs B IUIOTHOU KynbType U peabcopbiuio @X. Curnan ¢iayopecueHuu AeTeKTUPYeTCs
dorommomom BPW34 (Visha, CIIIA) mociae mpOXOKAEHUSA dYepe3 UIMHHOBOJIHOBBIN
ceeropmietp RG645, nponyckarommii ¢ortonsl amuHHee 670 HM. Curramn ($oTormoToka
HANpaBisieTCsT B TPAHCUMIICHAAHCHBIH yMHOXUTEIb (2 MOM), a BBIXOJHOE HAIPSHKCHUE
nocrynaer B 16 OutTHbIl aHanoro-uupoBoii mpeoOpa3oBaTellb U  HaNpaBisieTcd B
mukpokouTposuiep (ATmegal28, Atmel, CIIA). ITpu uzmepenusx OJIP KpHUBbIX 3amKCh TEPBOI
TOYKM TpOUCXoAuT dyepe3 1.66 MKc mocie Hayana OCBEUICHHS, W B TEYEHHE NEPBOi
mmntrcekyHbl u3mepsiercst 200 touek. [Ipu m3mepennn kpuBoit penakcanuu OX HadanbHBIN
poct @X HHAYHHpPYETCS MOIIHOW BCIBIIIKONW CBETa, MIUTENBHOCTh KOTOpO# cocramiser 250
MmKc. IlepBas Touka Ha kpuBoll 3aryxanus ®X uzmepsiercs uyepe3 56 MKC IMocie BCHBIIIKH,
4acToTa W3MEPEHU COCTaBIseT YeThpe TOYKM Ha KaXIyl JeKaay, a MaKCUMalbHas
NPOJIOIDKUTENBHOCTh m3Meperus - 10 c. [lpubop mo3BONSET NPOBOIUTH JTOCTOBEPHBIC
M3MEPEHHs B IMMPOKOM JuanasoHe KoHuentpauuii Xi or 0.01 mo 100 mxr mi?, To ecTh ¢
MOMEHTa MHOKYJISLMM 10 MO3THUX CTaauil KynbTHBamMu. [Ipu kaxqoM u3MepeHun oOpaser
MOCTYTAET U3 KyJbTHBATOPA B U3MEPHUTEIBHYIO KaMepy MpruOopa depes MoABOASILYI0 TPYOKy ¢
MOMOIIBIO TEPUCTATBTHYECKOTO Hacoca. OIHOBPEMEHHO C JTHM OTpaOOTaHHBIM oOpa3zell
BBIBOAMTCS M3 Kamepbl oOpaTHO B KyibTuBarop. IlocTymuBmimii oOpaszer] BblAEpP)KHUBaeTCsS B
U3MEpUTENIbHOM Kamepe MpuOopa B TOJIHOM TEMHOTE B TEYEHHE 3 MHUH, IIOCIE YEero
npou3Boautcst Jmbo wm3mepenne OJIP  kpuBoif, MO0 KpUBOW 3aTyxaHWs, KOTOpBIC
perucTpupyrorcs moodepenHo. OpUTHHAIBHOE MPOTPAaMMHOE  OOECIedeHHEe MO3BOJISET
YIpaBJIATh HACTPOMKAMMU M MPOTOKOJIAMHU M3MEPEHMs C KOMITbloTepa. /laHHbIE aBTOMAaTHYECKH
MOCTYMAIOT ¢ MPHOOpa B KOMITBIOTEP TMOCIE KaKJOI0 U3MEPEHHsI, AaHATU3UPYIOTCS U BBIBOJSATCS

Ha 5KpaH B BUJIE TPapUKOB B PEKUME PEATbHOI0 BPEMEHH.
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Puc. 2.5. CxeMa 3KkCniepUMEHTaIbHON YCTAaHOBKHM IJs1 u3MepeHuss KpuBbIX OX M KOHLEHTpauu pacTBOPEHHOTO

Kucjaoponaa.

1 —Tpexropinslif KyabTHBAaTOp; 2 — WIJVIa AJS BBIPABHHMBAHUS NaBJIEHUS; 3 U 4 — KUCIOPOIHBIN 3JEKTPOJ U €ro
KOHTPOJLIEP, COOTBETCTBEHHO; 5 — mepuctansTHdeckuii Hacoc; 6 — duryopumerp SMART, 7 — MarHuTHas Melaka;

8 — kommbIOTED.

B nanmnHoii pabore duyopumerp SMART wucnonb3oBaiicss IS HCCICIOBAHUS
(oTocHHTETHYECKHX XapakTepucTUK KynbTypbl C. reinhardtii mpu wunkybanmu Ge3 cepsl B
3aKpBITOM KYJIBTUBATOPE, KOTIa KYJIbTypa CaMOIIPOM3BOJIBHO MEPEXOAUT B aHadpoOmo3. Ha puc.
2.5 MoKa3aHO CXEMAaTHYeCKOe M300pakeHHE SKCICPUMEHTAJIbHOW YCTAaHOBKH JUIS M3MEPEHHSI
KWHETUYECKUX KPHUBBIX MHIAYKIMH U 3aTyxaHus ®X u comepxanus O B kynpTHBaTope. OnuH
JIUTP OTMBITOH OT cepbl KynbTypsl C. reinhardtii ¢ xomnenTparmeil knerox 4 MiH KI M
noMeniancs B Tpexropislii kKynsTuBaTop Biogen (Witeg, ['epmanus). KuciaopomHsiit smexTpos
(MARK302, VZOR, Poccusi) ¢ukcupoBaics B OOKOBOil TOPIOBHHE C MOMOIIBIO KaydyKOBBIX
NPOKJIQJIOK M TePMETHKA. DJIEKTPOJ TMOJACOCAUHSIICS K YIPAaBIAIONIEMY KOHTPOJLIEpY, a
KOHTPOJUIEP — K KOMITbIOTEpPY. BXOIHOE M BBIXOAHOE OTBEPCTHUE KIOBETHI B M3MEPUTEIBHOM
kamepe SMART repMeTHYHO COENMHSIIOCH C KYJbTHBATOPOM Yepe3 ra30-CBETOHEIPOHUIAEMbIE
rubkue Tpyoku qmHoit 30 cMm u auamerpoM 3 MM. KoHubl TpyOOK morpyxaiuch B KyJIbTypy
yepe3  BTOPY0  OOKOBYIO  TOpJIOBHHY  KyJIbTHBAaToOpa, a  OTBEPCTHE  TOPJIOBUHBI
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repMeTu3upoBasioch. LleHTpanbHas ToOpJOBHHA KyJIbTUBAaTOpa 3aKpblBajach TepPMETUYHON
KPBIIIKON ¢ 2yacTUYHON mnpoxiankoi. [locie 3Toro moakimrodand mpudop K KOMITBIOTEPY.
KynbTuBanus 6e3 cepbl MPOBOAMIACH HA CBETY MHTEHCHBHOCTBIO 100 MkMonb ¢otonoB M2 ¢t
npu KoMHatHOM Temmeparype (22-24°C) W MOCTOSHHOM IE€pEMEINMBAHUK B TedeHne 96 u.
[lepuoanyecku pe3MHOBYIO MPOKIIAIKY HEHTPAIbHOU KPBIIIKU KYJIbTUBATOPA MPOTHIKAINA UIIION
JUTSE BBIDABHUBAHUS JABJICHUS MEXIy Ta30BOM ¢a3zoil kymbTuBaropa u armocgepoii. I[Tocme
MOJICOEIMHEHUSI YCTPONCTB K KOMIIBIOTEPY BKJIIOUAJICS PEKUM aBTOMATUYECKOTO H3MEpPEHUs
KpuBbIX @X U JTaHHBIX MO COACPKAHUIO PACTBOPEHHOrO KHUCIopoja B KyJabType. KpuBbie ®X
PETUCTPUPOBAINCH B aBTOMAaTHUYECKOM PEXUME C YacTOTOM pa3 B 3 MUH B TEUEHHUE BCETO
nepuona HMHKyOanmu 0Oe3 cepwl. [Ipu m3MepeHHMH TOKaszaresneld KHCIOPOJHOTO DSJIIEKTPoja

KOHTPOJLJICP o0OecIeynBa aBTOMaTHIECKOE MOCTYIUUICHUC CUTHAJIa B KOMIIBIOTCP KaXK/bIC 30 c.

2.2.12. H3mepenue u ananuz kpugvlx samyxanus @X 6 HaHOCeKYHOHOM OUAna3oHe

Jns  peructpauuu KUHETUKM 3aryxaHuss @PX B NHMKO-HAHOCEKYHIHOM JlMala30He
UCTIONIB30BATTM  UMITYJIbCHBIA  uryopuMeTp, pa3paboraHHbli Ha Kadenpe Omodusuku
ouonoruueckoro ¢axyiprera MI'Y (Paschenko et al. 2000). B nmpubope 1eTeKTOpOM CIyKUT
3JIEKTPOHHO-ONITUYECas] KaMepa C IMUKOCEKYHJHBIM BpEMEHHbIM paspemieHueMm (Arar, CP3,
Poccust), coenvHeHHass ¢ MyJbTHKaHAJIbHBIM MaTpU4HbIM jaerektopoM C7041 (Hamamatsu,
Snonus). Hcrounukom cBeta siBisiercss nmukocekyHaHbid Nd : YAG-nmasep ¢ uUMIyIbCHON
JUOTHOM HAKa4yKOM M DJIEKTPOONTHYECKMM YIPABICHUEM TI€HEpauueld C HCIOIb30BaHUEM
AaKTMBHO-TIACCUBHOM  CHHXpPOHHU3allUd MO, 4YTO T[IO3BOJSIET TE€HEpUPOBaTb  HMMITYJIbCHI

nnuTenbHOoCTho 20 1ic ¢ aneprueit 10 0.5 mJIx u makcumanbHoi yacrotou 100 I'm.

I/ISMepeHI/ISI IpOBOAMIIMCE B CYCIICH3UU MHKpOBOI[OpOCJ'IGfI C KOHHGHTpaHHeﬁ KJIIETOK 5-6

MIH MTt

. B HeKoTOopbIX SKCIEepUMEHTaX HCKYCCTBEHHO BoccTaHaBiauBanu Qa, Ui 4ero
MTOMEIIAIA BOJOPOCIIEBBIE KIIETKH B TEPMETUYHYIO KIOBETY M IIPOJYBAJIM aprOHOM B TeueHue 15
MHUH Ha HHU3KOM cBeTy. sl yBenWueHHsI COOTHOWICHHs CUTHaN/mrym peructpuposanu 20-40
KpuBbIX M ycpenHsiMm ux. Kunernueckme xpusble 3aryxanuss OX ananusupoBanuch B
TPEXAIKCIIOHEHIIUAIBHOM TPUOIMKEHUH, JIOIyCKasl. YTO OBICTPHIA KOMIIOHEHT OTpaKaer
MUTPALMIO SHEPTHH U3 AHTEHHBI B PEAKLIMOHHBIN LIEHTP, CPEAHUN - NEPBUYHOE pa3/Ie]ICHUE U
PEeKOMOMHALIMIO 3apsA/I0B, a MEJUICHHbIII KOMIIOHEHT CBf3aH C AQHTEHHBIMH KOMILJIEKCAaMH, Y
KOTOPBIX OTCYTCTBYET 3HepreTuueckoe B3ammopencTBue c meHtpamu PC2. Takxke B pabote
IPOBOJWIA CUMYJISIIIMIO SKCIIEPUMEHTAIBHBIX KPUBBIX C MCIOJIb30BaHUEM MOJENU 00paTuMoin

pamukanpHOi mapsl Illariia (Shatz et al. 1988). Cxema momenu mpuBeneHa Ha puc. 2.6 (u3

Volgusheva et al. 2007).
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Open PS 2

k,
(Chl ,Pggo) PheoQ, — Chl ,Pggp ™ Pheo Q,
w Tl k, ! Lk,

(Chl , Pggo )PheoQ , Chl , Pggo ~PheoQ

Closed PS 2

k)
(Chl ,Pggo) PheoQ . _ Chl ,Pgg0o Pheo Q
Tl k, ! Lk,

(Chl , Pggp)PheoQ triplet P 680
O ground state

<
[T

cytb559

Puc. 2.6. Cxema peakiuii B OTKPBITHIX U 3aKpbIThIX HeHTpax DC2 cornacuo monenu lllarua (Shatz et al. 1988).

(ChlaPsgo)” - paBHOBecHOE cocTosiHUE MexKIy BO30yXKIeHHeM B aHTeHHe U Pggo; K1 U K1 — KoHCTaHTBI ckopocTeil
MEPBUYHOTO pa3lielieHuss U PEeKOMOWHALMK 3apsoB C MOCJIEYIOIeil reHepalyeil CHHITIETHOTO BO30YKIESHHOTO
cocrosinusi Pego; K2 — KoHCTaHTa cropocTH mepeHoca anektpoHa ¢ ®eo” Ha Qa B oTkpbiToM meHTpe DC2 min
KOHCTaHTa CKOPOCTH PEKOMOHMHALIMH 3apsIOB B TPHIUICTHOE WIIM OCHOBHOE COCTOSTHUE Pggo B 3aKPHITOM LIEHTpE; K3 —

KOHCTaHTa CKOPOCTH He(l)OTOXI/IMI/I‘ICCKOI\/'I JAC3aKTUBAIIUKU CUHTJICTHOI'O COCTOSHUA Xom.

2.2.13. Pecucmpayus mepmonroMuHecyeHyuu

[Tuku TtepmomomunecteHmu ‘Q’ u ‘B’ perucrtpupoBanuch B CYCHEH3HSIX KIETOK
MUKpPOBOJIOpOCIIEE ¥ B Tpenaparax TUIAKOMIHBIX MeMOpaH W3 JIUCThEB PACTEHHH C
UCTIOIb30BaHuEeM camoienbHoro omuHomerpa (Tyystjarvi et al. 2009). Cuauana oOpasibl ¢
coziepkanueM xjopodunaa 15 Mkr Ml BeIepKHMBanUCh B TeMHOTe 5 MUH B mpucyTcTsuu 20
MKM auypoHa mpH u3MepeHuu nuka ‘Q’ wim B TeMHOTE 0e3 MHTUOUTOpa MpU U3MEPEHUN TTHKa
‘B’. 3areM KJIETKM MM MEMOpaHbl OCaKIAINCh Ha CTEKIOBOJIOKOHHOM (uibtpe (Wattman wim
VWR); ¢uabTp momeriancs B CBETOHEIPOHHUIIAEMYIO HM3MEPHTEIbHYIO KaMepy npubopa, rie
obpaser; 3amopakuBaics mpu -10°C ¢ MOMOIIBIO TEPMODIEKTPHUUECKOTO MPeodpa3oBareis Ha
ocHoBe anemeHTOB Ilenthe. Ilocnme 3Toro ocBemanu obpaser; KopoTkuM (20 MKC) MOIIHBIM
CBETOBBIM UMITYIILCOM, HHIYIIUPYIOIIUM OJHOKpaTHOe cpabaTeiBanue eHTpoB ®C2. Ilpu aTom
B 3aMOpPOXEHHBIX  oOpaslax, o0Opa0OTaHHBIX  JUYPOHOM,  pa3lieJICHHBIC  3aPsIbI
CTaOMITU3UPYIOTCS, B OCHOBHOM, B cocTtossHun PC2 S;Qa’, a B HeoOpaObOTaHHBIX — B COCTOSIHAN

S;Qb” (cm. puc. 2.7). Tlocme atoro BKMIOUancs HarpeB obpasua co ckopoctbio 1°C ¢t u
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POBOJWIIOCh W3MEPEHHE CUTHAJA JIOMHHECHEHIIMA C MOMOMIBbI0 (oToymMHOXKUTENs. Harpes
oOpa3ila TPUBOIUT K TOSIBJICHUIO TIOJIOC CBEUYCHHS B PE3YJIbTaTe TEPMOWHIYIIUPOBAHHOTO
nepexona u3 cocrosaHus S2QaQb (muk 'QY) wim S2QaQb” (nmuk 'B') B OCHOBHOE COCTOSIHHE
S1QaQb mo HempsmMoMmy wu3nydarenpHOMYy myTH. Temmeparypa Twm, mpu KOTOpOW IHK
TEPMOJIFOMUHECIICHIIUH JOCTHTAaeT MaKCHMyMa, XapaKTepU3yeT BEIUYMHY SHEPTUU aKTHUBAIUH
COOTBETCTBYIOIIEH peakuu pekoMOnHamu. Kak H3BeCTHO, TEPMOIFOMIHECIICHIIMSI BOSHUKACT B
clIydae, eCi peKOMOMHAIHS 3apsIIOB MIPOTEKAET Yepe3 MPOMEKYTOUHOE BoccTaHoBIeHHE Deo ¢
HOCTIEAYIOIUM [IEPEHOCOM BJIEKTPOHA Ha Pego” M (OPMHUPOBAHHEM CHHIJIETHOIO COCTOSIHHMS Pego
(puc. 2.7). [Ipsmas pekoMOMHALUSA 3apSI0B IIyTeM TyHHEIHPoBaHus diekTpona ¢ Qa” Ha Pego’, a
Takoke pekoMOMHAIMA Mexny Peso’ m ®Peo” ¢ 0OpasoBaHMEM TPHIIETHOTO COCTOSHHS Pego
KOHKYPHPYIOT C YIOMSHYTBIM IIyTe€M M, TaKhUM 00pa3oM, TyllaT TEePMOIIOMHHECIICHIIUIO.
Heo6xoauMo OTMETHTH, YTO peKOMOMHamus 3apsmoB B mape S2Qa wmiam S;Qb sBisercs
MOATAITHBIM MIPOIIECCOM, BKIFOYAIONIMM OOpaTHBIN MepeHoc NojoxuTenbHoro 3apsaa ¢ KBK Ha
Peso (S2Peso>S1Peso’) m mociemyromiee BoccTaHOBiIEHHE Pego’™ 3JEKTPOHOM € aKIENTOPHOM

croponsl ®C2 (Tyystjarvi and Vass 2004, Maropun u Pyoun 2014).
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Puc. 2.7. Cxemarmueckoe wu3o0OpaxkeHne MexaHm3Ma QopmupoBanuss mnukoB ‘Q° m ‘B’ Ha KpuBBIX

TCPMOJITIOMUHECHCHIINH.

2.2.14. H3mepenue cnexkmpos ucnyckanus X

Huskoremmneparypusie (77K) criektpsl ucnyckanus ®X perucTpupoBaInch Ha KISTOUHBIX

OKCTpPAKTax H3 JIMCTHCB paCTeHI/Iﬁ N B KICTKax MHKpOBO}IOpOCHeﬁ C MHCIOJb30BaHHEM
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cnektpomerpa USB4000 (Ocean Optics, Eerbeek, Hunepnanabl) (cxemMa yCTaHOBKH MPHUBEICHA
Ha puc. 2.8). dmyopecieHus Bo30yKJaIach CBETOM TaJIOT€HOBOHM JamIbl OT CTaHAAPTHOTO
MPOEKTOpa TIOCTEe MPOXOKACHHUS Yepe3 KOPOTKOBOJIHOBBIA (MIBTP, MPOIMYCKAIOIINI BOJIHBI
kopoue 500 um (Corion, Newport Corp., CIIIA). [Tepen u3mepennem oOpasel] CyCleH3MH KIETOK
WIN KJIETOYHBIX SKCTPakToB oobeMoM 20 MKI M ¢ coiepskaHHeM Xia okomo 10 Mxr wor?
MOMEIIAJICS Ha JHO 2 MJI IPOOUPKHU U 3aMOPAXKHUBAIICS B KUIKOM a30Te. Y MOBEPXHOCTH 00pasia

(duKCHpOBAJICS M3MEPUTEIBHBIN KOHEI] CBETOBOJA, a APYrde KOHIBI OBUIM TOCOCIWHEHBI K

HCTOYHUKY CBETA U CIIEKTPOMETPY.

USB series
spectrometers Projector (light source)

USB4000-UV-VIS General
Lab Spectrometer

SpectraSuite Spectroscopy
Operating Software for
Windows, Mac and Linux

Transmittance
G

R400-7-UV-VIS Reflection/,
Backscattering Probe

Light fiber — i

77K

Frozen suspension

Puc. 2.8. CxemaTnueckoe n3o0paxkeHue npuHnuna padotel crekrpomerpa USB4000 u ycTaHOBKH AJIsl H3MEPEHUS

HU3KOTEMIIEpaTypHbIX cieKTpoB ucnyckanus OX.

Nsmepenus cnextpos noromeHus M ucnyckanus OX npu KOMHATHOM TeMmmeparype
MPOBOJIMJIMCH B CYCIICH3UAX KJIETOK MUKPOBOJIOPOCIIEH C UCIIOIB30BAHUEM CIIEKTPO()OTOMETPOB
Hitachi-557 u Hitachi-850 (SImonus), cootBeTcTBeHHO. PDiTyopecieHIys Bo30yKaaaach CHHIUM

CBETOM Ha JUTHHE BOJIHEI 450 HM.

2.2.15. Mukpockonus

MukpodoTtorpadpuu  KIeTok Me3opuuia JUCTa OBUIM  TOMYyYeHBl C  TOMOIIBIO
KOH(OKAILHOTO JIa3epHOro CKaHupyroiiero mukpockomna LSM510 META (Zeiss, I'epmanus) Ha

o0bekTHBE ¢ BOAHON mMmMepcueit (20%/0.50). Busyanuzamnus XJI0pOIUIACTOB MPOBOIMIACEH 1O
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aBTO(IyoOpecleHIIn XJ1 Tpu BO3OyXKIeHMH Ha uHe BOJdHBI 488 HM. VcrouHukom
BO30Y)KJAIOIIEro CBETa CIYKHMJ aprOHOBBIN JIa3epHbIM Auoxa. Jis perucrpauuu n300pakeHus
WCIIOJIL30BAIM JUTMHHOBOJIHOBOW (DUIBTp C mporyckanueM BoiH jutnHHEe 650 HM. IIpoexnuun
CHHMKOB BEpXHEH 4YacTH Me30(H/UIa JHUCTa 00padaThIBAINCH C MOMOIIBIO MPOrpaMMbl Zeiss
LSM Image Browser. J[lns omnpeneneHuss MOpP(OJOTHUECKHX XapAaKTEPUCTUK  KIIETOK
MHUKPOBOJIOPOCIICH HKCIOIB30BAJICS MOTOPH30BaHHBIA MuKpockon AXxioplan 2 imaging MOT
(Zeiss, I'epmanust) ¢ nporpamMmmHbIM obecrtieueHreM AXIO Vision 4.2, ocHamieHHbIH 1dpPoBOi

kamepoit AxioCam HRc.

2.2.16. Onpedenenue cpeonemoueuno2o pedokc nomenyuana napol Qa/Qa

CpenHeTOUYeYHBIH OKUCIUTEILHO-BOCCTAHOBUTENIbHBIN MOoTeHIIMa mapbl Qa/Qa” B dC2
OIpeIeIISUICS B Ipenaparax THIaKOHIHbIX MeMOpan u3 kietok C. reinhardtii myrem usmepenus
temHoBoro ypoBHsi ®X (F0) B xome penokc tutpoBanus. Kak M3BECTHO, MOHMKEHHE PEIOKC
MOTEHIMAJa CyCIeH3un (POTOCHHTETHYECKIX MeMOpaH HHAyIHpyeT BoccTanoBienne Qa B ®C2,
KOTOpOe compoBokaaercss poctoM Bbixoga FO (Krieger et al. 1995). B cBowo ouepensp,
MOHIDKEHUE PEIOKC TMOTEeHIMala Cpeabl MOXXHO BbI3BATh yJAJICHHEM KHUCIOpoJa U
OJIHOBPEMEHHBIM J100aBIIEHUEM CHIIBHOTO BOCCTAHOBUTEISI, TAKOTO KaK TUTHOHUT HaTpus. Jlns
OTIpeJICTICHUsT peoKC moTeHImana napbl Qa/Qa  MCrmoab30BalM YCTAaHOBKY, COCTOSIIYIO H3
HU3MEPUTEIIEHON TEPMOCTATHPYEMOU sTueKH 00beMOM 4 MIT B AUaMETPOM | CM, YCTaHOBIIEHHOM
Ha MarHUTHOW MeIIalike, peloKc snekrpona u ¢ayopumerpa PAM2000 (Walz, T'epmanus)
(cxema H3MeEpHUTEIbHOM KaMmepbl mpuBeAeHa Ha puc. 2.9). Hag usmeputensHOW Kamepoit
3akpersui penokc snekrpon OPII-101 (JlabopkommiiekT, Poccusi) Takum oOpa3oMm, YTOOBI
M3MEPUTENIbHBIN KOHEIl JIEKTpo/ia ObLI MOTrPYyKEH B cycreH3uo MmemMOpaH. COOKY BIUIOTHYIO K
s4elike ¢ 00pa3lloM MHOJBOJIWIM KOHEI CBeToBoja (iayopumerpa. M3meputenbHy0 Kamepy
3aTeHsTU (DONBrol M TepMEeTH3UPOBAJIM, 3aTEM BBOAWIN BHYTPb SYEHKH TPU TOJbIC WUIIIBI AJIS
NIPOIYBKM aprOHOM, BBIBEICHUS Ta3a W JUIS BBEIICHHs 00paslia U peAoKc areHTa. Bee m3mepenus
npoBoAWIIM Tipu Temmeparype 24°C. B Hagalle sKCIIieprMeHTa 4epe3 WITy BBOJWIN B STUCHKY 2
MJI CYCIIEH3UM TUJIAKOUJHBIX MeMOpaH, pa3BeneHHbIX B Oydepe @C2 no koHuenTpauuu 30 MKr

Xor murt

, BKIIFOUAJIM TIEpEMEIINBAaHUE U OCTABIISUIM B TEMHOTE Ha 5 MUH. 3aTEM U3MEPSIIA PEIOKC
noTeHIMan cpeapl (MB) 1o mokaszaTensMm 53JIeKTpoja W BEIMYMHY FO, COOTBETCTBYIOIIYIO
OKUCIUTEIbHBIM YyciioBUsAM. [lociie 3Toro HauMHaIM MEMJIEHHO MpPOAyBaTh Tra3oByl0 ¢azy
M3MEPUTENIbHON KaMephl aproOHOM 4Yepe3 OJHY UTIY U J00aBIATH C MOMOIIBIO HITIPHIIA Yepe3

BTOpPYIO UIy nostamHo, no 30 mkn pa3 B 30 cexkyHn, 100 MM pacTBOp AWTHOHMTA HaTpus,
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MIPUTOTOBJICHHBIA C COOJIOJIEHHEM aHa’pOOHBIX yciaoBui. [lokazaHus pemokc 3JeKTpoaa U
BenmnunHbl FO ¢ukcupoBamuce uvepe3 20 ¢ mocie BBEACHUS KaKJOW MOPHMU JUTHOHUTA.
W3mepenuss NpPOBOAWINCH JIO TEX TMOp, IOKa BbIXoA FO He jgocTturan HachlLEHUS,
CBUJCTENLCTBYSI O mepexone Bcex HeHTpoB PC2 B 3aKpbITOE COCTOSHUE C TOJTHOCTBIO
BOCCTaHOBJEHHbIM Qa. 3areM CTpoWSM 3aBUCUMOCTH FO OT 3HaueHus pelokc MOTeHIHala
Cpedbl U OIpPENeNsIN CPEIHETOYCUHBIH OKUCIUTEIbHO-BOCCTAHOBUTENILHBIA MOTEHIIHAN Haphl
Qa/Qa” kak BeTUYMHY PEIOKC MOTEHIMala Cpeibl, Ipu KOTopoit Beixoa ®X Bospacrer Ha 50%

OT pasHUIBI MCXKIY MaKCHUMAJIbHBIM U MUHHUMAJIbHBIM 3HAUYCHUCM.

penoKc 3NeKTpoL
EBEJEHHE

npoaoyeska
poay AWUTHUOHWTa

.~ YNAOTHWTENb

l'azoBan BoaAHan HaHa
daza
i CBETOBOA,
Ofpasey (PAMZ2000)
DurcaTop

MarHiT

Puc. 2.9. Cxema ycTpoiicTBa H3MEPHTENBEHON KaMephl T peJoKe THTpoBaHuUs Qa.

2.2.17. Oyenka cnexkmpanvhoix xapaxkmepucmux @CI1 u 2 memooom ‘Fo rise’

Jns ompeneneHuss CHOCOOHOCTH pasHBIX JUIMH BOJH MOHOXpPOMAaTHYECKOTO CBETa
Bo30yxkaath mnpeumymiectBeHHO DC1 (cBer DPCl) mnmu DPC2 (ceer DPC2) Hamu ObLT
MoanGHUIUPOBaH T.H. MeTon ‘FO rise’, KoTopblil ucnonb3yeTcs s oueHkH aktuBHOCTH [T
(Shikanai et al. 1998). B ocHoBe MeTona ‘FO rise’ nexur (eHOMEH MoCIeI0BaTeIbHOTO POCTa U
camkenus: Beixoga ®X (FO) ¢ dopmupoBaHHeM MakCHMyMa B TEYCHHUE HMPUMEPHO MUHYTHI
[OCJ€ BBIKIIOUEHHUS] AKTHUHUYHOTO CBETa YMEPEHHOW WHTEHCUBHOCTH, BO30YXIAIOIIETO
npeumyiiectseHHO OC1. Cpasy nocie oTKIoueHUs akTHHUYHOTO cBeTa [IX myn HaxoguTcs B
OKHCJICHHOM COCTOSIHUH, B TO BpeMsl KaK MEPEHOCUYHKU 3JIEKTPOHOB B CTPOME HAXOJATCS B
BOCCTAHOBJIEHHOM COCTOSIHUM M3-32 MTHOBEHHOW OCTaHOBKM IMkia KanbBMHa W MOTyT
BoccraHaBnuBaTh 11X myn Omaromaps peakumsm L[OT. Takum oOpa3om, mocie BBIKIIOYECHUS
AKTUHUYHOI'O CBE€TAa IPOMCXOIUT IIOCTENEHHOE BoccTraHoBieHHe I[IX mnyma B ycioBHsX
aktuBHoro 19T, kotopoe, Mo mMepe ucuepnaHusi BOCCTAHOBUTEIbHBIX IKBUBAJICHTOB B CTPOME,
cmensercs peokucinenueM [1X myna npu ygactun PTOX. Kak u3BecTHO, pemokc cocrossHue Qa
Ha CBETY OIlpeJiesigeTcsl 6aJaHCcOM MEXAY TPaHCIOPTOM 3JIEKTPOHOB C IOHOPHOM cTopoHbl OC2
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Ha Qa u orTokoM 3nekTpoHoB ¢ Qa B IIX myn. Ecnu nocie BhIKIIIOUEHUSI aKTUHUYHOTO CBETA
OCBelIaTh 00paslbl CIadbIM CBETOM, CIIOCOOHBIM WHAYIMPOBATH TPAHCIOPT 3JEKTPOHOB C
JnoHOpHOU cTopoHBl Ha Qa, To BoccranosineHue [IX myna OyaeT NPUBOAUTH K CHUKECHHUIO
CKOpOCTH peokucieHuss Qa, HAaKOIUIEHHWI0O BOCCTAHOBIIEHHOUM ¢opMbl Qa M, COOTBETCTBEHHO, K
pocty Beixoaa ®X. B uzHayabHOM BapHaHTe METOAA AJIi U3MEPEHUs TPAaH3UTOPHOro pocTta FO
UCTIOJIB30BATH MOYJIMPOBAHHBIE H3MEPUTEIbHBIE UMITYIbCHI cBeTa (PAM), KoTopbie 00anaoT
cJ1abbIM aKTUHUYHBIM 3((eKToM mpH BBICOKOW YacToTe MOAYISIIMUA. Mbl MoauduuupoBanu
METOJl, aJanTHUPOBaB €ro s OIpeleieHHus] CIOCOOHOCTH MOHOXPOMAaTHYECKOro CBeTa
npeumymectBeHHO Bo30yxaarh ®CI1 umu ®C2. [[nsg 3TOro cHavyama yCTpaHWIM aKTHHUYHBINA
3pPEKT W3MEPHUTEITHHOTO CBETA, BKJIIOYAsh MMITYJIbCHl TOJIBKO B OIPENEICHHBIE MPOMEXKYTKH
BPEMEHH TI0CJIC BBIKJIIOYECHUS! aKTHHUYHOTO CBETa. 3aTeM B KauyeCTBE CBETA, aKTHBUPYIOIIETO
poct FO, ucmonbp30Baiu MOCTOSHHBIH MOHOXPOMATHYECKUN CBET HM3KOM HHTEHCHBHOCTH C
[IOIID 2.5 (akTUBUPYIOLUUN CBET), KOTOPBIA BKJIIOYAIN TOCIE BBIKIIOYEHHUS AKTUHHYHOTO
cBera. OueBHUIHO, YTO €CJIM B KauyeCTBE aKTUBHMPYIOIIErO CBETa McHoib30BaTh cBeT PC2, ToO
ad ekt pocta FO ycmmuTcs m3-3a yBENHUEHUST CKOPOCTH JJIEKTPOHHOTO TpaHcmopTa Ha Qa u
CHWKeHUs ckopocTH peokucinenus 11X mpu yuactuu ®C1. Dto npuBener Kk GOpMUPOBAHUIO
BBIPAKEHHOTO MHKa FO mociie BBIKIIOUEHHs aKTHHUYHOTO cBeta (cMm. muk FO Ha puc. 2.10). U
HaoOopot, ucnonb3zoBanne cera PC1 yMmeHbIIaeT aMIUIUTYAy W IIUpUHY Tuka FO wu3-3a
CHIDKEHHSI CKOPOCTH BoccTaHOBIeHHs Qa W yBenwueHHs CKopocTH peokucieHus [1X mpu
yuactun PCIl. Takum oO0pa3om, H3MepeHHE CHEKTpOB JAEWCTBUS NUKa FO mo3Boiser
0XapaKkTepHU30BaTh CIIOCOOHOCTH TOW MJIM MHOM BOJHBI BUIUMOIO cBeTa Bo30yxaath PC1 umu 2
U BJIMSTH, TAKUM 00pa3oM, Ha OajlaHC 3JIEKTPOHHOTO TPAHCIIOpPTa uepe3 00€ POTOCUCTEMBI.
Nzmepenuss ®X npoBogwmmcy ¢ nomombio ¢uryopumerpa PAM-101 B cooTBeTcTBUM
IPOTOKOJIOM, aJaNTUPOBAaHHBIM [UIl KJIETOK MHKpOBojaopocieil. B kauectBe o0ObekTa
ucnosnp3oBain Scenedesmus quadricauda, mockoibky ¢enomen ‘FO rise’ Obul Hamboee
OTYETJINBO BBIpaKEH y mpencraButeneit poaa Scenedesmus. CHavana BbIICPKUBAIN KIETKH S.
quadricauda B Teyenue 1 yaca Ha KOMHATHOM CBETYy NpPU KOMHATHOH TemIiepaType, 3aTeMm
OCaXJlall Ha CTEKJIOBOJOKOHHBIX ¢umibTpax. CoaepxkaHue X1 Ha TMOBEPXHOCTH (QHIbTpa
coctapnsano 70-75 mr M2, Tlocie 3TOro yKnaabIBamy (GHILTP HA BIAKHYIO HOINOKKY CTOPOHOIM
C KJIETKaMH BBEPX M (DUKCHPOBAIN W3MEPUTEIBHBIA KOHEIl CBETOBO/IA HA PAaCcCCTOSTHUU | MM OT
NoBepXHOCTU (uinbTpa. B COOTBETCTBUM € 3amporpaMMHpOBAaHHBIM IMPOTOKOJIOM, CHayaja
BKJTIOYAJICs ci1a0biid m3MeputenbHblii cBeT (ML) ¢ wactoroit 100 I'u, a wepe3 20 ¢ mocine 3Toro
MOJIaBAJICSl MOIIHBIA UMITYJIbC Hachimaromero csera (SP) (ITPI1d 5000, 0.8 ¢), cpasy mocie
KOTOpOTO BKJItOUascs akTHHUYHBINA Oenblid cBeT (AL) ¢ TIPIID 50 kak mokazaHo Ha puc. 2.10.

Yepez 180 ¢ ocBemeHus momaBalicss BTOpod wmmimyiibe SP. Hackimaronme WMITYITBCHI
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HEOOXOAUMBI ISl OLEHKH HE()POTOXMMHUYECKOTO TYIIECHHS, KOTOPOE MOXKET BIHSTH Ha (GopMmy u

ammmutyny ‘Fo rise’. Yepe3 60 ¢ mocie BTopoii Bembimiku SP Beikimrouanucs AL u ML u

BKJTIOYAJICSI MOHOXPOMATUYECKHI aKTHBUPYIOMIMA CBET WHTEHCHUBHOCTHIO 2.5 MKMOJIb (JOTOHOB
2 1

M ¢, CHEKTpaJbHbIE XapaKTEPUCTUKH KOTOpOro ompeneisiuck cBeropuibrpom HWHM ¢

mmprHO# mojocs! nponyckanus 10 um (Corion, Newport Corp., CIIIA). U3mepenue ypoBus Fo

Ha ATOW CTAaUU MPOUCXOAMIIO IUKIaMH BKitoueHuss ML Ha mosicekyHabl depe3 Kaxkisle 5 c.

Jlns konuuecTBeHHO olieHky nuka FO nannbie no ®X nHTErpUpoBaiu B MUHTEPBAJIE BPEMEHHU 5-

80 ¢ u HopMHUpOBau Ha ypoBeHb Ft, U3MepeHHbI nepes BHIKII0YEHHEM aKTHHUYHOTO CBETA.

SP
Al on

SP

AL off
ML off

Fluorescence

ML on
ﬁ @Fo bump
- )
Chopped ML on
Activating light on
0 100 200 300

Time, s

Puc. 2.10. [IpoTokon u3MepeHus TpPaH3UTOPHOTO pocta Fo mocie BEIKIFOYeHHs: akTHHUYHOTO cBeTa (Fo rise).

Ha puc. 2.11 npuBeneHs! nonydeHHbIe Ha kieTkax S. quadricauda criekTpsl aeiictBus ‘Fo
rise’. OtyeTMBO BUAHBI Tpu Makcumyma npu 470-490 um, 580 HM u 650-670 HM, KOTOpBIC
XapaKTepU3yIOT JUIMHBI BOJH, BOo30yxknatomue npeumyuniectBeHHO ®C2, u yeTbipe MUHMUMYyMa
mpu 430-450 uM, 530 HM, 630 HM 1 690 HM, COOTBETCTBYIOIIKE JITTMHAM BOJIH, BO30YKIAIOLTIM

B Ooubreii crerienu OCI.
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Fo rise, r.u.

400 450 500 550 600 650 700

Wavelength, nm

Puc. 2.11. Crextps aeiictBus ‘FO rise’ B kieTKax 3eJeHOM MUKpoBogopocin Scenedesmus quadricauda.

2.3. AHaJIN3 KHHETHYeCKHX KPHUBBIX pocTta/3atyxanusa ®X u penokc mepexomgoB Pro ¢

ucnoab3zoBanueM Mounrte-Kapio moaenu ITI®D
2.3.1. Obwas xapaxmepucmuxka memooa u Mooenu

B marematnueckom metoae Moute-Kapio renepanus ciydyalHbIX YHCEN UCIOIb3YETCs
JUTS. OLIGHKH BEPOSITHOCTH PEaM3allii CTOXACTUYECKUX TPOILIECCOB, B TOM UYHUCIIE TPAHCIYKIHH
sueprun B (orocuntese (Kroese et al. 2011). TlpumeHeHue 3TOrO MOAXOMA TMPEAIOTAraeT
MOJICIUPOBAaHNE MOBEJCHHS Ka)X0T0 WHAMBUIAYAIBHOTO 3JIEMEHTa MOJENH, TAKOro Kak aToM,
MOJIEKYJIa WM MaKpOMOJEKYJISpHbIM KoMIulekc. B Hameil pabore Mmeron Monte-Kapio
ucronb3oBaics i MoaenupoBanus [1I1D B mupokom quana3oHe BpEMEH OT MUKOCEKYH] J10
CeKYHJI U CUMYJISIIMM HECKOJIbKUX THIIOB JKCIepuMeHTalbHbIX KpuBbix (Antal et al. 2013b,
Macnakos u ap. 2016, Antal et al. 2018). [1pu 5ToM ycroBus peanu3aiy BEPOSTHBIX COCTOSHHI
Ka)X/IOTO KOMITOHEHTa MOJIeNT OBUIM M3HAYaJIbHO TMpPEAONpeeNieHbl yTeM 3aJaHusl CKOpOCTeH
BCEX BO3MOXKHBIX pEaKIMi, MPOTEKAIMMX IPH YyYaCTUH KaKIOTO OTAEITBHOTO JJIEMEHTa
cUCTeMBbl. B 4acTHOCTH, KOHCTAHTBI CKOPOCTEH MOIJIOIIEHUs! (POTOHOB, MyTeH IE3aKTUBALMH
CHHIJIETHO-BO30Y)KJICHHOTO COCTOSHUS XJI, MyTel aJIeKTpoHHOro TpaHcrnopra BHyTpu IIBK n

mexay [IBK Obutr 3a1aHbl THOO HA OCHOBAHWHU OMYOIMKOBAHHBIX IKCIIEPUMEHTATBHBIX JaHHBIX,
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anb0, UCXOJS W3 Pa3yMHBIX MPEINOJIOKEHUH, HAa OCHOBAHHUU PE3YyJIbTaTOB TECTUPOBAHUS
Mojend. B cBS3M ¢ 3TUM MoOJeNb OTHOCHTCS K Tak HassiBaemMoMy Tumy 'rule-based” c
ONpEe/IeTICHHBIMU TpaBUJIaMU TOBeACHUS. B Hacrosmied Mojenu Mporecc MOACIUPOBAHUS
pa3OUT Ha KOPOTKUE BPEMEHHbIC MEpHOjbl (IArd MOEH), BO BPEMS KOTOPBIX MPOHCXOIUT
pacueT M3MEHEHHUsI CHCTeMbl IIpU YydYeTe BCEX BEPOSTHBIX JJIEMEHTApHBIX COOBITHIA.
JITMTeIhHOCTD TIara MOJIENIH OTNPEEIIeTCs KaK BEIMYMHA OOpaTHO MPOMOPIHUOHAIBHAS CyMME
KOHCTAHT CKOPOCTEW BCEX pEaKIMil, MPOTEKAaHHWE KOTOPBIX BEPOSITHO B TEKYILIEM COCTOSHUU
cucteMbl. Bo Bpemsi KaXJIOro Takoro miara pacCUMTHIBACTCA KOJMYECTBO MCITYCKAaEMBbIX
anteHHOH ®C2 GoTOHOB M KOIMUECTBO P700 B OKHUCIEHHOM COCTOSIHUU, KOTOpBIE SIBIISIOTCS
OCHOBHBIMH BBIXOJHBIMHU JaHHBIMH Mojesd. [locrneqoBaTesbHbIA pacyeT BBIXOJIHBIX JAHHBIX B
yepene 1aroB MOJIETM JAeT B pe3ysbTaTe KUHETUUYECKYI0 KpuBYyr0 DX MM peoKC MepexooB
P700, KOTOPYIO MOKHO CPaBHUBATH C SKCIIEPUMEHTAIBHBIMU KPUBBIMH.

Paspaborannas wmogmens [III®D BkiIoyaeT HECKOIBKO MWJUTHOHOB — OTJENBHBIX
dotocunternueckux OTL, kaxmas u3 xkoTopbix coaepkutT 1 ®C2 o Ttuna (CynepKOMILIEKC
®C2) wu 1 ®C2 B tumna, 6 mosiekyn PQ, 1 mutoxpomusiii komiuieke be/f, 2 monexynsr I, 1
komiuiekc @C1 u 6 monekyn @na. JlanHubie cooTHOMIEHUs Mexay kKomnoneHTamu DLl ocHoBaHbI
Ha JKCcIepuMeHTanbHbIX AaHHbiX (Antal et al. 2013a). OOmias cxema opraHu3aly OTICILHON
¢dorocunternyeckoir DT B Momenu mokazana Ha puc. 2.12. BennyuHbI KOHCTaHT CKOPOCTEH

peaKHHI’I " JPpYyrux napamMeTpoB MOICIN ITPUBCACHLI B Ta6J'II/II_Ie B HpI/IHO)KCHI/II/I A.

Pazpaborannas moaens [1T1®D 6a3upyercs Ha caeAyOMMX MPEANOI0KEHHUSIX U HOBAITHIX

1. Ilpeanonaraercs, uro Tymuteasmu OX, onpenenstoumMu GopMy KHMHETUYECKUX KPHUBBIX
®X, apasrores Qa, ITx u Pesgo™.

2. B Mozmenu y4HWTHIBaeTCS CTPYKTypHas W (PyHKIMOHAIbHAs T€TePOTeHHOCTh KOMIIOHEHTOB
dorocunternyeckoir DTL. B wactHoctn, ®C2 mpencraBieHa crpykrypamu o ¥ 3 tuma, Qp-
BOCCTAaHABIIMBAIOIIMMU M HEBOCCTaHaBiIuBawIMMHU LeHTpamu DC2. B cynepkomiuiekce
JIOTTYCKAETCsl IHEPTreTUYECKOE B3aMMOJICUCTBUE MEXY BXOIAIIMMHU B €0 COCTaB IIEHTPaMU
®C2. Takxe 3amaHbl OMpeCIICHHbIC COOTHOIIEHUs Mexay S cocrosHusmMu KBK u mexmny
MYCTBIM M 3alOJHEHHBIM cocTosiHUsMEH QD-caiita B ycinoBusx TemHoBo# amantammu. [1X myn
MPEJICTABJICH T.H. OBICTPBIM U MEAJICHHBIM MOIITYIAMHU.

3. Buepsoie B Monens [MI1®D Brirodensl B komiuiekce Q-muki, [[DT, peaknuu X10poasIxaHus U
peakuus Memnepa.

4. Bniepsbie Bbixo @ X olleHUBaeTCs SBHBIM 00pa3oM.

5. BnepBeie B Mozenu yuuTbhiBaroTCa cauThl cBs3biBaHus [IX, [In m dx ¢ UUTOXpOMHBIM

roMruiekcom bef u @C1.
93



6. BniepBble Mojienb OblIa UCIIOJIb30BaHA I CUMYJISIIUU YEThIpEX THIOB IKCIEPUMEHTATbHBIX
KWHETUYECKUX KpHBbIX: 1) cBeTomHaympoanHoro pocra ®X (OJIP), 2) remHOBOrO 3aTyxaHus
®X B HAHOCEKYHAHOM Juarnazone, 3) TeMHoBoro 3aryxanus ®X B gumanazone ot 100
MukpocekyHa 10 100 cexyn, 4) CBETOMHAYIUPOBAHHBIX K3MEHEHHUH MTOTJIONICHUS, CBSI3aHHBIX C

penokc nepexoaamu Proo.

Heo06xomuMo  OTMETUTH, YTO MOJAEIHPOBAHHME  BBIIICONMUCAHHOM  CHUCTEMBI €
UCIONIb30BaHueM IU(GepeHIIHaATbHBIX YpaBHEHUN TpeOyeT pa3paboTKu 2-3 THICSY ypaBHEHHI.
Bxutouenue m000ro HOBOro KOMIIOHEHTa B Takyl0 MOJENb BEAET K YBEIWYCHHIO KOJUYECTBa
YpaBHEHHI M K HEOOXOJUMOCTH NEpPECTPOWKH BCEH CHCTEMBbl YPAaBHEHUH, 4YTO SIBISETCA
TPyAOEMKHUM TmpoueccoM. Meron Monte-Kapino 3HauMTEIhHO OOJIErdaeT MpOIEcC BHECCHHS

W3MEHEHHH B MOJCJIb ITpHU TCCTUPOBAHNH.
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Puc. 2.12. O6was cxema mozaenu IIT1D.

Peaxkiuu B antennsix komiuiekcax ®C1 u 2, anekrponnsiit Tpancnopt mexay DC2, uut bsf u @C1, a takxe myTH,
CBsi3aHHBIE C xyopozpixanueM, L[OT u peakiueit Memnepa 0003Ha4YeHBI YNCIIaMH, KOTOPBIE YKa3bIBalOT HA HOMEpPa

COOTBETCTBYIOIINX peakiuii B Tabnuiie u3 [Ipunosxxenus A.

2.3.2. Moodenuposanue peaxyuii 0e3axmuayuu SHepeul 6030)HcOeHUs.

[Mockonbky pacyer @X SBHBIM 00pa3oM SIBISETCS OJHOW W3 OCHOBHBIX XapaKTCPUCTHUK
OpEJCTaBJACHHON  MOJENH, TO MNPHHIUMHAIGHO BaXHBIM  SBISIETCS  MOJICIMPOBAHHUE
B3aUMOJICHCTBHS MEXAy OBICTPBIMH MPOIECCAMH B aHTEHHE (OTOCHCTEMBI W  Oolee
MEJIJICHHBIMH PEaKIUsIMH DJIEKTPOHHOTO TpaHcmopTa. Mcmonbs3oBanue merona Monrte-Kapio

MO3BOJIACT PCIIUTL JTY 3aJaydy. CBeTOCOGI/IpaIOH_[I/IC komiuiekcel @C1 u 2 IOorjIomaroT (I)OTOHLI
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CO CKOpPOCTBIO, OmpeaensieMoii B Mojenu cBeToBoil koHctaHToi Ki. ITocme Toro xak CCK
3axBaThIBacT (DOTOH, BO3ZHUKAIOIIEE CHHIJICTHOE BO3OYKIECHHOE COCTOSHUE XJI MOXET OBITh
JIE€3aKTUBUPOBAHO MOCPEICTBOM (DOTOXUMHUYECKOTO MPOIlecca, TeIJIOBON MU U3ITydaTeIbHOH (B
®C2) auccunanuu sHepruu. B Hameidn momenu (oroxmmudeckoe mpeoOpa3oBaHUE SHEPTHH
BO30YKIEHHOTO 3JIEKTPOHHOTO COCTOSIHUS MPOTEeKaeT B jBa dtamna (puc. 2.12). Ha nepBom sTare
aJeKTpoHHOE BO30YyxaeHue nepenocutcs n3 CCK2 unm 1 Ha cniennanbabie mapbl X1 Pego 1 P7oo
B peakimoHHbIX 1eHTpax PC2 u ®C1, cOOTBETCTBEHHO. JTa peakiusi KOHKYPUPYET C peakiuen
TEIJIOBOM auccunanuu sHepruu B anteHHe @C1 u 2, a Takxke ¢ peaklMeil UCITyCKaHHs KBaHTa
bayopecueniun B anTeHHe DC2. Ecim Pego mmm P70 HaXomsTcss B HEUTPATbHOM PEIOKC
COCTOSIHM ¥ B OCHOBHOM 3JICKTPOHHOM COCTOSIHUH, TO MPHU Nepeadye SHEPruu OHU NEPEXOIAT B
CHHTIIETHOE BO30YXkaeHHoe coctosHme (‘P*). B Mozmenm Momyckaercs, d9To 3TOT HPOIECC
ABIIIETCS. OOpAaTUMBIM, T.€. BO3OY)KIIEHUE MOXKET TepeaBaThCsl OT CHEIMAIBHBIX Map 00paTHO B
anTeHHy. Ha BTopom sTamne B0o30yxaAeHHOE cocTossHue Pggo nian P7oo MPUBOAUT K MEPBHUUHOMY
pasenenuio 3apsaaoB ¢ oopazoBanureM map Pego’ @eo” u P7oo" Ao, coorBercTBEHHO. HeoOXx0aumo
OTMETHUTh, YTO B HAIlIEd MOJEIM KOHCTAHThI CKOPOCTEH MEPBUYHOTO Pa3ACIICHUs] U TIEPBUUHON
pPEKOMOMHAIIMM 3apsA70B 3aBUCAT OT peaokc coctosHus Qa (tabna. B Ilpumokenuu A).
PekoMOuHaIMsi mepBUYHO pa3feNieHHBIX 3apsI0B MPUBOJIUT, B OCHOBHOM, K (POPMHUPOBAHUIO
coctosHuS 'P*, T10CTIe 4ero »IeKTpOHHOE BO30YXKIEHHE MOXKeT cHOBa nepenocuthes B CCK, re
OHO MOXET JUCCUITMUPOBATH TEIUIOBBIM WIIN U3nydaTesbHbIM (B @ C2) oOpazom.

B Monenu tennoBast nuccumnaius BO30yKI€HHOTO 3JIEKTPOHHOTO COCTOSIHHSI IIPOUCXOIUT B
antenne ®C1 u ®C2 wiaM OpU MEPEHOCE DHEPIUM U3 aHTEHHHI Ha Pego’. Takke B Mojenu
YUYUTHIBACTCSI BIMSHUE peAoKC cocTosiHus [1X mynma Ha TEmIOBYIO IUCCUIAIMIO SHEPTUH B
CCK2. Tak, pomyckaercs, 4YTO IUJJAaCTOXMHOH B OKHCJICHHOM COCTOSIHUM YBEJIMYUBAET
BEPOATHOCTh TEIJIOBOW AMCCUIIALIMK DHEPTHH TMpHU B3auMojencTBuu ¢ anTeHHo PC2 mo
HeusBecTHOMY Mexanusmy (Vernotte et al. 1979). dnyopecueniust ucmyckaercsi B antreHne @C2
U €€ BBIXOJ 3aBHCHUT, B OCHOBHOM, OT PeloKC cocTostHusl Qa, KOTOpoe BIHSIET Ha OOpaTHBIN
MOTOK SHEPruu U3 peakiuoHHoro neHrpa @C2 B aHTeHHY Onarogaps MOAM(PHUKAIIUN KOHCTAHT
MEPBUYHOTO pa3ieNieHus] U pekoMOuHaIuu 3apsaoB. Takxke Bbixoa @X onocpeoBaHHO 3aBUCUT
OT BEPOSATHOCTH TETUIOBOW JAMCCHUIIAIIUU SHEPTUU U, COOTBETCTBEHHO, OT PEJOKC COCTOSTHUS Pego

u I[1X.

2.3.3. Mooenuposanue peaxyuil 31eKmpoHHO20 MPAHCROPMA
[Tockonbky uctounukom OX spusercs PC2, To ee CTPyKTypa B MOJAENHU MpeICTaBICHA
HauOosiee moapobno (puc. 2.13). Kaxnawii peaknuonubld 1eHtp ®C2 cBs3aH ¢ aHTEHHOU

(CCK2) u BrIIOYAET JOHOPHYK 4acTh, mnpeacraBieHHyio KBK, tuposunom Z (Yz) wu
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(GOoTOaKTUBHBIM NUIMEHTOM Pggo, a Takke aKIENTOpPHYIO YacTh, MpenacTaBieHHylo @eo,
MEPBUYHBIM XUHOHOM Qa ¥ (QB-CBSI3BIBAIOIIMM CAaHTOM, KOTOPBIA MOXET COAEpKaTh JIMOO He
coaepxath Mmojnekyny I[IX. KBK B Mozenn mMoxxker HaXOguThCs B OJHOM U3 4X BO3MOXKHBIX
pemokc cocrosiamii: So, S1, Sz u Sz (Kok et al. 1970). B moaenu Takke yuutsiBaetcs, uro Qb-
CBSI3BIBAIOIIMI CAaHT MOXKET HAXOJUTHCS B OJTHOM M3 YEThIPEX COCTOSHUI: 1) 63 MIacTOXHHOHA,
2) ¢ wmomekynoir IIX B oxucienHoMm cocrosHuu (Qb); 3) ¢ wmomekymoit IIX B
nojyBoccraHoBiieHHOM coctosiHuu (Qb7), 4) ¢ mMostekyinoit I[1X B MOJHOCTHIO BOCCTAHOBJICHHOM
u nporonupoBaHHoM cocrossuun (QbH2). Ilpu sToM, Haubonbmieh apdurHOoCTEIO K Qb-caiiTy

O6J'Ia,[[aeT IIOJIHOCTBIO OKHUCJICHHAaA (bopMa HX, a HauMEHBIIIEH — ITOJITHOCTHIO BOCCTAHOBJICHHA.
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Puc. 2.13. Peakuuu snektporHoro tpancmnopra B ©C2.

Kak um3BectHO, Q-IIMKJI CIYXKUT IJi MEpPEeHOca OAHOTO JIOTIOJHUTENHHOTO MPOTOHA U3
CTPOMBI B JIFOMEH Ha KaXIblii 3JIeKTPOH, mepenecenusiii or ®C2 k ®C1 (Breyton 2000). dus
peanmu3anun Q-IMKIIa B MOJIENb OBUTH BKJIFOUEHBI PEaKIMHU TepeHoca 31eKTpoHoB ot [IXH; Ha
[TX(ITX") BuyTpu 1t bef kak mokazano Ha puc. 2.14. J{is 3TOro BBEIM cailThl cBsa3biBanus [1X ¢
mromuHaIbHOHN (QO0) 1 cTpoManbHO#t (QI) CTOPOHBI KOMIUIEKCA, a TaKXKe reMbl D Tuma. Q-1HKII B
Mozenn (YHKIIMOHUPYET Mo cienyomeMy Mmexanusmy. Chauana [IXH: cBsaseiBaercs ¢ QO
cailToM. 3aTeM B MOMEHT BpPEMEHHM, Korjaa akuentopbl anekTpoHoB [I1X u Il oxasbiBarorcs
CBSI3aHHBIMH C IUT Def KOMITIIEKCOM, IPOUCXOIUT OJTHOBPEMEHHOE IBYXIIEKTPOHHOE OKUCIICHUE
wiactToxuHona. OQUH DIEKTPOH MEPEeHOCUTCS depe3 JKesle30CepHbIN kiactep Oenka Pucke k

MOJICKYIJIC I, a I[perﬁ QJICKTPOH  IIOCJICAOBATCIBHO IICPCHOCUTCA Ha HHU3KO- U
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BBICOKOITOTEHIIHANBHYIO popMy TeMa b u mganee - Ha cBszannyio ¢ Qi caiitom monexyny X wu
X

®C1 B MO/I€NIM COCTOUT U3 AHTEHHBI, IEPBUYHOTO JJOHOPA JEKTPOHOB P700, IEPBUYHOTO
3IEKTPOHHOTO aKuenTopa xjuopodusuia Ao, B TO BpeMs KaK OCTaJIbHbIE aKLENTOPHI AIEKTPOHOB:
A1, FX, Fa u Fb - o0bequHEeHBI B OOIIMIA Y1, CIIOCOOHBIA aKKyMYJIHPOBATh 10 4X 3JIEKTPOHOB
(puc. 2.15). Crauana ’Heprust BO3OYKJIEHHs NepenaeTcs U3 aHTeHHH Ha Pz, a 3ateM Proo*
BoccraHaBnuBaeT Ao. [locie 3TOro 3JeKTPOH TEPEHOCHTCS B IyJI aKIETOPOB AJICKTPOHOB,
KOTOPBIi MOKET OBbITh OKHCIEH (eppeJOKCHHOM - KOHEYHBIM IMEPEHOCYMKOM 3JIEKTPOHOB B
mojenu. s aroro okucineHHbiii O cHavana caguTcs Ha cailT cBssbiBanus B GCL (Sétif et al.
2002), a mocne 3TOro MPOMCXOAUT MEPEHOC OAHOTO AIEKTPOHA U3 Iyna akuentopoB Ha D c
MOCJIETYIOIM BBICBOOOX/IEHUEM BOCCTaHOBIEHHOH ¢opmbl Dn u3 caiita cBs3piBanusi. B
MOJIeJIM TPEAYCMOTPEH TakKe albTepHAaTHBHBIA MexaHu3Mm okucienus DPCl kuciopogom
(Mehler et al. 1951). JlromeHanbuas cropoHa ®CILl comepkut Il CBS3BIBAIOLIMIA CalT, C

KOTOPBIM CBSI3BIBAETCS BOCCTaHOBJIEHHBIN 11, a 3aTem BoccranaBiuBaer Proo” (Haehnel et al.

1980,Haehnel et al. 1989).

Stroma

Puc. 2.14. Peakiuu 351eKTPOHHOTO TPAHCTIOPTa B IIUT KoMIuiekce Def.

OcoOeHHocThI0O MoOjenu siBisieTcss pasnenenue [IX mynma Ha ABa monmysia, MOJIEKYJIbI
KOTOPBIX HaxomaTcst 6o BOmu3u ®C2 (myn 1), mu6o BOau3u uut bef (myn 2) (puc. 2.12). DT
OyJabl CIIOCOOHBI OOMEHHBATBHCS MOJIEKYJaMH Jpyr C JPYroM CO CKOpPOCTbIO, KOTOpas
mamutupyercs quddysueit [IX mexay PC2 u uut bef. JlaHHOE TpennookeHne OCHOBBIBACTCS
Ha wuccrnenoBanusx Joliot and Joliot (1992), B koTophIX OBLIO IMOKa3aHO, YTO IMPOIECC

¢doroBoccranoBnenus [1X myna HOCUT ABYXCTaAuMHbIM Xapakrep. Ha OCHOBaHUU 3TOr0 aBTOPHI
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BBIIBUHYJIM THUIIOTE3y O CYyIIEeCTBOBaHMHM ABYX (pakumii IIX myma: T.H. OblcTporo myna,
JIOKQJIM30BAaHHOTO B O0JIACTH CTIKMHTA TpaH, M MEAJIECHHOrO TMyja B OOJIACTH JIaMeIll.
[IpocTpaHCTBEHHAs TETEPOTCHHOCTh (DOTOCHHTETHUECKUX MEMOpPaH — XOPOIIO YCTAaHOBICHHBIN
dakr. Tak, u3BecTHO, YTO 00JacTh CTIKMHra rpan oboramena ®C2, ®C1 Haxomutcs B
MapruHaJbHBIX 00JIACTSAX IPaH U B JIaMeJlIax, B TO Bpemst Kak nuT bef paBHOMEpHO pacnpenenen
B0J1b THIIaKouiHOU MemOpanbl (Andersson and Anderson 1980). Mer gonyctuiy, uro myin 1 (3
MoJiekysbl [1X) HaxoauTcss B 001aCTH IpaH U €ro MOJICKYJIbl MOTYT OBICTPO CBsi3bIBaThCS ¢ QB-
caiitrom ®C2. BepostHocTh B3auMoieiicTBus mmyia 1 ¢ nut bef B 006macTu namesur nuMuTHpoBaHa
CKOPOCTBIO Au(Y3UH MIACTOXUHOHA U3 OJHOTO KOMIAPTMEHTa B IPYroid, TO €CTh CKOPOCTHIO
oOMeHa MOJICKyJaMH MEXIy ABYMs myinamu B Mmojaeinu. Hamportus, myn 2 (3 monexynst 1X)
ObICTPO CcBsi3bIBaeTCs ¢ LUT Def B oOnactu mamenn u memieHHo — ¢ @C2. B nanHOM Monenu He
YYUTBIBAIOTCSL COCTOsIHMSA, Korma Ut bef pacmomosken B omHoM kommaptmente ¢ DC2.
AHaNnornyHas reTeporeHHOCTh MOXKET ObITh cBsizaHa U ¢ i, mockonbky nut bef u ®C1 Moryr
pacroaratbCs Kak B OJHOM, TaK U B Pa3HBIX KOMIIAPTMEHTaxX TUJIAKOWJIHOM MemOpaHbl. B
HACTOSIIICH MoJenu yuuThiBatoTcsl peakiuu [[OT u xmopoasixanus, KOTOpIE CBSI3aHbBI C ITYJIOM

2 (puc. 2.12), moCcKoJbKYy 00a MyTH JIOKAJIM30BaHbI B CTPOMAILHON obOacT MemOpan (Johnson

2011).

Stroma rd bindig TR
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Puc. 2.15. Peakuuu snekrporHoro tpancnopra B OC1.
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I'naBa 3. Pacnpenesienne 3Heprum M 3J1eKTPOHHBIX NMOTOKOB B XJIOPOILIACTE

Chlamydomonas reinhardtii npu nedumure cepbI
3.1. OKHMCIUTEJIbHO-BOCCTAHOBUTEILHOE PABHOBECHE B KJiIeTKe U o0pa3oBanue ADK

WuaynupoBaHHbie IeGHUIMTOM Cepbl METaOOJUYECKHEe HM3MEHEHHS B BOIOPOCIIEBBIX
KJIETKAax CBSI3aHbI, B OCHOBHOM, C HapyIICHHEM OMOCHHTETHYESCKUX U PETYJISATOPHBIX cUCTeM. B
rojofaromux mo cepe kierkax C. reinhardtii 3amemnsiercs oOmmit cuHTe3 OCJIKOB W,
CIIe/IOBATENIbHO, CHIDKAETCS CKOPOCTh MHOTHX —aHAOOJMYSCKHX IIyTed, B TOM YHCIC
doTocuHTEe3a, U HApyIIaeTCs KJICTOYHOE JeNieHHe Kak Haubosee pecypcoemkuii mporece (Antal
2018). Mmerommecss B JUTEpaType JAaHHBIC 10 HM3YYCHHIO MOP(DOJIOro-KyJIbTypalbHBIX H
(M3HOTOTHYECKUX CBOWCTB TOJIOIAOIINX MO CEPe MHKPOBOIOPOCIICH OTHOCATCS, B OCHOBHOM, K
YCJIOBUSIM MHKYOAI[MM B 3aMKHYTOM KYJIbTHBATOPE WM TEPMETUYHBIX (DIIaKOHAX B CBS3H C
UHTEpeCOM K (eHOMEHY (OTOMPOAYKIIMH BOAOpOAa. B 3THX cHEHU(PHUYSCKHX YCIOBHSIX,
PacCMOTPEHHBIX MOAPOOHO B I'aBax 5 u 6, KyJabTypa MEPEXOAUT B aHA3POOHBIC YCIOBHSI
NPUMEPHO Yepe3 24 9 ToJOoJaHusi, YTO OKAa3bIBAET CYIIECTBCHHOE BIHMSHHE HA METabOIM3M
KJIETOK W3-3a OJIOKMPOBKH JBIXaHWS WM aKTHBAIllMUd MyTeld (hepMEeHTaTHBHOrO OpoxeHus. B
JAHHOW TJiaBe TPHUBEICHBI PE3YJIbTAThl HCCIACIOBAHUS POCTOBBIX U (DH3HOJOTHUCCKHX
xapaktepuctuk B kietkax C. reinhardtii B yciaoBusx mimTenbHON a’poOHOM MHKyOarmu 6e3

CepBhl.

B Tabnuie 3.1 B cpaBHUTEIHHOM acIieKTe TOKa3aHbl N3MEHEHHS OOIIX CBOWCTB KYJIbTYPHI
C. reinhardtii B KOHTpoOJIe TIPU CTAaHJAPTHBIX YCIOBUSX POCTa M MPH UHKYyOaruu 0e3 cephl B
TedyeHue 72 vacoB. V3 TabauIbl BUIHO, YTO KOHIIEHTPALMs KOHTPOJIBHBIX KJIETOK yJBauBasach
3a MepBbIe CYTKH U MPOA0IJIKAIa BO3pACcTaTh, HO YK€ ¢ MeHbIel ckopocThio. Ha cpene 6e3 cepsl
KOHIEHTpalus KJIETOK yBennuyuBaiach Ha 20% B T€UEHHME MEPBBIX CYTOK U Jajiee MPaKTUYECKU
HE M3MEHSIACh, UTO SIBISIETCA CJIEICTBUEM HapylleHus KieToyHoro nukia. CoaepkaHue Oenka
Ha KJETKYy cl1abo M3MEHAJIOCh B KOHTPOJIE, OJTHAKO 3TOT MOKAa3aTeslb CHWXKAJCS MPUMEPHO Ha
20% B TeueHue 72 4 rononanus. B To ke BpeMs copep:kaHue X1 Ha KJIETKY MUKPOBOJOPOCIIEN U
otHomeHre X a/b BapbHpOBaIO HE3HAUMTEIHLHO KaK B KOHTPOJBHOW, TaK W B TOJIOJAIOIICH
KYJIbTYpE, YTO yKa3bIBaeT Ha OTCYTCTBHE U3MEHEHUH pa3Mepa aHTEeHHbI Ha PEaKIIMOHHBIN LEHTP.
CopnepxaHue Kpaxmajga B KOHTPOJIE YBEIUYMBAJIOCh puMepHO Ha 20% B TeueHue 72 4, B TO
BpeMs KaK B YCIIOBHSX Ae(UIInTa cepbl KOHLIEHTpAIMs Kpaxmaia Bo3pactaia B 10 pa3 B TeueHue
NEepBBIX CYTOK, a 3aTéM IIOCTENEHHO CHIbKajnack. [ojonaromias KyabTypa Takke

XapaKTepu30Balach 3HAYUTEIbHBIMU MOP(OJIIOTHYECKUMHU H3MeHeHusMu (puc. 3.1), mpexzae
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BCETO YBCIMYCHUCM pasMEpa KICTOK H3-3a HAPYLICHHUA KIJICTOUYHOI'O JACJICHHUA W HAKOIIJICHHA

BKJIIOUCHHI KpaxmaJia B XJIOpOIIJIacCTe.

Tabmuua 3.1. KoHueHTpalus KJI€TOK, cojepkanue XJi a u D, obOmero Oeigka M Kpaxmajia B

kierkax C. reinhardtii Ha pa3HbIX 3Tanax uHKyOauu Ha nosHou cpeae (100%S) u Ha cpese 6e3

ceppl (0%S) B a’poOHbIX ycnoBusix. [IpuBeneHbl cpeAaHHe 3HAYEHHUS TPEX HE3ABUCUMBIX

u3mepenuil. Bennunna SD He npessimana 10%.

Konuenrpanus OO0muin
P X (a+b), Kpaxmaur,
KJIETOK, X1 alb 0emoK,
r Kt r Kt
x108 Mot Tr Kt
Bpewms, 4 100%S | 0%S | 100%S | 0%S | 100%S | 0%S | 100%S | 0%S | 100%S | 0%S
0 3.5 3.5 1.7 1.7 1.76 1.76 40 40 2.1 2.1
24 7.8 41 1.6 15 1.79 1.68 38 37 2.4 221
48 9.0 4.2 15 1.6 1.64 1.68 41 32 2.7 19.3
72 11.1 41 15 15 1.64 1.67 39 31 2.6 11.8

100% S

(0%S).

Puc. 3.1. Knerku C. reinhardtii B koHTpoisHOM

o0Opasiie u yepe3 48 1 nHKyOamu 6e3 cepsl
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Puc. 3.2. A - Ckopoctd nbixaHus, (POTOCHHTE3a W MaKCHMaJlbHAas KUCIOPO-BBIACIAOIIAS aKTUBHOCTH PC2,
M3MEPEHHBIE KUCIOPOAHBIM METOJOM ¢ TOMOIIbI0 dnekTpoaa Kimapka. b — Bectepn 670T aHanu3 GenkoB PShA,
PsaD, mur f, RbcL u COXIIB,

Hakomienne kpaxmaia B roJ0JAIONIUX KJIETKax 00yCIOBIEHO, B OCHOBHOM, TPAH3UTOPHOM
aKTHBAIlMENd CHHTE3a TJIOKO3bl B IPOIECCE TIIFOKOHEOTEHE3a C HCIOJIb30BAHUEM BHEIIHETO
arierata B KauecTBe mctounuka yriepoga (Toepel et al. 2013). Hapyiienue neneHus KICTKH
MOTEHIIMAIbHO CHHXKAEeT MeTaboJIMYecKue MOTPeOHOCTH MHUKPOBOJIOPOCIEH B MPOAYKTax
dboTocuHTE3a, YTO TAaK)KE BHOCHUT BKJIaJA B (DOPMHUPOBAHKE 3aMACOB YIIIEBOJOB. B 3THX ycroBusax
®OCA cTaHOBHUTCS U30BITOYHBIM M TOJIBEPracTCs CYIIECTBEHHOMY COKPAIICHHIO YK€ B TEUEHUE
nepBbIX cyTok wuHKyOarmu 6e3 cepsl (Melis et al. 2000, Zhang et al. 2002). B nammux
DKCMIEPUMEHTAJBHBIX  YCIOBUSAX  JCPUIIMT CEpbl HHIAYLHUPOBAl  CHIDKEHHE CKOPOCTH
(doTocHHTE3a, ONpPEICIICHHON KUCIOPOIHBIM MeTonoM, Ha 80% B Teuenue 24 u (puc. 3.2A).
[Tockonbky cKOpocTh (HOTOCHHTE3a Ha HACHIIIAIONIEM CBETY JHUMUTHPYETCS IPOIECCOM
accumuisiiiut = CO2, TO TIONYyYECHHBIH PE3yNbTaT CBUICTEIBCTBYET O CYIIECTBEHHOM
WHTHOMPOBAHUM TEMHOBBIX PEAKIMi. ITO TMPEANOIOKEHHE COTJIacyeTcss C JaHHBIMH TI0
conepkannto PyOuCKO B rolofaromuX KIETKaX, KOTOPOE 3HAYUTENbHO CHUXKAIOCh B TEUYCHHE
nepBbIX CcyTok wuHKyOammu (puc. 3.2b, Oemok RbcL). Ilpu 3TOM CKOpOCTb CHIIKEHHS
MaKCUMaJIbHOW KHUCIOPOA-BhIACHsoNel akTuBHOCTH PC2 Oblma B JBa pa3a MEHBIIE, YeM

cKopocTH (hOTOCHMHTE3a, yKa3biBas Ha Ooisiee BBICOKYIO TojiepaHTHOCTh PC2 Kk cTpeccy Mo
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cpaBuenuio ¢ peakiusamu accumuisiimu CO2. Comepikanne D1 Genka (PSbA) u mmroxpoma f
xomiuiekca Def cHmkanoch Ha 70-80% uepe3 48 4 mHKyOaumu 0e3 cepbl, B TO BpeMs Kak
conepxanue Oenka PsaD ®C1 Heckonbko majnano B TeueHHe 24 4, a 3aTeM NPAKTUYECKH HE
u3MeHsu1och 10 120 9. (puc. 3.2B), CBHAETENLCTBYS O JOCTATOYHO BBICOKO# crabmibHocTH OC1

o cpaBHenuio ¢ ®C2 u uut bef B ycmoBusx geduiiura cepsl.

Tabmuma 3.2. 3unadenus FV/FmM, ckopocteit snexTporHoro tpancrmopra udepes ®Cl u 2 u
HE(OTOXUMHUCKOTO BoccTaHoBiIcHHsS JXDOUD B THmakomaHbix MeMmOpanax u3 kietok C.
reinhardtii 8 xoutposie (0 4.) u yepe3 48 u 60 u. mHKyOanuu Oe3 cepwl. Yncina B cKoOKax

COOTBETCTBYIOT IIPOLCHTAM OT Ha4vyajabHOM BEJIMYUHEL.

H.0- IXOU®D, | AXPUPH2-MB-02 | ya (@) H-s IXDUD,
Bpewms, 1 Fv/Fu MEMoIb JIXDPUD MEMOTIE O2 MEMOIb JIXDPUD
mrXm? gt MrXort gl mrXom?t gt
0 | 0.67(100%) | 59.4+3.1(100%) | 110.3+8.6 (100%) 23.0+1.8 (100%)
48 | 0.42(63%) | 18.7+2.2 (31%) 89.7+3.5 (82%) 10.1+1.4 (44%)
60 | 0.37 (55%) | 13.2+2.6 (22%) 87.2+7.3 (79%) 6.2+0.8 (27%)

B Tabnurie 3.2 npuBeaeHbI pe3ynbTaThl H3Mepenuit mapamerpa @X Fv/Fm, otpakarorero
¢doroxumuueckyro akTuBHOCTh ®C2 B aJanTUPOBAaHHOM K TEMHOTE COCTOSIHMHM, U CKOpOCTEH
anekTpoHHoro tpancropra depe3 ®C1 u ®C2 B THIAKOMJIHBIX MEMOpaHaxX, BBIJCICHHBIX U3
kiaerok C. reinhardtii B xortpose (0 4) u Ha pa3HbIX CTaausX UHKyOanuu 0e3 cepbl. CKOPOCTH
anekTpoHHoro TpaHcnopra udepes ®C1 u DC2 ompenensiauch CHEeKTPOPOTOMETPUUYECKH C
ucrnosib3oBaHueM penokc wmeauaropa JAXDPUD. DOnextponsslii Tpancnopt uyepes DPCI
OLICHUBAJICSA MO CKOPOCTH BOCCTAaHOBJIEHUS Kuciaopoaa B npucyrcteuu IXDPUDH: m mertun
BHOJIOT€HA Ha HACBIIIAIOIIEM CBETY, a 3JEKTPOHHBIM TpaHcropt depe3 ®C2 - mo ckopoctH
doroxumuueckoro BoccranoBneHus JIXDOUD. U3 npuBeneHHBIX B Ta0IHIIE TaHHBIX BHIHO, YTO
BenmmurHa FV/Fm cocraBnsuia 0.67 B kouTposie (0 4), 9TO HECKOJIBKO HIKE, YeM B WHTAKTHBIX
kietkax (~0.74-0.76), BeposiTHO, W3-3a dYacTUYHOW jgectabmimm3anuu [ B mpemaparax
MeMOpaH. B xone skcnepumenta BenuunHa FV/FM cHiokanack Ha 37 u 45% depes 48 u 60 u

I/IHKY6aI_II/II/I 0e3 CCPHI, COOTBCTCTBCHHO. Ha6JIIOI[aCMBIC HN3MCHCHUA ObLIH MCHECC
102




CYLIECTBEHHBIMH II0 CPaBHEHHIO CO CHIKEHHEM MAaKCHUMAaJIbHON KHCIOPOI-BBIICNSAIOMEN
aktTuBHOCTH DC2 (puc. 3.2), nockobKy 3TH XapakrepucTuku OC2 He UACHTUYHBI APYT APYTY.
Tak, aktuBHOCTH PC2, onpeneneHHas KUCIOPOJHBIM METOAOM, XapaKTEPU3yeT AIEKTPOHHBIN
Tpancnopt yepe3z GC2 ot Boabl 10 UcKyccTBeHHOro akuentopa DCBQ u 3aBUCHT OT cocTOAHUS
nounopuoii (KBK) u akmenropHoii croponsl. B To ke Bpems mapamerp FV/Fm orpaxkaer
crocoOHOCTh 1eHTpoB PC2 K MEepBUYHOMY Pa3JEICHUIO U CTAOMIU3alluu 3apsjioB, TO €CTh,
(akxTHuecKu, K epeHocy 31eKTpoHa ¢ Pego Ha Qa M 3aBUCUT B MEHBIICH CTENIEHH OT COCTOSHUS

JIOHOPHOM M aKkIenTOPHOU cTOpoHbl PC2.

[Tokazarenem, Hanbosiee MOTHO XapaKTepU3YyOMUM (yHKIHMOHaIbHOe cocTosHue PC2 ¢
Y4e€TOM AaKTUBHOCTH JOHOPHOM M aKUENTOPHOM YacTH, SBISETCS CKOPOCTh AJIEKTPOHHOIO
tpancnopta uyepe3 ®C2 B npucyrctBun JIXDPUD B kayecTBe akienTopa 31eKTpoHOB. Kak
BUJHO M3 TaOJHIILI, 3HAYCHUS 3TOIO ITOKazaTels cHrbkainuch Ha 70-80% B Teuenue 48 u 60 u
rOJIOJIaHUSl, YTO COTJIaCyeTcsi C pe3ylbTaTaMd HU3MEpPEeHHs] MaKCHUMAallbHOM KHUCIOPOJ-
Boigessitoniel aktuBHoctd DC2 Ha puc. 3.2A. B TO xe BpemMsi CKOPOCTh 3JIECKTPOHHOTO
tpancnopra uepe3 ®Cl cHwxkanacy npumepHo Ha 20% uyepe3 60 u wuHKyOanuu, 4YTO
COOTBETCTBYET JaHHBIM IO M3MEHEHHIO cojepkanus PsaD Oenka (puc. 3.2B). IlpuBencHHBIC
pe3yNbTaThl CBUAETENBCTBYIOT O TOM, YTO MpPH JJIUTEIbHON adpoOHON MHKyOanuu 6e3 cephbl B
HauOoNbIIeH CTEMeHH CTPaJaloT KOMIOHEHTHl Lukia KanbBWHA, B MEHBIIEH CTENEHU -
kommiekcel @C2 u nut bef, a ®C1 ornmuaercs BBICOKOW YCTOWYHMBOCTBIO K CTpeECCy.
AHanornyHele U3MEHEHHs HaOmronmaroTcs mnpu KyiabtuBupoBanuu C. reinhardtii 6e3 cepsl B

3akpeiToM (hoTobuopeakrope (Melis et al. 2000, Zhang et al. 2002).

BozHukatronmii B rosiojaroomux KieTkax AucOaiaHC MEXIy CBETOBBIMH M TEMHOBBIMU
npoleccaM JIOJDKEH CIOCOOCTBOBATh MEpexoay IMepeHOCUnKoB (ortocuHTeTnueckoi OTLI B
0ojlee BOCCTaHOBJIEHHOE COCTOSIHUE Ha CBETY U CHIKEHHIO CKOPOCTH 3JIEKTPOHHOIO
TpaHcnopTta. I OLIEHKH 3THUX XapaKTEpUCTUK M3Mepsuin ciaeayromue napamerpbl OX: ETR u
(1-gP). Tlapamerp ETR (MKMOJH SIEKTpOHOB M2 c¢l) XapaKkTepu3yeT IUIOTHOCTH ITOTOKA
aneKTpoHOB B (oTtocuHTeTndeckor DTLI, koTopeiii nponopuuonanesn Beanunne Yield (I'maBa
2.2.7). CetoBble kpuBbie ETR B KJIeTKaXx KOHTPOJIBHBIX M TOJOJAOIINX 48 4 MUKPOBOAOPOCIIEH
npuBeJeHbl Ha puc. 3.3A. BaxxHsIMu ImapaMeTpaMu KpUBOU SIBIIIFOTCS MAaKCHUMAJIBHBIA YPOBEHB
ETR (ETRmax), KOTOpbIii COOTBETCTBYET CBETOBOMY HACBIMICHUIO (POTOCHHTETHYECKOTO
AJIEKTPOHHOI'O TPAHCIIOPTA, U MHTEHCUBHOCTH CBETA, NMPU KOTOPOM KpHBasl BBIXOJUT Ha 3TOT
2

ypoBeHb. B KOHTpOJIbHBIX KiIeTKax BennunHa ETRmMax nocrturana 34 MKMOJIb 3J€KTPOHOB M™“ ¢

1, a4 MHTCHCUBHOCTbL CBETA, IIpU KOTOpOI\/’I MPONUCXOAWUJI BBIXOA HA MAaKCHUMYM, COCTaBJIdjIa OKOJIO

2 ¢l B ronomarommx KieTkax BennunHa ETRMax me npeBbImana 7
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MKMOJIb 3JIEKTPOHOB M2 C'* IIpH HU3KOH M yMEpPEHHOW OCBEIIEHHOCTH M OblIa HYJIEBOH NpH

0oee BBICOKMX HHTCHCHBHOCTSIX CBC€TAa, CBHUIACTCILCTBYd O IOJHOM BOCCTAHOBJICHUU

¢dorocunternyeckoir DTL[. Beixon ETR Ha HachllieHHe B TOJOAAIONMX KJIETKAX MPOHCXOIHIT

TIPH HU3KOH MHTEHCHBHOCTH CBETA — OKOIIO 25 MKMOIb (hoToHOB M2 ¢,

i

45 10

S5 | A |

=

g —@ 0.8

S 30 -

o 0

= 0.6 %

()]

S 3

2 04 T
[g»]

3 15 :F'

2 —@— 100%S | | 02

= —0O— 0%S

i

L 0(_, T R e O N T N B 0.0

0 100 200 300 400 0 100 200 300 400

PPFD, mkmoib boToHos (M2 c)-1

Puc. 3.3. CaeroBbie 3aBucumoctu mapamerpoB ®X ETR (A) u (1 — gP) (b) B xourpoabhbix (100%S) u

rononaronux 48 1 o cepe (0%S) knerkax C. reinhardtii.

[Mapamerp ®X (1-gP), rae gP - koddduuueHt Gporoxumuueckoro Tymenus X, otpakaer
noiro neHTpoB ®C2 ¢ BoccranoBieHHBIM Qa Ha cBeTy, T.€. PpaKIUI0 3aKPHITHIX IEeHTPoB DC2.
B xoutponbHbix kietkax C. reinhardtii Bemmumna (1-QP) moctemeHHO Bo3pacrana ¢
yBEJIMUYCHUEM HWHTEHCUBHOCTH CBeTa, jocturas 3HadeHus 0.8 mpu ITDIID 400 (puc. 3.3b). B
roJIOJAK0IINX KieTkax BennunHa (1-0P) mocTurana MakcuManbHOTO BO3MOKHOTO 3HaveHwus 1.0,
KOTOPOE COOTBETCTBYET MOJHOMY Tiepexoay UeHTpoB DC2 B 3akpblTOE€ COCTOSHUE, MpHU

2 ¢, mpu koTOpoO# TIpekpartancs

MHTEHCUBHOCTU cBeTa mpuMepHOo 150 MKMOJIb (POTOHOB M~
¢dorocunTeTryeckuii anektponHed TpaHcnopt (ETR~0). Oxomo 70% uentpoB @®C2 B
TOJIOJIAIOIIUX KIIETKAX MEPEXOINIIMN B 3aKPhITOE COCTOSHHUE IIPU MHTEHCUBHOCTH cBeTa Bcero 20
MKMONb (poToHOB M2 ¢, [lpuBeseHHBIE pPE3yNbTAaThl MOATBEPKNAIOT IIPEATIONOKEHHE O
3HAUYUTEIILHOM BOCCTaHOBIeHUU (orocuuTeTndyeckoir OTI[ B romomaromumx KiIeTKax B

pe3yiabTaTe MPCUMYyIICCTBECHHOT' O I/IHI‘I/I6I/IpOBaHI/I${ TEMHOBBIX peaKuHﬁ (I)OTOCI/IHTCSB..
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Beixon (ryopecueHy Ha JUTMHE BOJIHBI 523 HM

Puc. 3.4. T'enepamus ADK B KOHTpOIBHBIX U ronogaronux 48 4. mo cepe kietok C. reinhardtii. Ananu3s npoBoxumu

¢ ucnoss3zoBanueM kpacurensi DAB (A) u ¢ayoporennoro nnnukaropa H.DCFDA (B).

OueBUIHO, YTO BOCCTAHOBJICHUE (POTOCUHTETHYECKUX MEPEHOCYHKOB JIEKTPOHOB JOIDKHO
cnocobctBoBath reHepaunu APK. B ciydae, korja HeraTuBHble BHEIIHUE (DAKTOPbI HAPYIIAIOT
OamaHc Mexay mnporeccamu renepauunu u yruiamzanuun A®K B xioporiacre, pa3BuBaeTcs
okucnutenbHblii cTpecc (Asada 2006). Kak ymomuHanoch B mpeablaymiux riaBax, B ®C2
oOpa3yercs cuHIVIETHBIM kuciopoa, a B PCl - cynepokcuaHbli pagukai. Jucmyranus
cynepokcuaHoro pagukana npu ydactun COJl mpuBoAUT K (QOPMHUPOBAHUIO IEPOKCHIA
BOJIOPOJIa, HAKOIUIEHHE KOTOPOro B (DOTOCHMHTE3MPYIOUIMX KJIETKAaX Ha CBETYy SBISeTCA
UH/IMKAaTOPOM OKHMCIHMTENbHOTO crpecca. Ha puc. 3.4A mpuBeneHbl pe3yiabTaThl aHaIN3a
TeHepaliy MePOKCHIa BOJOPOia B KOHTPOJIBHBIX U ronojaaromux 48 1 kinerkax C. reinhardtii ¢
ucrnonb3oBanueM kpacurtenss DAB. B xone skcrnepuMeHTa B CYCHEH3HWIO KIETOK 00aBIISUIH
DAB, 3atem 00pas3iibl OCBEIaNIM, OCAXJAIM Ha CTEKJIOBOJIOKOHHBIX (PHIIBTpax U 00eCLBEUUBAIIH
sTaHosioM. M3 pucyHka BUAHO, YTO KOHTPOJIbHBIE 00pa3libl KJIETOK, BbIIEpKaHHbIE HA CBETY, U
o0pa3ibl roJI0/IaloIUX KIETOK, BBIAEp)KaHHbIE B TEMHOTE, HE HMMEIH BBIPA)KEHHOTO OKpaca
1oCJIe yJaJIeHus] MMTMEHTOB. B To ke BpeMsi 00pasiibl TOIOAAONINX KIETOK, BBIIEp)KaHHBIE Ha
cBety B npucyrctBuu DAB, Obutn okpaimieHsl B TEMHO KOPHUYHEBBIN IIBET, XapaKTEPHBIM A
OKHCIIEHHOH (hOpMBI KpacuTesis, KOTOpasi HaKaIUIMBAETCsl B MPUCYTCTBUM NEPOKCHJIA BOAOPOA.
Jns onenku reHepanuu mupokoro cnekrpa A®DK wucnonbp3oBanu (iayoporeHHbIl peareHt
TXJIOPQITyOpeCcenH AuaneTar, KOTOPbI JIeTKO NMPOHWUKAeT B KIETKY, TJe OKHCISETCS IpH
B3auMoJieiicTBUU ¢ pazanuHbIMU Buiamu ADK, npespaiascs Bo (iayopecuupyronryo Gopmy —
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nuxiopdiryopectienH. CpaBHEHHE MEXIy KOHTPOJBHBIMH U Tonopatomumu 48 4 xierkamu C.
reinhardtii, oOpaboTaHHBIMU peareHTOM W BBIACPKAHHBIMU Ha CBETY, BBISIBUJIO 3HAYUTEIBHOC
IPEBBIICHHE BEIUYHUHBI (hryopeciieHmn (B 2.6 pa3a) B roJ0JaloNIUX KIETKaX M0 CPABHEHUIO C
koHTposieM (puc. 3.4B). IlpuBeneHHbIe pe3ysbTaThl YKa3bIBAlOT HA Pa3BUTHE OKUCIUTEIHLHOTO

cTpecca B ToJIofaroliuX 1o cepe kierkax C. reinhardtii.

3.2. bananc mexay ®C1 u ®C2

Perynsaums Ganmanca Mexay AJIEKTpOHHBIMU ToTokamu 4epe3 ®C1 um 2 B Xxjoporuiacte
OCYIIECTBIISICTCS MIPH YU4aCTUU OBICTPOrO PEIOKC-3aBUCHMOr0 MEXaHU3Ma Mepexo/ia COCTOSHUIA,
a TaKKe MEIJICHHBIX aJJalTAllMOHHBIX IPOIECCOB, PETYIUPYIOLUIMX COOTHOLIEHUE MEXAY JBYMS
doTocucremamu, pasmMep U coctaB mnepuepuueckrx aHTeHHBIX KomiuiekcoB (Allen 1992,
Delosme et al. 1996, Gollan et al. 2015). B ycmoBusx, xorma myi I1X mpedmylecTBEHHO
okucineH, CCK2 naxomutcs B aedochopuiupoBaHOM COCTOSHUU U SHEPreTUYECKH CBS3aH C
®C2, yto cooTBeTCTBYET cocTosiHMIO 1 ¢ BbicokuM BbixogoMm PX. Ilpu BoccraHOBIIEHUU
mwiactoxuHoHoB  yacte CCK2  puccommmpyer or ®C2 U MOXKET 3HEPreTHUYECKU
B3anmojeiictBoBath ¢ OCI1, nubo 0O0pa3oBHIBATH arperupoBaHHBIE COCTOSIHUSA. B aTOM ciiydae
dborocuHTeTHUECKHE MEMOpaHbl HAXOAATCSA B COCTOSIHUM 2 ¢ HU3KUM BbIxojioM PX. CHIbKeHUe
Bbixoga ®X mnpu mnepexone U3 coctossHUS | B cocrosstHuE 2 OOYCIIOBIEHO CHHM)KEHUEM
nonepeunoro cedeHus: norjomenuss ®C2 B pesynprare auccouuanuun CCK2. OgeBugHO, YTO
CEpPHOE TOJIOJaHUE WHIYLUPYET IEpPEXO] M3 COCTOSHUA | B cocTossHME 2 B pe3yibTare
BoccTanoBieHust (porocunternueckorn ITIL (Wykoff et al. 1998). Hamu Obuta ucciemoBaHa
00paTUMOCTh ME€XaHU3Ma IepPexoa COCTOSIHUI B YCIOBMSIX CEpHOro rojojanusi. [lyis 3toro B
HKCIEPUMEHTE CHauyala MCKYCCTBEHHO BBI3BIBAJIM MEPEXOJ] U3 HAYAJIBHOIO MPOMEKYTOYHOIO
COCTOSIHUSL B COCTOSIHME 2 TyTeM HpPOAYBKHM OOpas3loB aproHOM, IOCKOJbKY aHa’poOHbIE
YCIIOBHS MPHUBOJAT K 3HAUUTENbHOMY BoccTaHoBieHMIo [IX myna y mukpoBogopocieit. [locie
ATOr0 MHIYLUPOBAIU MEPEXOJ] M3 COCTOSHUS 2 B cocTostHHe 1, ocBemias o0paslbl CHUIbHBIM
ceeroM ¢ [1OIID 500 B npucyrctBuu 10 MKM auypoHa U OJJHOBpEeMEHHO 6apOoTUpys 00pa3ibl
BO3AYXOM JuIsi MakcuMmasibHoro okucienus [1X myma. Ilepexonbl mMexay coctossHusMH | 1 2
OLIEHUBAJIM 110 U3MEHEHMIO MakCHUMajbHOro Bbixona ®X Fm, koTopslil He 3aBUCUT, Kak FO nmm
Ft, or pemnokc cocrossHus Qa, MOATOMY Jydille OTpakaeT M3MEHEHHS ITONIEPEYHOTO CEUCHHS

nornotienusa OC2.
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Puc. 3.5. 3menenus Beixona ®X mpu HCKYCCTBEHHOM M3MEHEHUH peflokc cocTostHus [1X mysa B KOHTPOJIBHBIX (a)

u ronozaronux 48 u. mo cepe (6) kierkax C. reinhardtii.

Crpenkn A u b orpaxator Havanmo oOpaGoTKM oOpa3ma ¢ IEnbl0 BOCCTaHOBICHMS M okuciaeHus I1X myma,

cooTBeTcTBeHHO. IHTeHcHBHOCTE DX m3mepsinu Ha npubope PAM 2000.

Ha puc. 3.5 npuBeneHsl u3MeHeHHs FM mpu mnocienoBaTeIbHOM HCKYCCTBEHHOM
BOCCTaHOBJIEHUN M okuciaeHuu [IX myna B KOHTpOJIbHBIX W rojojaromux 48 u kierkax C.
reinhardtii. OGpas3ibl U3 KOHTPOJIBHOW KYJIbTYPhI XapaKTePH30BATHUCH BHICOKMM BbixogoM DX B
CTaH/JApPTHBIX YCJIOBMSIX pocTa. AHa’pOOHBIE YCIOBUS MHAYLUUPOBAIM JBYKPATHOE CHUYKEHUE
BeMMYMHBI FM B TeueHune 3x MuH, oTpaxkaromiee nepexos u3 cocrosaus 1 B 2. [locnenyromee
OCBEIICHNE B IPUCYTCTBUU JAUYpPOHA U 6apOOTHPOBAHUE KIETOK MPUBOAMWINA K 0OpPAaTHOMY POCTY
@®X 110 HaYaIBbHOTO YpOBHS B TeueHUE 4X MMH, CBUIETEIBCTBYs O IEpexojie B cocTosiHue 1. B
OTJIMYME OT KOHTPOJISI, TOJI0/Ial0IUe KJIETKH HE BbISIBUJIM 3aMETHBIX U3MEHEHUI UHTEHCUBHOCTHU
®X B X0/€ MOCIENOBATEIbHBIX MNPOIEAYpP BOCCTaHOBIEHHUS W okucieHus I[IX myma. Otu
pe3yJbTaThl YKa3bIBAIOT HA HApPYIIECHUs PEAOKC-3aBUCHUMOM PETYJISLMU IEPeXoJa COCTOSIHUM, B
pe3yibTaTe KOTOPBIX COCTOSHHE 2 CTAHOBUTCS HEOOpaTHUMbIM. BeposTHON HpUYMHON 3THX
M3MEHEHUN MOTYT OBbITh CTPYKTYPHBIE NEPECTPOUKN (OTOCHHTETUYECKUX MEMOpaH B YCIOBHSIX
MUHEPAJIBLHOTO TOJOJaHMs, B TOM YHCIE, HAapylIEHHWE CTIKMHra MeMOpaH, KOTOpPOE MOXKET

NPUBOJUTH K pazobmienuto mexay ©C2 u CCK2.
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Puc. 3.6. HuszkotemmnepaTtypHsle crieKTpbl ncmyckanus X, u3MepeHHble B KOHTPOJIBHBIX (A) U TOJIONAIOMINX 48 d.

o cepe (b) kierkax C. reinhardtii.

Xopoo u3BecTHo, 4to Oonee 90% DX npu komHaTHOU Temmeparype uziaydaercss OC2.
Opnako mpu TemrmepaType >KUIKOTO a30Ta BKJIaJd AByX TUIOB (orocucteM B PX cTaHOBUTCS
cousmepuMbiM. Huskoremnepatypusiii (77K) cnextp ucnyckanuss @X B pacTeHUSX U 3€JIEHBIX
BOJIOPOCTISIX OOBIYHO COJIEPXKHT JIBA OCHOBHBIX PAa3/I€lE€HHBIX MHKa, cBsA3aHHBIX ¢ PC2 u OCI,
COOTBETCTBEHHO. OYEBUIHO, UTO AMILIUTY/bI TUX NMMKOB XapaKTEPU3YIOT MONIEPEUHOE CEUEHNE
nornouienuss @C1 u 2. Ha puc. 3.6 npuBefeHbl HU3KOTEMIEPAaTypHbIE CHEKTPbI MCITYCKAaHUS
®X B KOHTPONBHBIX W Tosomaronmx 48 u mo cepe kierkax C. reinhardtii. B koHTpoabHBIX
KJIETKaX CIEKTP BBIABMI pa3zaenbHble MUK PX ¢ MakCMMyMaMH Ha JUIMHAX BOJH 693 u 718 HM,
kotopele oTHocATcs Kk PC2 m PCI, coorBercrBenHo. IIpu srom ammuurtyna nuka PCl
HECKOJIbKO TpeBblliana aMmmiautyny nuka @®C2. Cnekrtp wucmyckanuss ®X romomaromuMmMu
KJIETKaMHU XapaKTepU30BaAJICA CHUKEHHEM aMIUIUTYAbl uka @C2 no otHomeHuto k nuky OC1
npuMepHo Ha 30%, 4TO NMPUBOAMIO K YBEIWYEHHMIO IEPEKPBITUS MEXAY ABYMsI NMHKaMU U
3aMelleHuIo 0TAeapHON nonocel ®C2 miedoM, MPUMBIKAIOIMKM K JoMUHUpYrouiemy nuky OCl1.
Takum o0Opa3om, royofarolMe KIETKH XapaKTepPU30BAINCh 3HAYUTENIbHBIM CHHKEHUEM
nonepedyHoro cedeHust nornomenns PC2 no cpaBHeHuro ¢ PCl. DTO CBHIETENBCTBYET O

nepepacnpeacicCHnn MOTJIOIIEHHOM OHEPTUU MCKIAY ABYMA (I)OTOCI/ICTCMaMI/I B IIOJIB3Y ®Cl1 B
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pe3ynbTaTe mepexoia U3 COCTOSHUS 1 B COCTOSIHME 2, a TaKKe H3-3a CHUKEHHS COJAEp KaHUS

@®C2 no otHomeHuto k PC1 (puc. 3.2Bb) B rononaromux KIeTKax.

3.3. Hukauyeckuii TpaHCHIOPT 3J1eKTPOHOB Bokpyr @C1

LOT saBnsercs Haubojee BaXKHBIM aJbTEPHATUBHBIM IYTEM AJIEKTPOHHOIO TpaHCHOPTa B
XJIOPOIUIACTE, B XOJI€ KOTOPOT'O AJIEKTPOHBI IIEPEHOCITCS € XKejle30-cepHbIX KiactepoB PCI1 Ha
On (wim nanee Ha HAJ[®+), a 3atem Bo3Bpainatorcs B myi [1X u na ®@C1, 3ambikas uki (CC.).
CornacHo coBpeMeHHBbIM TmpejactaBieHusM, L[OT B 3eleHbIX MHUKPOBOJOPOCISAX SBIISETCS
PEIOKC-3aBUCUMBIM MEXAaHHU3MOM, AaKTHUBAlLlMA KOTOPOTro OOYCIOBJIEHA, TJIABHBIM 00pa3oM,
HAKOIUICHHEM BOCCTaHOBHTEINS B cTpome xsoporutacta (Rumeau et al. 2007, Tikhonov 2015).
Cra"mapTHBIM TOIXOIOM i OleHKH akTuBHOCTH [[DT sBisercs u3aMmepeHue KUHETHKU
CBETOMHAYIIMPOBAHHOTO OKHMCJICHUS MEPBUYHOTO JOHOpa 31eKTpoHOB P700 B ®C1 (Schreiber et
al. 1988). B agantupoBaHHBIX K TEMHOTE 00pasnax P700 HAXOAUTCS B HEUTPAIBLHOM COCTOSHUM K
IIEPEXOJUT B CTAlMOHAPHO OKUCIeHHOe cocrosinue (P7o0") Ha CBETY B OTCYTCTBHE MpPUTOKA
anekTpoHoB oT PC2. [lng okucnenus Przoo mpu ‘BoikimoueHHOM  coctostHun DC2 00pasmpl u3
BBICIIIMX PAaCTEHUI OCBELIAIOT JAIbHUM KpacHbIM cBeToM (710-740 HM), KOTOpBI BO30YXHaeT
npeumymiectBeHHO ®PCl. B ornmume ot pacrenuid, PCl 3eneHbIX BOJOpPOCIEH IUIOXO
NOrJIONIaeT JaJIbHUM KpacHbIM CBET, MOATOMY JJsi OKHcieHus Proo BojopocieBble KIETKU
cHayasia o0pabarbiBalOT quypoHoM miis OmokupoBku PC2, a 3atem ocpemaroT cBetoMm DAP
BBICOKOWH WHTEHCHBHOCTH. B CTaHIapTHBIX YCIOBUSAX pPOCTa, KOTJAa MpeodiiajgaeT TUHEHHBIN
TPAHCHOPT JIEKTPOHOB, OCBEIIEHUE 00pa3la MHIAYLUPYET MOJHOe OKucieHue P7oo B TeueHue
JIOCTaTOYHO KOPOTKOTO IMEepHoa BPEMEHU: OT HECKOJbKUX JECSITKOB J0 HECKOJIbKUX COTEH
MUJUTUCEKYH/I B 3aBHCHMOCTH OT THIA 0O0pa3lla U WHTEHCHBHOCTH BCHBIINIKK. B ycrmoBusx
npeobnaganus L[OT, wanpumep, mpu Hemocrtatke CO; WM HHU3KOM AaKTUBHOCTU IIMKIIA
KanbBuna, HakomieHue P7o0° Ha CBETy NpOTEKAeT MeEUICHHEH H3-3a OJHOBPEMEHHOIO
BOCCTaHOBIIEHUS P700" 3JEKTPOHAMM, BOBJIEYEHHBLIMU B LUK [IpU DTOM CHWKAETCS aMILIMTYa
M3MEHEHHUs CUTHaJa, YKa3blBas Ha HEMOJHOE OKucieHue P70 axe mpu ATUTEIBHOM CBETOBOM

UMITYJIbCE.

Ha puc. 3.7 npuBeneHbl CBETOUHAYIIMPOBAHHBIC U3MEHEHUS cUTHama AAgio, OTPaKAIOIIUE
penokc mepexoasl P7oo B KOHTPOJNIBHBIX M Tonojarommx 24 w 48 u. mo cepe kierkax C.
reinhardtii, npexBapurensHo o0paboTanHbiXx 10 MKM nmuypona. V3MeHEHUS B KOHTPOJIBHBIX
KJIeTKax (KpuBas 2) XapaKTepH30BAINCH OBICTPBIM HAa4YaJbHBIM MOIbeMOM AAgio IPUMEPHO Ha

30% oT MakCUMalnbHOU AMIUIUTYABI U MMOCJICAYOIIUM CHUKCHHUEM CUTI'HAJla B TCUCHUC TIPUMCPHO
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100 Mc. DTH U3MEHEeHHs OTpaKaloT YACTUYHOE OKUCIIeHUE P700 cpa3y mocie BKIIOUEHUS CBETa U
HOCIIEAYIOIIEE BOCCTAHOBIEHHE P700" DJIEKTPOHAMH, JOHOPAMH KOTOPBIX SIBJISIOTCS MOJEKYIIBI

IIX ImyJia, HaxXoasAmuecCs B BOCCTAHOBJICHHOM COCTOAHHUU HAa MOMCHT HavdalJla UBMCPCHUS.

Time, s

Puc. 3.7. CBetounaynupoBaHHbie u3MeHeHus curHana AAgio (peoke cocTosHus Prop) B KOHTpOJIbHBIX KieTkax C.

reinhardtii (kpussie 1 u 2), uepe3 24 u. (kpuBas 3) u 48 4. (kpuBas 4) HHKyOaIHK O€3 CephI.

Kpusyto 1 m3mepsuin B mpucyrcteuu 0.5 MM MB mns npepsBanus 1IDT. Kpussle HOpMHpOBaHBI Ha pa3HUILY
MEXJy HadaJbHBIM (TEMHOBBIM) M MaKCHUMaJbHBIM ypoBHeM CTpeikamMM yKa3aHbl MOMEHTHI BKJIIOYEHHS U

BBIKJIFOUEHHMs cBeTa. M3mepenus npoBoauiu Ha npudope PAM101.

TpansutopHoe cHuwkeHHe AAgio CMEHSAJIOCh OCHOBHOHM (ha3oif pocTa curHaja /0 BBIXOJa Ha
CTallMOHAPHBIN (MaKCUMaJbHBIN) ypoBeHb npuMepHo uepe3 500 Mc ocemenus. Kak usBecTHo,
MeTus1 BHojoreH 3¢ ¢exktuBHo okuciser ®C1 u, Takum obOpazom, npepbiBaeT [[OT u cHumaer
JTUMUTHPOBAHUE JIEKTPOHHOIO TpaHCHopTa Ha akuentopHoi cropoHe ®C1. [loGaBneHue 3Toro
peareHTa K KOHTPOJBHBIM KIJIETKaM IPHBOJMIO K HCYE3HOBEHHIO IMPOMEXYTOUHBIX (a3 B
KUHETUKE U OblcTpoMy mnoabeMy AAgio 0 MAKCUMAIbHOTO YPOBHSI B TEUEHUE HECKOJIBKHX
JIECATKOB MIJUTHCEKYH . OOHapy>KeHHbIE OTJINYMS MEXy KpUBBIMU 1 M 2 yKa3bIBalOT Ha TO, YTO
B KOHTPOJIBHBIX KJIETKaX Ipu TeMHOBOM ajantauuu I[IX myn HaxoguTcs B YacTHUYHO
BOCCTAHOBJIEHHOM COCTOSIHUM, YTO TPUBOAUT K TOSBIECHUIO TMPOMEKYTOUHOU  (hazbl
BoccTaHoBIeHUs P700". YacTuunoe Boccranosienue I1X mysna B TeMHOTE XapakrtepHo st C.

reinhardtii B mpucyrcTBumn sx30reHHoro anerata. CepHoe rojoJJaHue OKa3bIBajo CYIIECTBEHHOE
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BIMSHUE Ha BpeMs Hayala OCHOBHOM (a3pl pocta AAgio U BpeMs BBIXOJla CHUTHalla Ha
MaKCHMaJbHBIH YpPOBEHb, KOTOPBIE BO3PACTAIM C YBEIMYECHUEM IMEPHOJa MHKYOAIMKu 6e3 cephl.
Tak, Bpemst Hayasia OCHOBHOH (ha3wl pocta Bo3pactano co 100 mc B koHTpose 10 ~200 mc uepe3
24 4y unkyOanuu 6e3 cepsl u 10 400 Mc uepe3 48 4. B ronomaroommx KieTkax ypoBEHb CHTHala
AAsg10 BBIXOIWJI Ha MAaKCMMyM HaMHOIO TO3Ke, YeM B KOHTpOJIE — IpPHUMEpPHO uepe3 2 ¢
ocpemieHus. Habmoraembie M3MEHEHHSI B TOJIOIAIONIUX KJIETKaX CBHUJIETEIBCTBYIOT O BBICOKOM
aktuBaHoct [[OT Ha cBery M 0 3HauUMTENBLHOM BoccTaHOBJeHMHM [IX myma B peakuusx

XJIOPOABbIXaHHUA B TCMHOTC.

[Tociie BBIKIKOYEHHs CBETa IPOMCXOIUT BOCCTaHOBJIEHHE P700°, B OCHOBHOM, 3a CYeT
peakuuii TpaHcrmopra 3yekTpoHoB u3 IIX nyma. Ha pemokc cocrossHue I1X mynma mocrne
BBIKJIIFOYCHHUA CBETA BJIMAIOT HPOJOJDKAOIIHUECA KaKOC-TO BpEMA B TEMHOTC PCAKIUHU HQT, a
TaKXKE PEAKIUH XJIOPOJAbIXaHUsA. Kak MOXHO O0XKHIaTh, TEMHOBOE BOCCTAaHOBIEHHE P7o0"
MPOTEKaJo OBICTpEEe B TOJOJAIONIMX KJIETKaX IO CPAaBHEHHUIO C KOHTPOJEM H 00pasliaMmu,
obpaboranabsiMi MB (puc. 3.7). DT u3MeHEHHsI OTPaXkaroT 00JIee BHICOKYIO CKOPOCTh IEPEHOCa

3JICKTPOHOB U3 CTPOMEI B IIX ITYJI TOCJIC BBIKIIFOYCHHA CBE€TA B I'OJIOAAIOINHX KIICTKax.

3.4. IlceBaonukINIeCKuii TPAHCHOPT 3JEKTPOHOB U XJIOPOALIXaHUE

Kpome IIOT Kk BaXHBIM albTEpHATUBHBIM MYTSAM JJIEKTPOHHOIO TpaHCIOpTa B
XJIOPOIUIACTE  OTHOCATCS  T.H. LHMKJIBI  ‘BOJAA-BOAA’,  OCYILECTBIAOLIME  Oe3omacHoe
BOCCTaHOBJIEHHE KHUCJIOPOAA O BOJABI C MCIIOJIb30BAaHHEM JIEKTPOHOB U3 (DOTOCHHTETHYECKOM
OTL[ (Curien et al. 2016). B xmopormmacte C. reinhardtii x 3TUM peakuusiMm OTHOCSTCS
CBETOMHJIyLIUPOBaHHbIE  TPOLECCHl  TICEBJAOLUUKINYECKOIO  TPAHCIOpPTAa  DJIEKTPOHOB,
NpOTeKarIue MpH ydacTuu (QepMEeHTOB peakimu Memtepa wu ¢umaBonporenHoB FIVA/B, a

TaK)Ke Peakiuu XJopoasixanus (puc. 1.5).

100%S 0%S Puc. 3.8. Becrepn O6mor anamms
aktuBHOCTH Fe-COl u FIv A u B B
0\0 0\0 . .
Q Q' &k 3\ Al s xnopommmacte  C.  reinhardtii B
PP A @A

KOHTPOJIE M B YCJIOBHAX a’pOOHOM

e - FeSOD MHKyOaIu 6e3 cepol.
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[TpoBeneHHOE B paboTe HMCCIeIOBaHUE BIHMSHUS AePUIIUTA CEPhl HA TCEBIOIUKIMUSCKUMI
TPaHCIIOPT 3JeKTPOHOB B Kierkax C. reinhardtii BesiBiiio cHmkenue coaepxkanus oenkos CO/I,
FIVA u FIVB B romonmatomux kierkax (puc. 3.8). B Tabmuue 3.3 mpuBeneHbl JaHHBIC IO
AKTUBHOCTH CYNEPOKCHIIMCMYTa3bl M KaTana3bl B KHIKOH (Da3e KIETOYHBIX SKCTPAKTOB W3
KOHTPOJBHONH M romomarorneii 24 u 72 u kynerypel C. reinhardtii. IlpuBenennsie mgaHHBIE
YKa3bIBalOT HA CHIKCHHE aKTHBHOCTH OOOMX aHTHOKCHAAHTHHIX (epmeHTOB Ha 40-50% mpu
CEpPHOM TOJIOJIaHMM, YTO coryacyercs ¢ ymenblneHueMm cojepxkanuss COJl B kierke. OOmas
AQHTHOKCHU/IAaHTHAsT aKTHBHOCTh KJIETOYHBIX 3KCTPAKTOB TAKXKE IMOCJIEIOBATEIBHO CHIDKAIACH B
XOJIE CEpHOrO TOJIOJAHHs. DTH PE3yJbTaThl CBUJCTEIBCTBYIOT O HETAaTHMBHOM BO3ICHCTBUH
MHHEPaJIBHOTO CTPEcca Ha CO/ICPIKAHUE OTACIBHBIX KOMIIOHEHTOB TICEBIOIMKINYECKUX TyTeH U
AQHTUOKCUIAHTHYIO aKTHBHOCTh. [IpH 3TOM, MMEIOIUECS JIMTEPATypPHbIC JaHHBIC YKAa3bIBAIOT HA
POCT aKTHUBHOCTH acKopOaT TEepOKCHIa3bl M 3HAYUTEIBLHOC YBEIUYCHUEC KOHIICHTPAIH

ackopbara B roJoJaroInux 1Mo cepe Kiaerkax sogopocieii (Salbitani et al. 2015, Nagy et al. 2016).

Ta6muma. 3.3. AxruBHocth COJI, KaTama3el U 00IIass aHTHOKCHUJAHTHAss akTUBHOCTH (OAA),
onpezeNieHHble B 0OMIell pacTBOPUMON (pakiuuu KIETOYHBIX JKCTPAKTOB, MOJYYCHHBIX U3
KOHTpOJIbHOH KyabTypsl C. reinhardtii (0 4) u yepe3 24 u 72 4 ad3poOHOI MHKyOaMK O€3 Cephbl.

B ckobOkax YKa3aHbl 3HAYCHHUA B IIPOLUCHTAX OT BEJIMYHMHBI B KOHTPOJIC.

Ccoll Karamaza OAA
yeir. en. (mr 6emka)? | yem. en. (Mr 6emka)?t MKMOIB It
04 2.0320.65 (100) 40,263 (100) 323.5429.7 (100)
24 _ 233+1.1 (58) 252.127.9 (77)
724 1.0320.35 (50) 24.128.6 (60) 180.717.8 (56)

Jlasiee HaMu OBUTH MPOBEICHBI M3MEPEHUS] aKTUBHOCTH (DEPMEHTOB XJIOPOJBIXATEIHHOI
neru - H/AI'2 u PTOX - Ha pasnbix sranax uakybamuu C. reinhardtii 6e3 cepsl. Onpenenenue
akTuBHOCTH H/II™2 mpoBoamiM B mpenapaTtax THIAKOHIHBIX MEMOpaH M0 CKOPOCTH TEMHOBOTO
BoccTaHoBieHUsT JIXDPUD B npucyrcteuun HAJIH m HAJI®H. IlonyyeHHble pe3ynbTaTsl
BBISIBUJIM 3HAYUTENbHOE CHUKeHHE akTuBHOCTH H/I[2 B mpemapaTtax w3 rojiofarommx Mo cepe
Bojiopociieii: Ha 56% uepe3 48 4 u Ha 73% uepe3 60 u mHKyOaruu Oe3 cepwl (Tabm. 3.2).
OtHocutenbHyro aktuBHOCTH PTOX B knerkax C. reinhardtii ompenensiim mo ckopoctu

TCMHOBOI'O IIOIJTIOMICHUSA KHCJIOpPOJda B HNPUCYTCTBUU I/IHI‘I/I6I/ITOpOB JBIXaTeJIbHOM IIeIH
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MHUTOXOH/IPHIT: MUKCOTHA30J1a, HHTHOMPYIOIIEr0 aKTUBHOCTh muToxpoma bcy (komriekc 1), u
CI' — wunruburopa ambTEpPHATUBHON OKCHAA3bl. [IpM 3TOM JOMYCKaIHM, YTO CKOPOCTh
XJIOPOJIBIXaHHSA, T.€. CKOPOCTh TEMHOBOTO IIOTJIOUICHUS KHCIOpOJa B XJIOPOIUIACTE B
NPUCYTCTBUU  BBHIIICHA3BaHHBIX ~ MHTHOMTOpPOB  oTpaxkaeT aktuBHOocTh PTOX. Tak,
UHTUOMPOBAHWE  MHUTOXOHJIPHAIBHOTO JAbIXaHUS B  KJIETKE JOJDKHO  HPHUBOIUTH K
nepepacnpeieieHHI0 BOCCTAHOBUTENSI U3 MUTOXOHJAPHHA B XJIOPOILIACT TOCPEACTBOM Majlat-
OKCaJIOAlETaTHOrO LUKJIAa. B pe3ynbTare 3TOro BO3pacTaeT KOHIIEHTPALUS BOCCTAHOBUTENS B
CTpPOME, YTO NMIPUBOAMUT K CyOCTpaTHOMY HachleHHuio peakiuu ¢ ydactuemM PTOX. Ha puc. 3.9
MIPUBEIEHBI PE3yNbTaThl U3MepeHusi akTUBHOCTH PTOX B KieTkax npu WHKyOamuu 0e3 cephl,
KOTOpBIE BBISIBUIIM [TOCTYNATENBHBII POCT 3TOr0 Moka3arens ¢ 26 B KoHTpoJie 10 38 MkMoub O2

(MrXm u)? uepes 72 4 rononanmus.

45

30 4

15

AKTUBHOCTb PTOX (24)

0 | ’ | Y I ki | L I X I
0 24 48 72 96 120
Bpemsa, 4

Puc. 3.9. Usmenenus aktusaoct PTOX B knetkax C. reinhardtii mpu ceprom rononanum.

Hecmotpss nHa HabOmonaemoe cHukeHue aktuBHocTH HJII'2 u ogHOBpeMeHHBIH pocT
aktuBHOCTH PTOX B ronoparoommx KieTkax, ypoBeHb BoccTaHOBIeHHOCTH [IX myna Bo3pacrai
B YCJIOBUAX J1€(DUIIUTA CEPbI, 0 YeM KOCBEHHO CBHJIETEIBCTBYIOT PE3YJIbTAaThl H3MEPEHUH peaoKe
nepexoqoB Proo (puc. 3.7). Jlnst Toro, 4TroOBl OIIEHUTH COOTHOIICHHE MEXIY CKOPOCTSIMHU
HE(POTOXUMHUECKOTO BOCCTAHOBJICHUS M okucieHus 11X myna B ycnoBusix aeduiura cepbl, MbI
IpOBEJIM M3MEPEHHUs] KpPUBBIX TEMHOBOro 3aryxaHus @OX mocje BCIHBILKH, OJIHOCTBIO
BoccranasnuBatomed [1X myn (puc. 3.10). [ns storo BbliepkuBaiu o6Opasipl kietok C.

reinhardtii 5 MuH B TeMHOTE, 3aTeM OCBEIIAJM HACHIIIAIOIIMM CBETOM B TedeHHE 2 ¢ |
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OJHOBPEMEHHO MPOBOJUIN PETHCTPUPANI0O MHAYKIIMOHHOM KpuBoil DX, a mocie BCHBIIIKA
M3MEPSIIM KPUBYIO TeMHOBOM penakcanuu @X. Xopouio U3BECTHO, YTO HACHIIIAKOMIAs BCIBIIIKA
nuTenbHoCThio 0.5 — 2.0 ¢ unaynupyer nojHoe BocctanoBieHue [1X myna v, COOTBETCTBEHHO,
noaHoe 3akpeitre 1eHTpoB P@C2 (Schreiber et al. 2004). ITocneayromias TeMHOBasi peaKcamus
®X orpakaer oOpaTHBIN mepexo] eHTpoB PC2 B OTKPBHITOE COCTOSHHUE, KHHETUKH KOTOPOTO
OMpEIESAETCS COOTHOLIEHUEM MEXK/Y PEeaKIUsIMU TEMHOBOI'O OKHCIICHHS U BoccTaHoBieHus 11X
nyna. M3 pucyHka BUIHO, YTO CKOPOCTh TEMHOBOIO 3aTyxaHus ®X 3HAUYUTEIHHO CHUXAJIACh B
TOJIOJAIOIIUX KIIETKAaX, YTO CBUIETENICTBYET 00 HM3MEHEHMH OanaHca MEX]y IpoleccaMu
TEMHOBOI'O OKHCJEHUs1 M BocctaHoBieHus [IX myma B monb3y mocnennero. IlpuHumas Bo
BHUMaHuEe TOT (akT, uro akTuBHOCTH PTOX He cHmkamach, a Bo3pacralia B TOJOIAFOIIMX
KJeTKax, a aktuBHOCTh H/II'2, HaoOGopoT, majgana, TO MOJYyYSHHBIH pe3yabTaT yKasbIBaeT Ha

3HAYUTEILHBIN POCT COACPKAHHNA BOCCTAHOBUTCIIbHBIX 9KBUBAJICHTOB B CTPOME XJIOPOILIACTA.
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Puc. 3.10. Kunernueckue kpuBble pocta 1 3atyxanus ®X, uamepennsie B KOHTpodabHbIX (100%S) u ronogarommx

24 4 (0%S) knerkax C. reinhardtii ¢ momomsro diryopumerpa PAM 2000.

KpI/IBI)Ie HOPMHPOBAHbI HA aMIUIUTYy MEXKAY BbIXOJOM ®X B TeMHOTE U qepes 2 c. Iocjie Havaia OCBCIHICHUA.
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I'naBa 4. ®ynkuuonaibHoe cocrosinme PC2 B kuerkax C. reinhardtii B

YCIa0oBUAX HEAOCTAaTKaA CEPbI

4.1. Ilyru unaktuBamuu O®C2

Kak moka3zano B mpeasiaymien riase, 1eGUIUT cepbl HHIYIUPYET CHIDKCHHUE COACPIKAHUS
UHTerpaibHbIX OenkoB W aktuBHOcTH ®C2 B kierkax C. reinhardtii. OueBuaHO, 4YTO 3TH
M3MEHEHUsI MOTYT pacCMaTpHUBAThCA B KAYECTBE aJallTAllMOHHOTO MEXaHHM3Ma, HAMpPaBIEHHOIO
Ha cHwkeHHe TreHepammn A®DK u okucnurenbHOro crpecca. B jgaHHOW TiaBe moapoOHO
HCCIIe0BAIA OCOOCHHOCTH (PYHKITMOHAIBHOTO cocTosiHUS DC2 B rojiogaronux KiIeTKax B CBsI3U

Pa3BUTHEM JCCTPYKTHBHBIX U ITPOTCKTOPHBIX MCXaHU3MOB.

s moapo6Hoii In Vivo onerku TP B ronomaromux mo cepe kierkax C. reinhardtii
U3MEPSUTH W aHAJIM3UPOBAIM KWHETHYECCKHE KpPUBBIE CBETOBOM HWHAYKIHH DX BBICOKOTO
paspemenus (OJIP xpuBbie) Ha pasHbix cramusx rojomanust (puc. 4.1). Ha OJIP kpuBbix B
KOHTPOJIbHOH KyibType (0 4) oTueTauBo BUAHBI TpHU ¢a3sl pocta ®X: OJ (0-2 mc), JI (2-30 mc)
u IP (20-200 mc), oTpakaroliye MOCIeI0BaTeIbHOE BOCCTAHOBICHHE AKIEITOPHON CTOPOHBI
®C2, nyna I1X u Beeit porocunrerndeckoit DT, coorBercrBenno (Schansker et al. 2005).
KpuBbie B ToI0aI0MIMX KIETKAX XapaKTEPU30BATUCH YIPOIICHHON aByX(a3Hoi popmoii u3-3a
oTCcyTCcTBHs npoMexxyTodHou ¢asel JI (puc. 4.1A). U3 pucyHka BUIHO, 4TO OehUIUT CEpbl
WHAYIUPOBaJ 3HAYUTENbHBIA pocT Bbixoga DX, Bkmoyas FO (ypoBenr O Ha kpuBoi) u Fm
(makcumyM P Ha KpuBOif), ocoOenHo mocie 24 4y mHKyOaruu. B uvactHocTH, BenmnumHa Fm
BO3pacTaja IOoYTH B [IBa pa3a B TeueHue 72 4 uHkyOaruu 6e3 cepol. [logpobHee Gpenomen pocra

BbIxoJ1a dX Oyner paccMOTpEH Jajnee B 3TOM IJiaBe.

Ammuintyna OP na OJIP kpuBoil XapakTepu3yeT MaKCHUMAIbHYIO BEJIMYMHY MEPEMEHHOM
®X (Fv), a HopmupoBanHasi ammiutyaa OP orpaxkaer goToxumudeckyro akTuBHOCTE PC2 B
aaTHPOBAHHOM K TeMHOTe cocTostHuu - Fv/Fm. Chmwxenne Fv/Fm B ycrmoBusix crpecca
oOycnoBineHo HakoruieHueM 1eHTpoB ®C2, He cmnocoOHbIX K CBETOMHAYLIMPOBAHHOMY
BOoccTaHOBJIeHHI0O Qa WM3-3a HapymIeHUS CTPYKTYPHl W (QYHKIMOHAIBHBIX cBoiicTB DC2. s
yo0CcTBa MPECTaBICHUS JaHHBIX KpUBbIE HA puc. 4.1b HOpMUpoOBaTu HEe Ha MaKCUMAJIbHBIN, a
Ha HavyanpHbBIH ypoBeHb ®X FO. M3 HOPMHUPOBAaHHBIX KpPUBBIX BHAHO, YTO JEPHUIUT CEpHI

WHIYLIMPOBAJ 3HAYNTEIBHOE CHI)KEHHE nepeMeHHoN PX.
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Puc. 4.1. Uunykrmonnsie kpusblie X (OJIP) knerok C. reinhardtii 8 koutpose (0 1) u mpu uHKYOAImu 6e3 cephl B
Teuenue 12, 24 u 72 4.

A — opuruMHanbHBIE KpHUBBIE, b — KpHBble, HOpMHpOBaHHBIC Ha HadaubHbIH BeIXOn ®X FO, B — kpussble,
HOpMHpOBaHHbIe Ha aMruiutyny ¢asel OJ. M3mepenus mpoBomwin Ha npubope HandyPEA npu MHTEHCHBHOCTH

B030yx1aromero ceera 2000 MkMosb poToHOB M2 ¢,
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Ta6muma 4.1. [Tapamerpsr JIP Tecta, paccuntanHble U3 MHIYKIIMOHHBIX KpUBbIX @ X Ha puc.

4.1. 3HaueHus B CKOOKAaX COOTBETCTBYIOT MPOLIEHTaM OT BeIMYUHBI B KOHTposte (0 d.).

[TapameTpsl JmmTensHOCTh MHKYOAuu 0e3 cephl, U

JIP tecta 0 12 24 72

Mo 0.58(100) 0.82(141) 1.22(210) 1.4(241)
1-V; 0.55(100) 0.54(98) 0.37(67) 0.40(72)
Sm 155(100) 148(95) 120(77) 118(76)
oro (FV/Fm) 0.72(100) 0.58(0.80) 0.46(65) 0.33(46)
LGV 215(100) 177(82) 350(163) 366(170)
Je 0.15(100) 0.05(33) 0.06(40) 0.04(27)

s ananuza OJIP kpuBbix mmpoko ucnonsdyercs JIP tect (Strasser and Strasser 1995). B
tabmuie 4.1 npuBeneHbl 3HaYeHUsT HEKOTOpBIX MapameTpoB JIP Tecta, paccunTanHble U3 KPUBBIX
Ha puc. 4.1. Kak BUIHO U3 JaHHBIX, AeDULUT Cepbl MPUBOIII K CHIKEHHIO BennurHbl FV/FM Ha
35% un 54% vepe3 24 4 u 72 4, COOTBETCTBEHHO, UYTO COIJIACYETCs C PE3YyIbTaTaAMHU, OJIyUYEHHBIM

in vitro Ha mpemaparax THJIAKOHIHBIX MeMOpaH (Tadi. 3.2).

Ha puc. 4.1B mpuBeneHsl KpuBble, HOpMHpOBaHHbIE Ha ammuutyay OJ. M3 pucyHka
BUJHO, 4YTO amiuMTyga ¢aspl JP 3HAYMTENBbHO CHMXKAJach B TOJOJAIOMIMX KJIETKaX.
OtHocutenbHbIl BkiIaa (assl JP B mepemeHHyto DX xapakTepusyeT BEpOSTHOCTh IMEpEeHOCa
snekrpona ¢ Qa B IIX myn u coorBercTByer mapamerpy JIP tecra (1-Vj), BennunHa KOTOPOTo
cHmKanach npumepHo Ha 30% 3a 24 4 u cinabo u3MeHsIach npu Oosiee ATUTENbHON MHKYOauu
6e3 cepsl (Tabun. 4.1). CHuxenune aMruTyas! JP ipu neiicTBUM cTpeccOBBIX (PaKTOPOB OTpakaeT
HakoruieHue T.H. Qb-HeBoccranaBnmmBaromux neHTpoB @C2 ¢ GIOKMPOBAHHBIM AIIEKTPOHHBIM
tpancioptoM Mexay Qa wum IIX (Strasser et al. 2004). Takue NEHTPHI CIIOCOOHBI K
BOCCTaHOBJICHNIO Qa, TO €CTh XapaKTepU3YIOTCS HOPMAIbHOH BenuuuHoit FV/FM, omHako oHM
HE MOTYT OKHCJISITh BOAY M BoccTaHaBIMBaTh [1X 1y, Kak ¥ IEHTpPHI, 00paboTaHHBIE TUYPOHOM

(Horton and Croze 1979, Henrysson and Sundby 1990). [dpyroii mapamerp JIP tecra — miomanp
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nax OJIP kpuBoii, HopmupoBaHHas Ha amruutyay OP (Swm). Bemwumna storo mapamerpa
NPONOPIMOHATIbHA KOJIMYEeCTBY cpabarpiBaHuii 1eHTpoB PC2 Ha HACHINAIOUIEM CBETY 0
noxHoro BoccranoBieHus Qa. [lapamerp Swm Tak ke, kak u (1-V]), Xxapakrepu3yeT dJIeKTPOHHBIN
TpaHCHOPT Ha akuenTopHoi cropoHe PC2 u coxepkanue Qb-HeBoccTaHABIMBAOMIMX IIGHTPOB.
[TpuBenennsie B Tabia. 4.1 U3MEHEHUS BEIMUYUHBI Sm B TOJOAAIOMIMX KJIETKAaX KayeCTBEHHO
COOTBETCTBYIOT U3MeHeHusM napametpa (1-V]). [lonydeHHble pe3ynbTaThl CBUACTEIBCTBYIOT O
NPEUMYILECTBEHHOM HakomuieHnd QD-HeBoccTaHaBIMBAIOIIMX LEHTPOB B TEUCHHE MEPBBIX

CYTOK MHKYOAaIuu 06e3 cepabl.

1,2 I
10t ety
~
//f
Bos| 3 7
c s
@ s 2
Q // 1
206t y
— //
= Y
L0y - (3-1)
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02 g P (2-1) ™
0,0 S , L i e e
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Puc. 4.2. ®a3a OJ na OJIP kpuBbix, uamepennsix B cycrnensuu C. reinhardtii B ctangapTHbIX yCIOBHSX pocTta

(xpuBas 1), yepes 12 4 (xkpuBast 2) u 24 4 (kpuBas 3) HHKyOaIH 6€3 Cephl.

Kpusbie HopMupoBanbl Ha amiuiuTy 1y OJ. PasHOCTHBIE KpHUBBIE MOJTYYEHbI BHIYMTAHUEM KOHTPOJIBHOM KpHBOi 1 13

KPHUBBIX 2 U 3, MI3MEPEHHBIX B TOJIONAIOIMINX KIETKaX.

Ha puc. 4.1B Takxe BHAHO, YTO B TOJIOJAIOIIMX KJIETKaX CKOPOCTh HAYaJIBHOTO MOIbEMA
®X Obuta Bblmle, ueM B KoHTpose. [lapamerp JIP Tecra MO sBisercs anmpokcumanuein
HAyaJIbHOTO HaKJIOHA KpuBOM. Bennunna MO Bo3pacTana B yCJIOBUSX Je(uLIUTa cepbl B OIATOPA
pas3a uepe3 12 4 mHKyOamuu U B 2 pasza yepe3 24 u (tabu. 4.1). MmMeromuecs B nuTepaType
JaHHbIE yKa3bIBAIOT HA TO, YTO 3TH MU3MEHEHHUS OTpakaroT nosiBieHue neHtpoB ®C2 6e3 KBK.

Tak u3BecTHO, 4TO MHAYKIMOHHBbIE KpuBble DX B oOpasnax ®C2 6e3 KBK xapakrepusyrorcs
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ObIcTpeIM TTOAbeMOM DX 10 MakCHMaJIBHOTO 3HaYeHUs mpuMepHo depe3 300 MKC OocCBelieHUs
(r.u. muk K), 3arem mnaTencuBHocth ®X mamaer (Strasser 1997). Ilpu sToM pasHHIa MEXITy
KPUBBIMH, HOPMUPOBaHHBIMH TI0 amruiutyae OJ u u3MepeHHbIMU B 00pa3siiax, B KOTOPBIX 4acTh
®C2 ne conepxut KBK u B o6pasmax ¢ nmomHoctsio aktuBHbIM KBK, nmomwkHa BeisiBsaTh ik K.
Ha puc. 4.2 npuBeacHsl HOPMHPOBAaHHBIE KHHETHKH HadanbHOoro momgbema ®X (0OJ),
COOTBETCTBYIOIIME KpUBBIM B KoHTpoJie (0 1) m uepe3 12 u 24 4 unkyOamuu 6e3 cepsl (puc.
4.1B), a Takxe pacCUMTAHHBIC KPUBBIC, IMOJYYCHHBIC BBIYMUTAHHEM KPHUBOW B KOHTpOJIC W3
KPUBBIX, U3MEPEHHBIX B FOJIOAAIOIINX KIIeTKaX. Pa3HOCTHBIE KpUBbIE OTYETINBO BBISIBUIIM MUK C
MakcuMyMoM okosio 300 MKc, CBUAETENbCTBYS 00 akkymyssinuu 1eHTpoB @C2 6e3 KBK. Dtot
pe3ynbTaT COIJIaCyeTcsl C MMEIOIMMHUCA B JMTepaType JaHHbMU O paspymeHun KBK B
rojofaronux mo cepe kiaerkax C. reinhardtii u3-3a u30bITOUHOrO HaKoIIeHUs ackopOara (Nagy

et al. 2016).

K
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Puc. 4.3. Teopernueckue kpuBbie cBeToBol nHAyKIMu OX u pepokc nepexonos Qa u Pego npu pa3zHOil aKTUBHOCTH
KBK, paccunrannsle ¢ ucnosns3oBanneM Monte-Kapio monenu ITT1D.

A — m3menenust uateHcuBHocTH DX (kpuBas 1), konuuectBa Qa (kpusas 2) u conepkanus Pggo™ (kpuBas 3) npu
nonHoM otcyTctBud KBK B ®C2. b — OJIP kpuBeie mpu momHOCTRIO (yHKOHOHaIBHOM coctosann KBK
(crmomrnast nmuHuA), ipu orcytcTBuu KBK y 50% ®C2 (Todyeynas JmHMsA), ¥ NPU CHIDKEHUN CKOPOCTH PA3JIOKEHHUS

Boabl B KBK B 2 pa3za (tupe). Kpussie Ha puc. b Hopmupoans! Ha ammutyry OP.

Ui moATBepKIAEHUS ‘TOHOPHOTO  MeXaHM3Ma Halmonaemoro pocra Mo Mbl M3ydMiH
B3aUMOCBSI3b MeXIy pyHKIMoHANEHEIM coctosiHeM KBK n ¢popmoit OJIP kpuBBIX ¢ TOMOIIBIO
paszpadoranroi moxaenu IIIID (puc. 4.3). [lonmnas nnaktuBanus KBK B mongenu npuBommia
NOSIBJIGHHIO THKa C MakcuMyMoMm okono 600 wmkc, coorBerctByromero nuky K Ha
HKCIEpUMEHTANbHbIX KpHUBBIX (puc. 4.3A). Ha pucyHke Takke NpUBEIEHbl KMHETHUKU PEIOKC

niepexo,10B Qa u Pego, M3 KOTOPBIX ClieayeT, 9To MoJiokeHre uka K onpenensiercs, B OCHOBHOM,
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n3MeHeHussMA penoke coctosiHus Qa. Tak, HavanpHbli moabem DX no mmka K orpaxkaer
TpaH3UTOpHOE BoccTaHOBIeHHE Qa, mocie KoToporo Beixog PX MOCTENeHHO CHUXKAETCS U3-3a
pe-okucieHuss Qa’ BTOPUYHBIM XHMHOHHBIM akientopom Qb mpu orcyrcTBHM mocTymUieHHS
HOBBIX AekTpoHOB ¢ KBK. OgHako makcumyM BoccTaHoBiIeHHS Qa Ha TEOpPETHUECKOW KPUBOM
MPUXOJAUJICS Ha BpeMsl OKOJIO 2X MC, YTO 3HAuuTeNbHO mo3aHee nuka MX. 310 o0bsAcCHsAETCS
BiusiHieM Tymenuss ®X KaTHOHHBIM pagukanoM Pego’, KOHIIEHTpamds KOTOPOrO HauyMHAasa
Bo3pactatb ¢ 200 mc. Ha puc. 4.3b noka3zansl cumymsaunn OJIP KpuBBIX 17151 TpeX COCTOSTHHMA
MonenbHoU cuctembl: 1) 100% DC2 umerot nonnoctbio akTuBHBIA KBK; 2) 50% ®C2 umeror
nosHocThi0 akTuBHBIM KBK u 50% He nmeror KBK; 3) 100% ®C2 umeror KBK, akTuBHOCTB
koToporo cocraBisieT 50% OT MakCUMalbHOHM, T.e. KOHCTAHTa CKOPOCTH JIMMHUTHUPYIOILEH
peakuuu S3->(S4)-> S0 cumkena B qBa pasza. Ha pucyHke BuaHO, uTO BBeZeHUEe B MoJielb 50%
neutpos ®C2 6e3 KBK mpuBoauiao k pocty ckopoctu HaudaibHOro moabema ®X (OJ) na
HOPMHUPOBAHHBIX  KPUBBIX;  JaHHBIA  2(QQeKT  aHaloruyeH  HaOmJaeMoMy  Ha
9KCHEPUMCHTAIBHBIX KpuBBIX (puc. 4.1B). Ilpu CHUKEHHHM KOHCTAHTHI CKOPOCTH OKHCIICHHS
Boxbl B KBK B 1Ba pasza Habmonancs 1pyroit 3pQexT, a UMEHHO, TpaH3UTOpHOE cHIbKeHHne OX
nocse nepernda J u3-3a HAKOIUIEHUS TYIHTENS Pego’. Pe3ynbTaThl MOJETMPOBAHHS YKA3bIBAIOT
Ha HakorieHue neHtpoB ®C2 6e3 KBK B ronoparomux mo cepe KieTkax, a He Ha 3aMeJICHUE

ckopoctu obopora KBK.

Bpewmsi, 3a koTopoe KpuBas BbIXOAUT Ha MakcuMyM P (f(Fm)), COOTBETCTBYyeT BpeMeHH
MOJIHOTO BOccTaHOBJIeHUs! GorocuHTeTnyeckol DTL] u xapakTepusyeT cKopocTh JIEKTPOHHOTO
TpPaHCIIOPTa Ha CaMOM MEJJIEHHOM y4acTKe 1enu. B ronoparomux 48 u 72 4 KjeTkax BeJIWYMHA
t(Fm) Bo3pacrtana Gosee yeMm B 1.5 pa3za 1o cpaBHEHHUIO C KOHTpoisieM (Tabi. 4.1), yTo oTpaxkaer
cHmwkeHne  aktuBHocth — DC2,  koTOopass ~ CTAaHOBUTCA  JIMMUTHUPYIOIIMM  3BEHOM

(OTOCHUHTETHUECKOTO JIEKTPOHHOTO TPAHCIIOPTA B YCIOBUAX Ae(PUIIUTA CEPBI.

Cumxenune poroxumuueckor aktuBHoctd OC2 (FV/Fm) B ycinoBusix cTpecca MOXKET ObITh
CleACTBUEM paznuyHblx Moaudukamuii @OC2, Bxkmoyas Qoronectpykuuio D1 OGenka,
HHEPreTUYECKOe pPa300IIeHUEe MEeXIy aHTCHHOH M peakIHMOHHBIM ILIEHTPOM, CTaOWIM3aluio
pemokc cocrostHuii Pego” m Qa’, ap. Panee ObUIM TPENTIOKEHBI OCHOBHBIE MEXAHU3MBI
nectpykiuu @C2 B yclnoBUsAX AePUIIMTA CEPHI, BKIIOYAIONINE CHUKEHUE CKOPOCTH perapaiun
D1 Genka n uHrubupoBaHue Mo JOHOPHOMY MeXaHU3MY B pe3yibTate paspymeHus KBK (Nagy
et al. 2016). Jlns nganbHEWIEro BhISICHEHHS MeXaHW3MOB HMHakTHBanmu ®C2 wucmonp3oBain
METOJI THKO- HAaHOCEKYHIHOW Ja3epHOW (IyopoOMEeTpuH, IMO3BOJISIOUIMA OXapaKTepH30BaTh
ObICTpBIE TIpolIecCHl (poToXmMHUYEecKOoTo TmpeoOpazoBanmst »Hepruu. Ha puc. 4.4 mokaszaHbI

KkpuBble 3aryxanus ®X, a B Ttabnuue 4.2 — pe3ynbTaThl MYJIbTUIKCIIOHEHIIMAILHOTO aHaIn3a
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3TUX KpuBbIX. W3 pucynka BuaHo, uyto DX, HHAYIUPOBAHHAS JIa3epHBIM HMITYJIbCOM
MUKOCEKYH/IHOIO BPEMEHHOI'0 JUana3oHa, MOJHOCTBIO 3aTyXajla B T€YeHue 5-6 HC; MpU 3TOM
nageHue OX MpoucXoauwiio MEJICHHEE B TOJOJAONINX KJIETKAaX MO CPABHEHHUIO C KOHTPOJIEM.
AHanu3 KpUBBIX BBISBHII HaJU4Me TPEX SKCIOHEHIMAIbHBIX KOMIIOHEHTOB, CBs3aHHBIX ¢ DC2
(Hodges and Mova 1987). BeIcTpblii KOMIIOHEHT OTPa)kaeT MHUTPAIMIO SHEPTUH W3 aHTCHHBI B
PCaKIMOHHBIN TEHTP, CPEIHUN - TEPBUYHOE pa3JCICHHUE W PEKOMOWHAIMIO 3apsIoB, a
MIPOUCXOXKICHUE MEJICHHOTO KOMITOHCHTA CBSI3aHO C AHTEHHBIMH KOMIUIEKCAMHU, Y KOTOPBIX
OTCYTCTBYET DHepreTuueckas cBsa3b ¢ nearpamu ®C2. B xontponbHbx Kiaetkax C. reinhardtii
OTHOCHUTEIIbHAs aMIUIUTyAa M BpeMsl >KM3HH OBICTPOrO SKCIIOHEHIIMAIBHOTO KOMIIOHEHTa
coctaBuiu 55% u 134 nic, cpeanero — 42% u 0.9 He, a measienHoro — Bcero 2.4% u okojo 3 Hc,
cooTBeTcTBeHHO (Tabn. 4.2). HabGmomaemoe Ha pucyHke 3amemienue 3aryxanuss OX B
TOJIONAIOIIUX KIJETKaX IPOUCXOIWIO, TIJaBHBIM 0O0pa3oM, B pe3yibTaTe MPaKTHYECKH
JIBYKPATHOTO POCTa BPEMEHH >KM3HH CpPEJHEro KOMIIOHEHTa, a TaKXe MSATHKPAaTHOrO pocTa
aAMIUTMTYBI MEJJICHHOTO KOMITOHEHTa. ODTH pPEe3yJlbTaThl CBUJICTCILCTBYIOT 00 HW3MEHEHUU
OajaHca MeEXIy TMEpPBUYHBIM pa3JCIICHHEM U PEKOMOMHAIMEN 3apsA/ioB, a Takxke o0

SHEPreTUYEeCKOM Pa300IIeHUH MeX Iy IIeHTpaMu 1 anTeHHOo PC2 B roI0Aa0MIKX KIETKaX.

1.0
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Puc. 4.4. Kuneruku 3atyxanust ®X B HAHOCEKYHIHOM JHaria3oHe B KOHTPONbHBIX KieTkax C. reinhardtii (xpuast

1), yepe3 48 u unkyOanuu 6e3 cepsl (KprBas 2) U B yCIOBHUSIX C HCKYCCTBEHHO BOoccTaHOBIEHHBIM Qa (kpuBast 3).
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Mpl oOHapyXuJiM, YTO KpaTKOCPOUHAash aHadpoOHash HMHKYOAIMsi KOHTPOJBHBIX KIIETOK

NPUBOAUT K aHAJOTHYHOMY 3P QeKTy 3amemienus crnaga @X Ha KUHETUYECKUX KPHUBBIX (pHC.

4.4).

Tabmuma. 4.2. PesynbraThl MYJIbTHIKCIIOHEHIMAILHOIO aHalM3a KPHUBHIX 3aryxaHuss OX B
HAHOCCKYHIHOM auarna3oHe B kieTkax C. reinhardtii B kortpose (0 4) ¥ Ha pasHBIX CTAIUIX
uHKyOanuu Ge3 cepsl. Ilepex M3MEpPEeHWsMH CYCICH3WH MPOAYBAIUCH Bozayxom (1) wim

aproHom (2) B teuenue 15 muH. BenuunHa cTanaapTHOTro OTKIOHEHHs He npebimana 10%.

Cpennuit

bricTphiit MeaneHHbIi
Bpews KOMIIOHEHT KOMIIOHCHT KOMIIOHEHT
A, % T, TIC A, % T, TIC A, % T, TIC
1 55.2 134 42.4 870 2.4 2884
0

2 51.3 132 43.8 1448 4.8 2733
1 50.1 135 47.7 995 2.2 2074

24 4
2 55.1 132 394 1501 3.3 2783
1 50.2 125 36.8 1006 13.0 2202

48 4y
2 51.5 133 38.1 1165 10.4 2618
1 53.3 118 37.0 1421 9.7 3270

124
2 47.4 131 41.0 1712 11.6 3040

N3 pe3ynpTaToB aHaiM3a KpUBBIX B Ta0xd. 4.2 BUIHO, YTO CHUIKEHUE CKOPOCTH 3aTyXaHHUs
®X B aHa’pOOHBIX YCIOBHUSX TaKKe OOYCIIOBIEHO pPOCTOM BpPEMEHM >KU3HHU CpEIHEro
KOMIIOHEHTa Kak © 1pu jgeduuurte ceprl. Kak wu3BecTHO, aHa’poOHMO3 HHAYLHUPYET
BoccraHoBieHrne [I1X myma B KiIeTKax MHUKPOBOIOPOCIEH, YTO, B CBOIO OYEpEIb, BBI3BIBACT
nepexo 4yactu HeHTpoB DC2 B 3aKpbITOE COCTOSTHUE B COOTBETCTBHM C PEIOKC OamaHCOM
mexay [1X u Qa (Corneille et al. 1998). Habnronaemoe yBenndeHue BpEeMEHH JKU3HHU CPEIHETO
KOMITIOHEHTa IpU BOCCTAHOBJIEHUH Q&, BEPOSITHO, CBA3aHO CO C/IBUI'OM PABHOBECHS B PEaKIUH
Peso*®e0 < Pego"@eo™ BIIEBO U3-3a DIIEKTPOCTATHYECKOTO OTTAIKUBaHus Mexay Peo” u Qa” miu

KOH(OpMallMOHHBIX H3MeHeHuW. Takum o0Opa3oM, NOJydeHHbIE pe3yibTaThl YKa3bIBalOT Ha
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BO3MOXKHBIN poCT coaeprkanus 1eHTpoB PC2 ¢ BoccTaHOBIEHHBIM Q@ B TOJIOJAIONMINX KIIETKaX.
HGO6XOI[I/IMO OTMCTHUTBh, 4YTO BOCCTAHOBJIICHHOC COCTOsSHHEC Qa B J3TUX LIeHTan ABIISICTCA
CTaOWJIBHBIM U COXPAHSAETCA MPU TEMHOBOM aJanTalliyd U NPUHYAUTEIBHOU aspaiuu o0pa3ioB.
Crabunuzamnus Qa B ToJI0TArOIIMX KIETKAaX MOXKET ObITh 00YCIIOBIICHA PSAIOM IPUYHH, BKIIOYAs
CHJIbHO BOCCTAHOBJICHHOE cocTosiHue [IX myna Ha cBETy M B TEMHOTE, NMPOTOHHPOBAHUE C

obpazoBanuem QaH u HapyiieHre TpIMOTo NepeHoca aekTpoHa ¢ Qa Ha Qb.

JInst OLCHKM M3MEHEHUSI KOHCTAHT MEPBHYHOTO pasieieHUs] U PEKOMOMHAIIMU 3apsI0B B
®C2 mpu cepHOM TOJIOJAHWH TPOBOIUIN MOJCIUPOBAHUE SKCIIEPUMEHTAIBHBIX KPHUBBIX
saryxanuss ®X ¢ ucnonp3oBanueM moaenu Illatma (puc. 2.6) (Volgusheva et al. 2007). Ha
CXeMe TOKa3aHbl PeaKkIMy TUcCUIanuu Bo30yxaeHus B anTeHHe PC2 M OBICTpBIC PEAKIUH
HIEPEHOCA 3JIEKTPOHOB B OTKPHITOM U 3aKPHITOM cOCTOsIHHH meHTpa @C2. B Moienu mpu pacyere
KOHCTaHT CKopocTeil rmepBuuHoro pasaencuus (K1) u  pexomOunammm (K1) 3apsaoB

Npeanonaraiy, 4ro KoHcTaHTa K» pasma 3.3 mct

B OTKpeITOM IieHTpe DPC2, korga oHa
XapaKkTepusyeT nepeHoc »j1ekrpona ¢ ®eo na Qa (Bernanding et al. 1994), u 2.3 uc™ B 3axprITOM
nentpe @C2, koraa oHa XapakTepu3yeT PEeKOMOMHAIMIO 3apsi0B B TPUILIETHOE MM OCHOBHOE
cocrosinue Pego (Gibasiewicz et al. 2001). KoHcTaHTy CKOpOCTH TEIUIOBOH €3aKTHUBAIMU
CHHTJIETHOTO BO30YyxkenHoro coctosuus Xi (Ks) mpuaumanu pasuoit 1.0 ns (Shatz et al. 1988).
Pe3ynbraThl MOJCIMPOBAHUS BBIABHIM MPEHMYIICCTBCHHOEC CHHXKEHHE KOHCTAHTBI CKOPOCTH
TIEPBUYHOTO pasfelenus 3apsAaoB ¢ 7.3 o 2.5 mHc?, a Takke POCT KOHCTaHTBI CKOPOCTH
pexoMOuHammH 3apanoB ¢ 2.9 1o 5.7 el B xnerkax C. reinhardtii gepes 72 u ronomamus mo
cepe. DTO coryiacyercsi C THIIOTE30il O CIBUIE PABHOBECHS MEXKIy BO30YXKICHHBIMH

COCTOSIHUSIMM X U NEPBHUYHO PA3ACICHHBIMU 3apsaiaMU B CTOPOHY B036Y)KI[CHHBIX COCTOSIHUH

X1,

BrluennpuBeieHHBIE  pe3yNbTaThl CBUAETENBCTBYIOT O TOM, YTO JIOMOJHUTEIBHBIMU
MexaHu3Mamu nHakTHBauu PC2 B yCIOBHIX CEPHOTO TOJOJAHUS SIBISTIOTCS cTabuimm3anms Qa
B BOCCTaHOBJIEHHOM COCTOSIHUM U SHEPreTHYecKoe Pa300IIeHHe MEXAY aHTEHHOW W LEHTpaMu
@®C2. Mexanuzm mnepexoaa ueHTpoB @©C2 B CcTaOMIBHO 3aKpbITOE COCTOSHHE He
OXapakTEpHU30BaH B JOCTATOYHOM CTENEHWM B JIUTEPAType U SBISETCA, IO-BUANMOMY,
XapaKTepHOM  OCOOEHHOCTbIO ~ MHUHEPAJbHOIO  TOJIOJAHWSA,  TUMOKCHHM, a  TaKxke
BBICOKOTEMIIEpATypHOH MHKyOanuu MukpoBogopocien (Uemepuc u ap. 1996). CymiectBoBanue
JAHHOTO MEXaHU3Ma B FOJIOAAIOIINX KIJIETKaX HAIJIo JalbHEWIIee NOATBEP)KICHUE IIPU aHATIU3E
kuHetndeckux KpuBblx DX, mHaynupoBaHHbIX cBeToM ¢ [IDIID 12000 u m3MepeHHBIX C
BBICOKHM pa3pelieHueM B CYOMIITUCEKYHIHOM Jauana3one Ha (iayopumerpe Mera-25. Ha puc.

4.5 mpuBeIeHBI KPUBBIE, CHATHIC B KOHTpOJIE U uepe3 24 u 72 4 uakyOanmu 6e3 cepbl. KpuBas B
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KOHTpPOJIE JIOCTUTAJIa IMPOMEXYTOYHOIO MAaKCHMaJIbHOTO YPOBHS, KOTOPBII COOTBETCTBYET
ypoBHto J Ha OJIP xpuBoii, mpumepHo uepe3 700 MKC OCBEIIEHHS, B TO BpeMsl KaK KpUBBHIE B
roJIOAAIOUIUX KJIETKaX BBIXOJWJIM HAa MPOMEXKYTOUHBIN MakcuMyM panblie - yepe3 300-400 mkc
ocBelleHusl. HopmupoBka KpuBbIX Ha HadyalbHOE 3HaueHWe FO BbISIBUIA CHUXKEHHE
MakcuMaibHOro ypoBHs ®X B rojojgaromux KI€TKax IO CPaBHEHUIO C KOHTPOJIEM, YTO
oTpaxkaeT cHmxkeHue nepemeHHoit ®X (puc. 4.5A). Ha puc. 4.5b mnpuBeneHbl KpHUBHIC,
HOPMHUPOBaHHbIE 0JJHOBpeMeHHO Ha FO u Bennunny ®X uepe3 600 Mxc ocBenienus. 13 pucynka
BUJHO, YTO CKOpocTh pocta ®X Obuta Beiie B o0Opa3lax U3 TONOAAIOIIEH KYJIbTYphl IO
CPaBHEHHMIO C KOHTpOJEM. OTOT pe3yJbTaT KayeCTBEHHO IOX0K Ha TMOJIYYEHHBIM IS
HopMupoBaHHbIX OJIP kpuBbix (puc. 4.1B). Mexay Tem, eCTh CYIIECTBEHHBIC OTIUYHUS MEXKTY
MeXaHu3MaM# HadasbHOTro mogbeMa @ X mpu uHTeHCMBHOCTH BenbIk 2000 MKMOITB (OTOHOB
M2 1 12000 MxMoib potoroB M 2. Kak m3Bectno, OJ daza Ha OJIP kpuBOii OTpaxkaeT yacTUUHOE
BOCCTaHOBJICHHE He ToJbko Qa, Ho m Qb, W Ha Hee OKa3bIBACT CHUIIBHOE BIIUSTHHE COCTOSIHUEC
nonopHoii croponst ®C2 (Stirbet and Govindjee 2011). B otauuune ot 310oro, GyHKIIMOHAIBHOE
COCTOSIHUE AKIENTOPHOM M JOHOPHOM cTOpoHbl PC2 mpakTUYECKH HE BIMSET HAa HAYAIbHYIO
dazy pocra ®X npu unTeHcHBHOCTH Bembimkn 12000 Mxmons dotonoB M2 ¢t Tak, 06pa6oTka
KIeTOK JauypoHoM u wuHruoutopom KBK ruapokcminamMuHOM NpakTUYeCKH HE OKas3biBaja

BO3JICHCTBUS Ha IIapaMeTpbl KPUBOM.

24
5 1,0
22|
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o ° i 3
o o
c 18| 10656
g ; :
5 1,6 |0.001 3
E 10432
“oa L ®
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Puc. 4.5. HauanpHas ¢a3a cBeroBoit mHAyKIMH ®X B KOHTPOIBHOH (KpuBast 1), romomaromiei 24 4 (kpuBast 2) u

rosofaroieit 72 1 (kpusas 3) kyastype C. reinhardtii.

2 A1

W3mepenns nposoamnu Ha npudbope MEI'A-25 npu maTeHCHBHOCTH BCembImKH 12000 MKMOIB (OTOHOB M™“ C™.
Kpussle HOpMupoBaHsl Ha HadanbHBIA BeIxon ®X wepe3 1 Mkc mocie Havgana u3MmepeHHs (A) M Ha BEIHYHHY

ammutyasl @X gepes 0.6 mc (b). OpurnHanbHbIe KPUBBIE TPUBECHBI HA BCTABKE.
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Ananu3 kpuBblX MHAYKUMM DX, mpuBEeICHHBIX Ha puc. 4.5, BBIABUI HaJIU4YUE IBYX
OCHOBHBIX KOMITOHEHTOB: OBICTPOIO CHTMOMHOTO M MEIJICHHOTO SKCIIOHEHIHAIBLHOTO (TalI.
4.3). CurmouHbIi KOMIIOHEHT (utupoBanu ¢pyHkiumeit Buna A1(1-exp(-t/11))C kak npeamoxkeHo
panee s OJ daser OJIP kpuBoii, rae nmapamerp ¢ sisercs dpakropom curmouanoctu (Joly and
Carpentier 2009). CormacHO KJIaCCHYECKON HHTEPIPETAMK OBICTPBIA W  MeIICHHBIN
komIioHeHTbl pocta ®X orpaxkaror Bkimanx PC2 o- m B-tuna, coorBerctBeHHo (Melis and
Homann 1975). Ilo coBpeMeHHBIM TPEACTABICHUSM IIEPBBIC MPEICTABISAIOT  COOOM
CYIEpKOMIUIEKCHI, cocTosimme u3 AByx @DC2, oObeauHEHHBIX NepupepUvecKoil aHTEHHOU
CCK2, a Bropbele OTHOCATCA K oauHOYHBIM (oTocuctemam 6e3 CCK2. U3-3a orcyTcTBUA
nepudeprudeckoil aHTEHHBI MornepeuHoe cedenue norjomeHus ®C2 3 Tuna B HECKOJIBKO pa3
Huke, yeM DPC2 o tuna. Curmomanas ¢opma kpuBoil uuaykuuu ®X B OC2 o Tuma
00YCITOBJICHAa HAJTMYMEM SHEPreTHUECKOTO B3auMmoeincTBus mexay rentpamu (Joliot and Joliot
1964), B mepByI OdYepelb, BHYTPH CYNEPKOMIUICKCA, a TAKKE MEKAY OIHU3ICKAIUME

CYNEePKOMILIEKCAMHU.

Tabmuua 4.3. Pe3ynpTarhl aHanu3a HadanbHOM (a3el pocta @X Ha KPHUBBIX, U3MEPEHHBIX B
kyabrypax C. reinhardtii Ha pa3HbIx craausx nHKyOaruu 6e3 cepbl. KprBble MpruBeIeHbI Ha PHC.
4.5 u 4.6. Tlpu putupoanuu ucnoiab3oBanu Gpyukuuto Buaa (F(t) - Fo)/(Foems - Fo)=A1(1-exp(-

t/71))+Az(1-exp(-t/ z2), re Fo.ems— Boixox ®X Ha kpuBoii yepe3 0.6 MC OCBEIIECHHS.

Bpewms, u A1, % 71, MC C A2, % 72, MC
0 45.3 0.037 1.6 54.69 0.192

24 61.1 0.034 1.3 38.93 0.131

48 65.9 0.035 1.2 34.04 0.159
724 67.5 0.027 1.0 32.40 0.113
0* 72.4 0.032 1.1 27.59 0.209

* nepea n3MEpCeHUsIMUA KIICTKU I/IHKy6I/Ip0BaJ'II/ICI> B aHaBpO6HI)IX YCIOBUAX AJIs1 BOCCTAHOBJICHUA Qa
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Puc. 4.6. Hauanphast ¢asa ceromnayuupoBanHoro pocra ®X kierok C. reinhardtii B cranmapTHbIX a’spoOHBIX

ycnoBusx (kpuBast 1) 1 depes 15 MHMH aganTanuy K aHa3pOOHBIM YCIIOBHSAM Ha HU3KOM CBETY (KpHUBas 2).

Kpussie HOpMHUpOBaHBI Ha BenuuuHy aMIuuTyasl @X yepes 0.6 Mc oT Hauana uzmepeHus. OpUruHaIbHbIC KPUBHIE

IMMPpUBCACHBI HAa BCTaBKE.

B kxoHTpose aMIumaTy el OBICTPOTO M MEIJICHHOTO KOMIIOHEHTOB cocTaBisuu 45 u 55%,
COOTBETCTBEHHO (Tabu. 4.3), yka3piBas Ha 3HauuTenbHOE pucyTcTBHE 3 PC2 B BOJOPOCIEBBIX
kietkax. Hecmotps Ha To, uto ¢pakuuun ®C2 o u 3 Tuna Tak U He ObUIM CEMapupOBaHbI U
O0XapaKTepU30BaHbl B BBIJCJICHHOM BHJIE, MOXHO TMPEAMNOJIOXHUTh, YTO [3 KOMIUIEKCHI
MPEANIECTBYIOT (DOPMUPOBAHUIO TIOJHOCTHIO (DYHKIIMOHAIBHBIX CYIMEPKOMIUIEKCOB B MpOIEcce
cuate3a win pernapanun ®C2 (Danielsson et al. 2006, Mamedov et al. 2008). ¥V 3enenbix
MUKPOBOJIOpOCIIel 00JacTh TpaH B XJIOPOIJIACTE MEHEE BhIpaK€Ha, YeM Y BBICIIMX PACTECHUH,
YTO MOXET OOBSACHATh MOHWXKEHHOEe cojepxkaHue PC2 o TUma Mo CpaBHEHHUIO C BHICIIUMHU
pacteHusmMu. M3 naHHBIX B TaONWIlE BHAHO, YTO XapaKTePUCTHYECKOE BpeMs OBICTPOTO U
MEJJICHHOTO KOMITOHEHTOB COCTaBIIsLIO B KOHTpoJie 37 u 192 MKC, COOTBETCTBEHHO, a BETMYMHA
dakxropa curmougHOCTH — 1.6. JleUIUT cephl MPUBOIMI K POCTY aMIUTATYABI H YMEHBIIICHHIO
BpeMeHH ObIcTporo kommoneHta Ha 20% u 25%, coorBercTBeHHO, 32 72 4. Kpome ToroO,
3HaueHue (akTopa CHUTMOMJHOCTH ¢ CHWXKAIOCh JO ©IUHUIIBI, CBUICTENLCTBYS 00
sHepreTudeckoM pazoomieHun Mexay ®C2 o tuna. BaxkHO OTMETHTB, YTO CXOHBIE H3MECHEHHSI,
a HMEHHO, YBEIMYEHUE HakioHa mnoabemMa DX, pocT aMIUIMTyIbl U yMEHBIIEHUE
XapaKTEPUCTUIECKOTO BPEMEHH OBICTPOr0 KOMITOHEHTA, MaJieHNe BEJIMUYMHBI ¢ HAOII0aInCh B

KOHTPOJIbHBIX BOJOPOCIISIX MPU UCKYCCTBEHHOM BoccTaHoBieHHH Qa (cM. puc. 4.6 u Tadi. 4.3).
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[TommyueHHbIe pe3ynbTaThl MOATBEPKAAIOT BhICKa3aHHOE HAMU IPEAOI0KEHNE 00 aKKYMYJISLUN
cocrosiauit ®C2 ¢ BoccTaHOBICHHBIM Qa B rOJIOIAOIINX KIETKAX.

Time, ms
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Puc. 4.7. Aranu3 HavanbHO# (asel pocta @X ¢ ucnonp3oBanreM MonTe-Kapmo moxenn [I1D.

A — MonenupoBanue kpuBoit ceetoBoit HHAYKIHA @X B @C2 o Tuna ¢ AByMS OTKPBITEIMHU neHTpamu PC2 (kpuBast
1) ¥ c OIHUM OTKpPBHITBIM M OJHUM 3aKPBITBIM LEHTpOM (KpuBas 2). b — DKcriepuMeHTaIbHBIE W pacCUUTaHHBIC
KpHBBIE CBETOBOM MHAYKIMN DX, COOTBETCTBYIONINE KOHTPOJILHBIM (KpuBas 1) u rojomatommm 72 4 (Kpusas 2)

wietkaMm C. reinhardtii. DxcneprMeHTaIbHbIC KPUBBIC B3ATHI U3 pHC. 4.5.

[TpenmonoxxureabHO, MEXaHU3MBI HAOIF0IaeMbIX H3MEHEHHH Ha KpuBbIX HHAYKINU DX B
YCIIOBUSAX CEPHOTO TOJOJaHMs WJIM UCKYCCTBEHHOTO BOCCTaHOBIICHUS Qa MOTYT OBITh CBSI3aHBI C
nosiBJIeHUEM CynepkoMIieKcoB @C2 ¢ OTHUM OTKPBITHIM M OJJHUM 3aKPBITHIM LIEHTPOM. B 3TOM
CIydyae MOXHO OXHJATh YBEITWYEHHUS CKOPOCTH TIIOTOKA JJIEKTPOHHOTO BO30YXKICHUS U3

AHTCHHbBI B OTKpBITBIfI HOCHTPp CYHICPKOMILICKCA 6J1arozlap;1 AOMOJIHUTCIIBHOMY IIPUTOKY
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HEHUCIOJIb30BaHHOW DHEPIMM U3 COCEOHETO 3aKphITOro ueHrpa. Ilpm 3Tom nomkHa BO3pacrarhb
CKOPOCTh  CBETOMHAYIIMPOBAHHOTO BOCCTaHOBIEHUS (Qa ¥, COOTBETCTBEHHO, CKOpPOCTb
HavyanpbHOTO MmoabeMa DX Ha KMHETHYECKOW KPUBOHM, a TakkKe CHUXKATHhCA BeIWYMHA (aKTopa
CUTMOMJHOCTH. {7151 MPOBEPKH JAHHOTO NPEANONI0KEHUS B paboTe MPOBOIMIN MOJEIUPOBaHHE
KpuBbIX HHAYKIIMKU P X ¢ ucnonb3zoBanneM Monte-Kapno monenu [I1®D. B monenu yuutsiBaiu
o u 3 tunsl @C2 1 BBOIWIN BEPOATHOCTH SHEPTETHUECKOTO B3aUMOCHCTBUS MEXY LIEHTPAMU
®C2 B cynepkommuiekce. Ha puc. 4.7A noka3aHbl pacCUUTaHHbIE KPUBBIE CBETOBON MHAYKLUU
®X B CynepKOMIUIEKCAaX C IBYMsI OTKPBITBIMU LIEHTpamH (KpuBasi 1) U ¢ OAHUM OTKPBITHIM U
OJIHUM 3aKpPbITHIM LIEHTpOM (KpuBast 2). M3 pucyHka BUIHO, YTO B COCTOSTHMM CYIIEPKOMILIEKCA €
OJITHUM OTKPBITHIM U OJJHUM 33aKPBITBIM LIEHTPOM HAOIII0JIaeTCs YBEINYEHUE CKOPOCTH UHIYKIIUN
®X. OueBuAHO, YTO B ATOM CIIydae TaKkKe IPOUCXOJUT H3MEHEHHE (OpPMBI KPUBOHU C
curMouaHoN (KpuBasg 1) Ha SKCIOHEHIMAIbHYIO (KpuBasi 2), MOCKOJbKY CUIMOUIHOCTB

YKa3bIBACT HA oOMeH 3HepFI/IeI>'I MCKAY ABYMS OTKPBITBIMU LICHTPaAMHA C2.

MexaHu3Mbl OTHOCUTENIFHOTO CHIDKeHHS BKiana @C2 B-tuna B KHHETUKY MHAYKIUH DX
IIPY CEpHOM TOJIOJIAHUH U TIPU MCKYCCTBEHHOM BoccTaHoBIeHHH Qa He oueBHIHBI. Bo3MoxHO,
4yro Hu3Ko(pyHKIMOHaNbHBle (DC2 [-Tuna jerde mnepexoasT B COCTOSIHME CO CTAOMJIBHO
BoccTaHoBIeHHBIM Qa, uem PC2 o Tuma, Hampumep, u3-3a CTPYKTYpPHBIX ocoOeHHocTed. Ha
puc. 4.7b npuBeneHbl pe3yabTaThl CUMYJISIIMM KpUBBIX UHAYKIHUHU DX B KOHTPOJIbHBIX (KpHUBast
1) u ronoparomux 72 4 (kpuBas 2) kiaerkax C. reinhardtii. MakcumanbHOE COOTBETCTBHE MEKTY
HKCIEPUMEHTAIBHBIMA U MOJIEIbHBIMH KPUBBIMU OBLIO JOCTHUTHYTO, AOIMYCKasi, 4To 4yepe3 72 4

MHKyOauuu 0e3 cepbl BCE CYNEPKOMIUIEKCHl UMEIOT OJUH OTKPBITHIA U OAMH 3aKPBITHII LEHTP

OC2.

4.2. HepoTroxummnueckoe TymeHme
4.2.1. Juccunamuemnvie npoyeccol 6 anmente O@C2

BaxxHbIM MEXaHU3MOM JIMHAMUYECKOW pETyISIUU TIOTOKA JHEPTHU BO30YXKICHHS B
peakuonnbiii ieHTp OC2 sBnsiercs pH-3aBucHUMOe HEPOTOXUMUYECKOE TYIICHHE. Y 3EICHBIX
MHUKPOBOJIOPOCIIEH 3TOT MEXaHHW3M TYIICHHS CBS3aH, B OCHOBHOM, CO CBETOHMHIYIIMPOBAHHOMW
JKCIipeccueld ©  mpoToHHpoBaHweMm OenkoB cemeilictBa LHCSR u  mpeBpamenusmu
KapOTUHOHWJIOB BHOJAKCAaHTHHOBOTO mukiaa. OObgHO ajmanTanus  (HOTOCHHTETHYECKOTO
OpraHW3Ma K CTPECCOBBIM YCIIOBHSAM compoBokaaeTcss poctom NPQ kak OCHOBHOTO

dorozamutaoro mexanusma (Brooks et al. 2014, Erickson et al. 2015).
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Puc. 4.8. Kpussie cseroBoit naaykiun NPQ B xkoHTpombpHBIX (+S) U romomaromux mo cepe 72 4 (-S) kierkax C.

reinhardtii.

2 1

NPQ wuHAyIHpOBagM CBETOM HHM3KOW M BBICOKOW WHTeHCHBHOCTH: 22 u 540 MkMoib (OTOHOB M™ ¢,

coOTBeTCTBeHHO. 3Mepenus nposoamin Ha nprubdope PAM2000.

Ha puc. 4.8 npusenens! kpuBble cBeToBoid HMHAYKUMHM NPQ mnpu BeICOKOW M HU3KOI
MHTEHCUBHOCTU aKTHHUYHOI'O CBETA, U3MEPEHHBIE B KOHTPOJIbHBIX U TOJIOAAIOIINX 72 4 1O cepe
kierkax C. reinhardtii. I3 npuBeieHHBIX JaHHBIX BUIHO, YTO B TOJIOJIAIOIINX KJIETKaX CKOPOCTh
pocTa U MakcuMalibHbIA ypoBeHb NPQ He TONbKO He BO3pacTali, HO 3HAUUTEIbHO CHHKAJIUCH.
OCO0eHHO 3TO TMpPOSBIUIOCH NPU HU3KOH MHTEHCHBHOCTM AaKTHHUYHOTO CBETa, KOrja
MakcHUMabHBIH ypoBeHb NPQ B rojofarommx KI€TKaX COCTABIISUT BCErO YETBEPTh OT BEMUHUHBEI
B KoHTposie. HaOmromaemblii oTpunatenbHblii d3QQexT crpeccoBbix ycimoBuit Ha NPQ moxer
ObITh CBA3aH C HapyUIeHHEM MeXaHHM3Ma TIeHepallud TpaHcTuiakougHoro pH rpanuenra
BCJIEJICTBUE 3HAYUTENBHOIO CHIKEHHS (OTOCHHTETHYECKOTO 3JEKTPOHHOTO TpPAHCHOPTa H
HapyIICHHUs IEJOCTHOCTH THJIAKOUWJAHOW MeMOpaHbl. B mosib3y JaHHOTO MPEeArnoIoKeHUs
CBUJICTENLCTBYIOT pPE3yJbTaThl HW3MEpPEHUs CBETOBOW HHAYKIMM 3amemnieHHo PX (3D) B
KOHTPOJIBHBIX U TOJIONAIOIMX 48 4 KIETKaX, NpUBEACHHbIE Ha puc. 4.9. M3BecTHO, 4TO BBIXOX
3® mopynupyerca saexkTpuueckuM —noreHuMaioM VY um pH rpaaveHtom B THIIaKOMIHOU

MeM6paHe, BCJIMYHNHA KOTOPBIX HU3MCHACTCA B IMPOLCCCC CBETOBOH HHAYKOUU q)OTOCI/IHTe3a,
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MPUBOAS K TOSBJIICHHUIO JBYX IOCJeaA0BaTeNbHbIX (a3 Ha kpuBor 3D (Martopun u ap. 1978,
I'onbues u ap. 2014). Kpusas unaykinuu 3@ B KOHTPOJIBHBIX KJIIETKaxX XapakTepusonaiach V-
3aBucuMoil ¢azoii 1 ¢ makcumymoM mpu 1 Mc u memieHHod pH-3aBucumoit dazoit 2
JIUTENbHOCTBIO OKOJIo 10 c. Kak BUJIHO M3 pUCYHKa, HA KPUBBIX B TOJIOAAIOIIUX KJIETKAaX 00e
da3pl ObUIM peayMPOBAaHBI MPAKTUYECKH JIO YPOBHS B 00pa3iiax, oOpabOTaHHBIX JUYPOHOM.
Habmroaemple M3MeHEHHsI B TOJNOAAIOMIMX KJIETKAX YKa3bIBalOT HA BEPOSTHYIO CBSI3b MEXKIY

HapymieaueM NPQ u B 11e10M HHU3KOW CIOCOOHOCTBIO TeHepupoBaTh ApH B THIIaKOMIHOMN

MeMOpaHe.
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Puc. 4.9. Uuaykuuonnsie KpuBbie 3amemieHHod DX, u3MepeHHble B KOHTpOJbHOW Kynbrype C. reinhardtii

(100%S), yepe3 48 u nukybauuu 6e3 cepsl (0%S) U nociie 06pabOTKH KOHTPOJBHBIX KJIETOK 20 MKM 1uypoHa.

I mw 2 - ¥ u pH-3aBucuMble NHKH, COOTBETCTBEHHO. I3mepenus npomomwnu Ha mnpudope MPEA2 mpu

WHTEHCUBHOCTH B0O30Yyxnaromero ceera 2000 MKMOITb (POTOHOB M2l

Taxke neuIMT cepbl TPUBOAMUT K HAPYIICHUIO (DYHKIIMOHHPOBAHHS BUOJIAKCAHTHHOBOTO
nukia. B Ttabmune 4.4 mnpuBeNeHB HOPMHUpPOBAaHHBIE Ha XJI JaHHBIE 10 COJEPKAHUIO
KapOTUHOUIOB KCAaHTO(GUIIOBOTO IMKJIA M JIIOTEWHA B KOHTPOJIBHBIX M TOJOAAIONIMX 72 4 IO
cepe kiaerkax C. reinhardtii B ycioBusx cBeroBoi M TemMHOBO# amanranuu. Kierku C.
reinhardtii, BbIpamieHHbIE B CTaHAAPTHBIX YCIOBHUSAX W aJaNTHPOBaHHBIE K TEMHOTE,
XapaKTepU30BATHCh HU3KUM COJIEp)KAHHEM 3€aKCaHTHHA - OKOJo 3 MMonb (Momb Xi a)?,

KOTOpOE€ BO3pacTaJo Ha cBeTy A0 16 B pesynprare pH-3aBUCUMON 1€3MOKCHIALIHI
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BUOJIakcaHTHHA. OJTHAKO B TOJOJAIOMIMX KJIETKaX COJepaHhe 3eaKCaHTHHA ObLIO OJMHAKOBO
BHICOKUM B TEMHOTE M Ha CBETY M cocTaBisano 18 mmombs (Momb X1 a)!, BeposTHO, mM3-32
HApYIICHUS TEMHOBOW OJIOKCHJAIMK 3€aKkcaHTWHA. [logo0HOE HeperyimmpyeMoe CBETOM
HAKOIUICHWE 3€aKCaHTHMHAa 4YacTO HaOJI0aeTcsi MpH JAPYrUX CTPECCOBBIX BO3ACUCTBHUSX,
HanpuMep, NpU ajanTalud XBOWHBIX pacTeHui K Hu3KuM Temneparypam (CodpoHoBa u ap.

2014).

Tabmuna. 4.4. ConepxaHue KapOTHHOMIOB KCAaHTO(PHIUIOBOTO IUKJIA W JIIOTEMHA B KOHTPOJIE

(100%S) u ronomaromux mo cepe 72 4 (0%S) xnerkax C. reinhardtii. Tlepen u3mepeHusMu

KJIETKU OBLIH aaalTUPOBAaHbl K TCMHOTE WJIKM CBETY HHTCHCUBHOCTBIO 500 MKMOITB (I)OTOHOB M-2

¢t

B - BHUOJIAaKCaHTHH, A - AHTCPAKCAHTHH; 3 - 3CaKCaHTHH, JIIoT - NIOTEeuH. CTaH,I[apTHOG

OTKJIOHCHHUEC HEC ITPCBLIIIAJIO 5% IIpHu TpEX OMOJIOrHYECKUX IOBTOPHOCTAX.

B/Xu a,

MMOJTb MOJIb ™t

A/Xi a,

MMOJTb MOJIb ™+

3/Xn a,

MMOJIb MOJIb ™t

(B+A+3)/X7 a,

MMOJTb MOJIb ™+

JIror/Xu1 a,

MMOJIb MOJTb ™t

100%S (TemuoTa) 82 6 3 91 81
100%S (Cser) 65 8 16 89 81
0%S (TemHuoTa) 94 6 18 118 119
0%S (Cser) 98 7 18 122 119

HecmoTpss Ha TO, uto cBetoBas WHaykmuss NPQ mpu cepHOM ToioIaHWH CHIIBHO
MOJaBJIeHa, HEPETyJIHpyeMble CBETOM JUCCHUIIAaTHBHBIE mpoueccsl B PC2, mo-BUIUMOMY,
BO3PACTAlOT B pE3yJIbTaTe PEOpraHU3allMyd CTPYKTYphl M COCTaBa aHTEHHBIX KOMILIEKCOB. B
YaCTHOCTH, JC(OUIIUT Cephl MPUBOIWI K YBEITHYEHHUIO COJIEPKAHHUS KapOTHHOWIA JFOTEHHA,
obmanaromero (poTo3amMUTHEIM UM aHTHOKCHUIAHTHBIM JelicTBreM, Ha 45%, a Takxke oOIero
COJIep’KaHUsl KapOTHHOMJIOB BHOJAaKCaHTHHOBOro mwukia Ha 30% (tabn. 4.4). CormacHo
JUTEPATYPHBIM JAHHBIM, CEpPHOE TOJIOJIaHHE CTUMYIUpYeT dKkcnpeccuto 6enkoB LHCSR u PsbS
(Gonzalez-Ballester et al. 2010, Toepel et al. 2013), uro cmocoOCTByeT (HOPMHUPOBAHHIO
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‘rymameit 3Hepruto’ koHdopmarun OC2. OnpeneneHnyio (GOTO3aANUTHYIO POJIb MOXKET UTPATh

nepexon u3 cocrostaust 1 B cocrosinue 2 (Cardol et al. 2009).
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Puc. 4.10. CriekTpbl IOTJIONICHHS U CIEKTPHI ucyckanus OX, usmeperHsie B cycnensusx kierok C. reinhardtii

KoHTpoJe (a) u uepes 48 1 uHKyOanuu 6e3 cepsl (0).

Kak ymomuHanoch Bblllle, IPU CEPHOM TOJIOJAHUM HAONIOAETCS 3HAYUTENbHBIM pOCT
BbIxoaa ®X, 4TO MOXKET pacCMaTPUBATHCS KaK crieln(PUUEcKuil MEXaHU3M IMCCUTIAIUU SHEPTUN
B anteHHe ®PC2. Ha puc. 4.10 npuBeneHsl cnekTpsl norjiouieHuss U ucnyckanus DX,
U3MepeHHbIe B cycrieH3usx kinerok C. reinhardtii B kontpone u yepes 48 4 uHKybanuu 6e3 cepbl.
[IpenBapuTeNbHO CYCIIEH3UN KIIETOK Pa3BOIMINCH CBEKEN CPEION € 11EIbI0 BEIPOBHATH CIIEKTPbI
MOTJIOUIEHUS] B 00€HX KyJbTypax MO MaKCUMaJbHOMY 3HAUYE€HHIO B KOPOTKOBOJIHOBOM 00sacTu
(440 uMm). [Tocne sToro uaMmepsnu crnekTpsbl ucnyckanus X, KoTopele BBIABUIN 3HAYUTEIHHOE
OpPEBBbIICHHE CHUTHajla B TOJOJAIOIIMX KJIETKaX [0 CpaBHEHUIO C KoHTpojeMm. Tak,
MHTErpUpoBaHue criekTpa uemyckanuss @X or 660 mo 770 HM mokaszano yBeJIWYEHUE IUIOLIAIH

O] CIICKTPAILHOM KPUBOH B TOJIOAAIOIINX KJIETKaX B 2.2 pa3a 10 CPaBHEHUIO ¢ KOHTPOJICM.

Jlanee MbI cciea0Banu JMHAMUKY U3MEHEHHs TapaMeTpoB FO u Fm, HopMupoBaHHBIX Ha
X, npu uakyOanuu C. reinhardtii Ha mosHO# cpese u Ha cpee 6e3 cepbl B Teuenue 72 9 (puc.
4.11). U3 pucynka BuHO, uyTo BhIxo7 @X Ha eauHuIyy Xi BO3pacTaj, B OCHOBHOM, B MEPUOJ C

24 no 48 4 unkybanmu 6e3 cepel. OTHOmEeHHe FM/Xn Bo3pacTano B 2.4 pa3a B TeueHue 72 4
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roJIOAaHMs, YTO CoTjiacyercsi ¢ JaHHbIMH Ha puc. 4.10. HeoOxomumo oTMeTHUTh, 4TO OOIIICE
cogepkanne Xu B kietkax C. reinhardtii coxpaHsuioch JOCTaTOYHO CTaOWIBHBIM TIPU
uHKyOaruu O6e3 cepbl (Tabu. 3.1), mostomy poct Fm/Xnm He sBmsuics CleACTBHEM
oOecrBeYMBaHUS KJIETOK WJIM HM3MEHEHHUS HX ONTHYECKMX CBOMCTB. DTO MpPEAIoyoKeHHe
MOJTBEPXKJIAETCSI CXOMHOM (HOPMOHM CIEKTPOB MOTJIOMIEHUS! KOHTPOJBHBIX M TOJOJAIOIINX
kierkax (puc. 4.10). B otnuumne ot FO, u3menenus Bbixoga FM He 3aBUCAT OT COOTHOILIEHUS
OTKPBITBIX U 3aKpBITHIX PC2 U CBUACTENHCTBYIOT MO0 00 M3MEHEHUH TMOMEPEYHOTO CCUCHUS
norsiouieHuss @C2, nub0 0 CHMKEHUHM KOHCTAaHThI TEIIOBOM IUCCHUIALIMU SHEPruu, Jubo o0
YBEJIMYEHUH KOHCTAHTBI CKOPOCTH M3Iy4aTelbHOM Je3aKTHUBAIMM DHEPrHUH BO30YXKICHHUS.
Haubonee BeposTHO, YTO B TOJIOAAIOIIMX KIETKAaX BO3PACTAaeT KOHCTAaHTA H3JTy4aTelbHOU
ne3akTuBanuy dHeprur B anTeHHe PC2, 4TO MOKET OBITH CBS3aHO C MEPECTPOHKON AHTECHHBI
®C2 npu amantauud K JedUIUTY Ccepbl, B TOM 4YHCIE, C H3MEHEHHEM CTeXHOMETpPUU

cyowenuann CCK2 (Nguyen et al. 2008).

100 — . . . . . ,
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Puc. 4.11. Usmenenust otHocutenpHOro Bbixoga X npu unky6anuu C. reinhardtii na cranaapTHoii cpene (a) U Ha

cpene 6e3 cepsl (0).

MuHuMaIbHBIH (KPyT) B MaKCUMAIbHBIN (TPEeyroibHUK) BIxo 1 @ X HOpMHUpOBaIM Ha BEIHMYUHY KOHIIEHTpauy XJI.

4.2.2. Moougurayuu pomoszawummnoco xapaxmepa 6 yenmpax @C2
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B nacrosimiee BpeMsi MMpOKOE MpPU3HAHME MOMy4MJia runore3a o (OTO3aLIUTHON POIU
U3MCHEHHMI PEOKC IMOTEHIMAJIOB XWHOHHBIX aKIEenTopoB 3JekTpoHoB Qa m Qb B ®dC2
(Rutherford and Krieger-Liszkay 2001, Fufezan et al. 2007, Ivanov et al. 2008). Cornacuo 3Toit
THIIOTE3€, MPOTUBOIOJIOKHBIE M3MeHeHus cBoucTB Qa w/mmum Qb crmocobcTByroT Ge3omacHoi
JUCCUTIAIIMM  SHEPrUM B peaknuoHHbIX 1meHTtpax @DC2. Tak, mnepexom Qa B
BBICOKOTIOTEHIIUAIBHYIO (hOPMY COMPOBOKIACTCS CHUKEHHUEM KOHCTAHTBI CKOPOCTH 0OpaTHOTO
nepeHoca aekTpoHa ¢ Qa Ha deo, 4TO yMEHbBIIAET BEPOATHOCTh OOPa30BaHUSI TPUILIETHBIX
cocTosiHUHM xJyopoduiia U CcUHTIeTHOro kucinopoga (puc. 1.3). K nHacrosmemy BpeMeHu
onpezieNieHbl OCHOBHBIE MEXaHU3MBbI, WHIYLUPYIOIIME CABUI peaokc moreHimasa Qa B
MOJIOKUTETBbHYI0 00JIacTh, CpeAd KOTOPBIX - paspymienne KBK wn pmucconmanms
OMKapOOHATHOTO aHWOHA C MECTA CBS3BIBAHUS C HETEMOBBIM JKEJIE30M Ha aKIEITOPHOU CTOPOHE
®C2 (Johnson et al. 1995, Brinkert et al. 2016). Bbuto BBICKa3aHO MPEAIOIOKEHUE O TOM, YTO
adduHHOCTH OMKapOoHaTa K MecTy cBsi3biBaHUS B PC2 Bo3pacTaeT Mpu BOCCTAHOBICHHOM
cocrossunu Qa (Brinkert et al. 2016). Kak mokazano B Hactosimiedl pabore IeQHIUT cepbl
uaaynupyer necrpykuuto KBK m mepexom Qa B BoccTaHoBieHHY0 (opMy, YTO JOIDKHO

OKa3bIBATb BJIMAHHUC HAa pEAOKC ITOTCHIM A Qa.

J11s Ka4eCTBEHHOM OIEHKU M3MEHEHUI Pe0KC OTEHIIMAIOB MEPEHOCYMKOB AIEKTPOHOB B
®C2 wucnonap30oBajgd METOA TepMoitoMuHecueHiud. Ha puc. 4.12 npuBeneHbl KpHUBbIE
TEPMOJIFOMUHECIICHITIH, N3MEPEHHBIE B KOHTPOJIBHBIX M ToNoAaonmx 48 1 mo cepe kierkax C.
reinhardtii 6e3 no6aBok (muk 'B') u B mpucyrcTBun auypoHa (muk 'Q"). B KOHTpOJIBHBIX KIIETKAX
C. reinhardtii muk 'B' umen makcumym mpu 35°C (Tm(B)=35), a nuk 'Q"' - mpu 11 °C (Tm(Q)=11).
B rononaronux 48 4. Bogopocisix Bemunna Tm(B) ymensmianacs Ha 7°C, a Tm(Q) Bo3pacrana Ha
4°C, 4To yKa3bIBa€T Ha yBeIMUYEHHE Oapbepa SHEPIUM AKTHBAIMM PEKOMOMHAIMM 3aps/iOB B
nape S;Qa ¥ Ha CHI)KEHHE 3TOro mokaszateins B mape S;Qb”. BakHO OTMETHTB, YTO OCHOBHBIC
uszmenenust 3HaueHnii Tm(B) u Tm(Q) mpoucxoaunu B Teuenue 12 4 uHKyOarmu 0e3 cepsl, T.e.

Ha HauaIbHOW CTaJUU TONOJaHMs (CM. BCTaBKY K puc. 4.12).

Wzmenenus 3HaueHwii TM(Q) m Tm(B) oTpakaioT H3MEHEHHs PEJIOKC MOTEHIMAIOB
OCHOBHBIX BOBJICYCHHBIX peiokc kodakTopos: Qa, Qb u Mn xnacrepa (lvanov et al. 2002, VVass
2003). O4eBUaHO, YTO MPOTHBOIOJIOKHO HanpaBieHHbie m3mMeHeHus TM(Q) u Tm(B) ykasbiBaroT
HAa W3MeHeHHs pemokc moreHnuamoB Qa um Qb B pesymprare mepexoma Qa B
BBICOKOTIOTCHIIMATIbHYIO (opMy, a Qb — B HU3KOMOTEHIHANBHYIO (popmy. JleHCTBUTENBHO, €CIIH
OBl B OCHOBHOM M3MEHSUTUCH CBOMCTBa MN kiactepa, TO 3TO MPUBOJIMIO ObI K CMELIEHHIO 000MX

IIMKOB B OJHOM HaIIpaBJICHUU. 9710 corjraCyercda € HallluM BBIBOAOM O TOM, 4YTO CCPHOC
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rosiojanvie HHAyupyet nojHoe paspyumenue KBK B ornenbabix nentpax @C2, HO HE BIUAET HA

cKopocTH peakiuii B pyakimonansHeix KBK.
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Puc. 4.12. Kpussie TepMomoMuHeceHIH B KOHTpoIbHBIX (100%S) u ronogaromux 48 1 o cepe (0%S) kimeTkax
C. reinhardtii, m3mepennbie B npucyTcTBHU AuypoHa (muk 'Q') u 6e3 mobaeok (muk 'B'). Ha BcTaBke mokasaHsl

W3MEHEHHs BeJTMUMHBI Ty it ukoB 'B' v 'Q' B xome unky6anuu C. reinhardtii 6e3 cepsi.

[Tpenmonoxkenne o mepexoge Qa B BBICOKOMOTEHIIMAIBHYIO (OPMY IOATBEPIUIOCH
OPSIMBIMHA U3MEPEHHUSIMH CPEHETOYCUHOTO PEIOKC moTeHIMata B mape Qa/Qa’, mpoBeeHHBIMU
Ha TpernapaTax TUIAKOHIHBIX MEMOpPaH U3 KJIETOK KOHTPOJBHOU U royiofaroiieil 48 4 KyabTyphl
C. reinhardtii. JIns onpenenenust penokc moreHnuana Qa uamepsuin 3aBUCUMOCTh Bbixoga X
(Fo) B npenapaTax MeMOpaH OT peJIOKC MOTEHIIMATA CPE/Ibl, KOTOPBIH MOCTEIIEHHO MOHMWKAIH OT
3HaueHuN okojo 300 MB, cOOTBETCTBYIOIIMX OKHUCIMTENBHBIM YycioBusAM, 10 -300 mB B
BOCCTAHOBUTEJIBHBIX YCIOBUSX MYTEM TUTPOBAHUSA CYCHEH3UHM TUTUOHUTOM U OJHOBPEMEHHOU
MIPOYBKU aproHOM. Pe3ynbTaThl pefJloKC TUTPOBAHMS 00PA3IOB U3 KOHTPOIBHOW U TOJIOAArOIIEH
KyJlIbTypbl NpuBeneHbl Ha puc. 4.13. B mpemaparax W3 KOHTPOJBHBIX KIIETOK YBEIWYEHUE
Bbixos1a ®X Ha 50% moCTUTAIOCH TIPH 3HAYEHUSAX PEIOKC MOTEHIaa cpesl okoso -50 mB, uto
OTpaKaeT BEJIMYMHY CPETHETOUYCYHOrO penokc mnoreHimana B mape Qa/Qa’. IlomydenHoe
3HaUEHUE HECKOJbKO HIKE MMEIOIIUXCS B JIUTEpaType HaHHBIX (okono -80 MB), uro moxer
OBITH OOYCIIOBJICHO CBOWMCTBAMHU TpemapaTroB MeMOpaH. Y TOJOJAIONMUX KIETOK BbIxon dOX

J0CTUTaJI MMOJOBUHBI OT MaKCMMyMa IIPpHU 3HAYCHHUU PCAOKC IMOTCHIHAJIA CPECJbI +40 MB, qTOo
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CBHUJIETEIILCTBYET 00 YBEIIMYEHHUH CPEIHETOUCUHOTO PEAOKC moTeHmuana B mape Qa/Qa na 90
MB. Kak ynomuHanoch Bblle, Ha0I0JaeMble U3MEHEHHsI peloKCc noTeHnuana Qa moryt ObITh
obycnoBiensl nectpykiueii KBK u HapymieHuem cBs3u OukapOOHAT WOHA C aKIENTOPHOU
gacteto ®C2. B wactHocTH, paspymenne KBK mpuBoautr k pocty pemokc moreHmumana Qa
npuMepHo Ha 150 MB, a morepst 6ukapbonara - Ha 40 MB (Johnson et al. 1995, Brinkert et al.
2016). OueBuaHO, YTO BEIMYMHA PelOKC MoTeHmuana Qa B TOJOJaroONIMX KIIETKAX OTpakaeT
OTIpPENICJICHHOE COOTHOILICHHE MEXAYy MOJHOCThIO (YyHKIHMOHAIBHBIMU LeHTpamu DC2,

nentpamu 6e3 KBK u nientpamu 6e3 cBsizanHOT0 OMkKapOoHaTa.
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Puc. 4.13. 3aBucumocts nHTeHCHBHOCTH DX B mpenapaTax TWIAKOMAHBIX MeMOpaH U3 KOHTpoibHBIX (100%S) n

ronogaronux 48 1 (0%S) knetok C. reinhardtii ot pegokc moreHmnuana cpespl.

CHIDKEHHE SHEPreTHYECKOro 3a30pa MEXy 3HaYCHUsIMU peoke nmoteHmanioB Qa u Qb B
TOJIOJIAOIUX KJIETKAX JOJDKHO TMPUBOAWTH K YMEHBIICHHIO KOHCTAHTHI CKOPOCTH IepeHoca
anekTpoHa ¢ Qa Ha Qb ¥ CHWKEHUIO KOHCTaHThI CKOPOCTH cBsi3biBaHus [1X ¢ Qb-caiitom OC2.
JUisl OLEHKM JTUX XapaKTEPUCTHK IMPOBOAWIM W3MEPEHUS W aHAN3 KWHETHYECKHX KPHUBBIX
TeMHOBOM penakcanuun @®X B Auana3oHe OT JECATKOB MHKPOCEKYHJ 10 MHHYTHI. Takas
KMHETUYeCKass KpuBas OTpakaeT MyTH peokucieHus Qa U COAepXKUT TPH OCHOBHBIX
9KCIOHEHIMAIbHBIX KoMIoHeHTa (Vass et al. 1999). BricTphlii KOMITOHEHT C BPEMEHEM JKU3HU T
or 200 mo 500 MKc xapakTepu3yeT peakiuio pe-okucieHus Qa akmentopom Qb. CpemHwuii

KOMITOHEHT ¢ 7~1-5 Mc otpaxaer peokucnenune Qa B PC2, kotopas He coumepxur Qb Ha
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MOMEHT Hayajia U3MepeHus. B Takux IeHTpax mepeHoc siekTpoHa ¢ Qa Ha Qb mumuTHpOBaH
peaknuei cBs3piBaHus cBoOogHoro IIX c¢ Qb-caiitom B ®C2. MemjieHHbI KOMIIOHCHT C
BpemeneM xu3HU 1-10 ¢ otHocuTcs k Qb-HeBoccTanaBnuBarommm 1ieHTpam ®C2, B KOTOPBIX
okucienne Qa mpoucxoAuT Ojarogaps peakuuu peKoMOWHAIUMYU C Sz WM, B MEHbIIEH CTENeHH,
¢ S1 cocrosiansimu KBK. Ha puc. 4.14 npuBeneHbl KHHETUYECKHE KPUBBIE TEMHOBOW peJIaKcaIiuu
®X, u3MepeHHble B KOHTPOJIbHBIX M rojioxaatommx 48 4 mo cepe wierkax C. reinhardtii. Ha
KPHUBBIX OTUETIIUBO MPOSBISIFOTCSA OBICTpast U MeAJieHHAs (a3bl, COOTBETCTBYIOIINE OKUCICHUIO
Qa’ B pesynbTare mnepeHoca snekTpoHa B IIX myn u B pe3ynbTaTe peKOMOMHAIMHU € S
cocrosnueM KBK, coorBerctBeHHo. O0e (a3pl XapaKTepHU30BAIUCH CYLIECTBEHHBIM

YBCIMUYCHHUCM BPEMCHHU KU3HHU B I'OJIOAAOIINX KIJICTKAaX.
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Puc. 4.14. Kunernueckue kpusbie 3aTyxanus ®X (kpuBbie peokucienus Qa’) kimerok C. reinhardtii B koHTpose
(100%S) u uyepe3 48 u unKyOanuu 6e3 cepsl (0%S). Ha BcTaBKe nprBeAeHb! KpHBBIE B 00pasuax, oopadoranHbIx 10

MKM nuypoHa. V3MepeHus mpoBoamin ¢ moMomibio pimyopumetpa FL 3500.

Kpussbie 3atyxanus @X, u3MepeHHbIE B IPUCYTCTBUU JUYPOHA, OTPAXKAIOT PEOKUCIICHHE
Qa myreM peKOMOHMHALMU C TMOJOXKUTEIbHBIM 3apsiioM Ha JOoHOpHOH cTtopoHe ®C2. B
KOHTPOJIBHBIX KJIETKAaX, 00pabOTaHHBIX AUYPOHOM, KUHETHKHU 3aTyXaHUS MMeNN OJHO(a3HbIN
XapakTep, COOTBETCTBYIOIIMI pekomMOumHammu B mape S:Qa. Jlebwnur cepbl mMpUBOIMI K
crabmin3anuu coctosHuss S;Qa, 4TO MPOSIBISIIOCH B BHJE YBEIMUYEHHS BPEMEHHM >KU3HU

OCHOBHOM (a3pl Ha KuHeTH4Yeckoi kpuBoil. Kpome Toro, Ha kpuoil 3aryxanus OX B
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rOJIOAAIONINX KJIETKaxX TMposBIsUIach HoBas (asa ¢ BpemeHeMm ku3HH okojio 300 wmKkc,
oTpakarolias peKkoMOMHanuio 3apsanoB Mexay Qa u TyrD' B nentpax ®C2 ¢ paspylieHHBIM
KBK (Allahverdieva et al. 2004). [Tosiiienue ObICTPOIi (a3bl COrIACYETCsI C MPEICTABICHHUEM O

paspyumienur KBK B yciioBusiIX cepHOro royioianusi.

Tabmuma. 4.5. Pe3ynbrarhl MyJIBTHIKCIIOHEHIIMAIBLHOTO aHaduW3a KpHUBBIX 3aTyxaHus DX,

MpUBEACHHBIX Ha puc. 4.14.

bricTphiit Cpennuit JlomomHuTeIbHBIN MemneHuniin

KOMITOHEHT KOMITOHEHT KOMIIOHEHT KOMIIOHEHT

7, MC A, % 7, MC A, % 7, MC A, % 7, C A, %
100% S 0.13 o1 1.05 18 120 18 3.76 13
0% S 0.28 40 5.9 19 290 18 8.76 23

Jns momydeHust Oosee TMONHOW WMHPOpPMAIUU O TYTAX peokucieHuss Qa  MpoBOIMIN
MYJIBTUOKCIIOHEHIIMAIBHBIM aHanu3 KpuBBIX penakcanuu DX, KOTOpBIM BBIABUI YEThIpE
KoMIoHeHTa (Tabi. 4.5). Bkmax ObicTporo, cpeHero u MeJIEeHHOIO KOMIIOHEHTOB B KOHTpOJIE
cocraBuia 51, 18 u 13%, a Bpemena xu3nu — 130 mkc, 1.0 mc u 3.8 ¢, coorBerctBeHHO. Kpome
3TUX OCHOBHBIX KOMIIOHEHTOB B KMHETHKE IIPUCYTCTBOBAJ TAK)KE JIOMOJHUTEIbHBI KOMIOHEHT
¢ BpemeHneM xu3Hu 120 mMc u BkiagoM 18%, KOTOphIM HaOMI0AaeTCsl y 3€JIEHbIX BOJAOPOCIIEH U
Beicuinx pactenuii (Volgusheva et al. 2013, Ta6u. 7.4), 0qHAKO OTCYTCTBYET Y [IMAHOOAKTEPHI.
[Tpupoaa 3TOro KOMIIOHEHTa OCTaeTcs HeM3BeCTHON. PaHee ObLIO BBICKA3aHO MPEATIOIOKEHUE O
CBSI3U 3TOr0 KOMITOHEHTa ¢ peokc coctosauem [1X myna (Volgusheva et al. 2013). Jdedunut
Cepbl MPUBOIWI K POCTY BPEMEHM >KU3HHM OBICTpOrO KOMIIOHEHTa Oosee, yeM B 2 pasa, a
CpPEHETO — IMpaKTH4YECKM B 6 pa3, oOTpaxass CHIKEHHE KOHCTAaHTBl CKOPOCTH IE€peHoca
anektpoHa ¢ Qa Ha Qb m cxopoctu cBsa3biBanus okuciieHHoro I1X c¢ Qb-caiitom B ®C2,
COOTBETCTBEHHO. Takoe 3HauMTeNbHOE HapylieHue cBs3biBanus [1X ¢ Qb-caiitoM MOXeT ObITh
00yCIIOBJIEHO HE TOJIBKO CHHM)KEHHEM KOHCTaHTBhl CKOPOCTH 3TOT0 MpOIllecca, HO U CHHKEHUEM
cogepxanus IIX B okucineHHoi (opme B romoparomux kierkax. llomydeHHBIH pe3ynabTar

MOJIHOCTBIO COTJIACYCTCA C NAHHBIMU 00 U3MEHEHHMSIX PEAOKC MOTCHIHNAJIOB Qa )51 Qb, KOTOPELIC
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HalpaB/IeHbl HAa CHMXXCHME CKOPOCTH IPSMOro TPAHCIOpPTa 3JIEKTPOHOB HA AaKIENTOPHOU
cropone ®C2 u ymenbineHue apunnoctu I1X k Qb caiity. Bpems ku3HM MeIeHHOTO
KOMITOHEHTa BO3pacTayio B 2.3 pasza B TOJIOAAIONIMX KIETKaX MO CPaBHEHHUIO C KOHTPOJEM, YTO
oTpakaeT crabmwin3anuio coctosHus S2Qa’, BeposATHO, Takke B pe3ynbrare nepexoza Qa B
BBICOKONOTEHLMANBHYI0 (opMy. Kpome wu3MeHeHMs BpeMeHM KHU3HM, JAeQUIUT cepsl
MHAYLIUPOBAJ POCT aMILIUTY bl MEJIEHHOTO KOMIIOHEHTa IpuMepHO Ha 10%, uTo yka3bIBaeT Ha
yBenuueHue KoHmeHtpaiun Qb-HeBoccranasnuBaromux meHtpoB ®C2 u coriacyercs ¢ paHee

MIPUBEJICHHBIMU JaHHBIMHA (Ta0. 4.1).
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I'naBa 5. Mexanu3Mbl U poJib (pOoTO0OPa30BaAHMSI BOAOPOAA TOJOAAINMMH

kjaerkamu C. reinhardtii

5.1. JImnamMu4veckasi peryJsiliusi 3JIeKTPOHHOI0 TPAHCNOPTA B KJIeTKe HAa aHAIPOOHOM

CTaAUH CEPHOIo roJioaxaHus

Panee ObuTO mMoOKa3zaHO, uTO KyiabTHBHpoBanue kiaerok C. reinhardtii 6e3 cepbl Ha
IIOCTOSIHHOM CBETY B (POTOOMOpEAKTOpPE 3aKPBITOrO THIIA, B KOTOPOM OTCYTCTBYET ra3000MEH C
BHCIITHEW Cpeoi, MHIYIIUPYET CaMOTIPOU3BOJIBHBIN MEPEeX0/] KyIbTyphl B aHaIPOOHBIC YCIOBHSI
U TOCJeQyIolee BBIACICHHE BOJAOpPOJAa B TeucHHe Heckonbkux cytok (Melis et al. 2000).
ABTOpBI HCCIIEIOBAHUS TPEINOJIONKUIN OCHOBHYIO pOJIb Mponecca uHaktuBauu DOC2 B
YCTaHOBJICHMH aHa’POOHBIX YCIIOBHMH, a TaKKE KIIOYEBOW BKIJIAJ DJIEKTPOHHOIO TPAHCIOPTa
uyepe3 @CI1 B poroodpazoBanue Bogopoaa. C 1eIbi0 MOAPOOHOr0 U3yUeHHs B3aMMOOTHOIIICHUI
MEXy CBETOBBIMH peakiMsiMu (GOTOCHHTE3a W (POTONMPOAYKIMEH BOAOpOIa B Hailei pabote
HPOBOAMIA MOHHUTOPUHI OCHOBHBIX MapaMeTpoB DX, POCTOBBIX XapaKTEPUCTHK KYJbTYPHI,
COZIepKaHMsT KHCIIOPOJa B Cpejie M 00pa3oBaHMs BOJIOPOJAA B Xoj€ MHKyOamuu KyiabTypsl C.
reinhardtii 6e3 cepsl B 3akpbiToM (oToOHMOpeakTope. BaxkHo oTMeTHTh, uTO TMapameTpsl OX
PErHCTPUPOBAIM ¢ MOBEPXHOCTH KyJbTHBaTopa 0e3 orbopa o0pasIioB, TO €CTh, HE OKa3bIBas
BO3JICHCTBUS Ha (PU3MOJOTMYECKOE COCTOSIHHUE KiIeTOK. [l BBIABICHUS OONIMX TPEHIOB B
IMHaMKKe mapamerpoB PX M MPOAYKIHMH BOIOPOJA B PasHBIX JKCIIEPUMEHTAX BapbHPOBAIIU

Ha4YaJIbHOC COACPIKAHUC XJ1 1 ”HTEHCUBHOCTD CBETA.

Ha puc. 5.1 nokazansl usmenenus napamerpoB ®X Ft, Fv' u AF/Fu', a Takke copepkanus Xi1 u
ckopocTi GOTOOOPA30BAHMS BOAOPOIA PU HAYATHHOH KOHIEHTpanun X 8 Mkr M n TIDIID
100 mMrMonb poToHOB M2 ¢l B 9THX ycnoBusX HaOMIONasCs JTHHEHHBIA POCT copepskaHus Xi
npuMepHo Ha 40% B TeueHHe 2X CYTOK MHKyOanuu 0e3 cepbl, oTpaxas pocT O6uomaccel. Ha
TPETbU CYTKH cojiepkaHue XJI Bo3pacTtano emie npuMepHo Ha 10% M He M3MEHSIOCh B XOj€
nanbHelmeil nakyoauuu. [lapamerpsr Ft u Fu' yBennuuBanucs 3a 48 4. ¢ 0.13 10 0.55 u ¢ 0.47
no 0.81, coorBercTBeHHO. bnaromaps mpeunmyiiectBeHHOMY pocTy Ft mo cpaBHenuio ¢ Fm'
IPOMCXOIMIIO TIOCTETICHHOE CHIKeHHe oTHomeHus AF/Fy' 6onee, yem B 2 paza: ¢ 0.74 mo 0.30
3a 48 4. [Tocne atoro nmapamerpsl ®X npereprneBanu peskue uamenenus. Tak, seamunna AF/Fy'
nanana ¢ 0.3 10 Hyns B TE€YCHHE BCETO HECKOIBKMX MUHYT. DTH W3MEHEHHs COTPOBOXKIAIHNCH
cHIDKeHHeM Fuv' 1 ObICTpBIM TpaH3UTOPHBIM pocToM Ft. OueBuaHoO, uTo ObICTpOE yBenuueHue Ft
orpaxaer BoccraHoBieHne Qa B DC2. Takum oOpazom, Obictpoe mnanenue AF/Fy'
o0ycioBieHo, ckopee Bcero, HMHakTuBanueir @®C2 B pesynpTare Mnepexoja LEHTPOB U3

OTKPBITOI'O B 3aKPBITOC COCTOSAHHEC Ha CBCTY. ITocne 6I>ICTpOFO naacHus Ha6n}0)1ancs;
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nocrenennbiii poct AF/Fp' ¢ 0.00 mo 0.12 B TeueHme 24 9, CBHAETCIBCTBYS O YaCTHYHOU
peaktuBanun PC2. Cragus yBenmuenuss AF/Fy' coBmagama mo BpeMEHH C HHHUIMALUCH

1 g reuenne 30 4

BBIJICJIEHUS] BOJOPOJA U HapacTaHUEM CKOPOCTH 3TOro Impouecca 10 2.5 Ma 4’
[I0CJI€ YCTAHOBIJICHUSI aHaYPOOHBIX yciaoBUH. Takum oOpa3oM, JMHAMUKA CKOPOCTH BBIJICICHUS
BOJIOPO/Ia KAueCTBEHHO coBmajana ¢ m3meHeHusmu AF/Fy', ykasbiBas Ha BEpOSTHYIO CBSI3b

Mex 1y akTUBHOCTBEIO DC2 u poToobOpa3zoBaHreM BOAOPOIA.

1.00 Chl 4 716
. 075 43 112
5 (N2or " &
& 2 = =
Q . 27y 3
D - i = oY)
8 0.50 2= 98
72} g = —
v =
5 = =
= ; S
=025 11 14
<
§ Ill
O

IL_I | | | ( - 0
0 24 48 i) 96 120

Time of sulfur deprivation. h

Puc. 5.1. Usmenenust nmapametpoB ¢uryopecuenuuu Ft, Fy' u AF/Fy', a taxke comepxanus XJ1 ¥ CKOPOCTH
(oroobpazoBanust Bogopoaa B kynsType C. reinhardtii npu naky6amuu 6e3 cepsl B (HOTOOHOpEaKTOpPE 3aKPHITOTO

THIIA.

2 1

HHTeHCHBHOCTh cBeTa y moBepxHocTu (ortopeakropa cocrasisia 100 MKMOJb (OTOHOB M™® ¢, HavajbHas

KOHIeHTpanus Xn — 8 Mkr miu?. Perucrpamuio napamerpos ®X IpOBOJMIN C NOBEPXHOCTH (POTOPEAKTOPaA C

nomorsio guryopumerpa PAM2000.

[IpennonoxurenbHO, ONMUCaHHbIE BBIIE ObICTpble M3MeHeHHMs NapamerpoB DX mocie
nepexo/ia KyJlbTypbl B aHapoOHbIE yciIoBHs 00yciioBiIeHbl BoccTaHoBieHueM [1X mymna. [lanHoe
MPECAIIOJIOXKCHUEC HAIJIO IMOATBEPKACHHUE B OKCIICPUMEHTAX IO OAHOBPEMCHHOMY HU3MEPCHHUIO
napamerpoB ®X, conepkaHus KUCIOPOAA B CPEAE U PEAOKC MOTEHIMAIIA CPEB] B KYJIBTUBATOPE

npu uHkyOammu C. reinhardtii 6e3 cepsr (puc. 5.2). Xapakrep usmenenuii Ft, Fv' u AF/Fy'
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HECKOJIbKO OTJMYAJCS OT TMpeACTaBIeHHOro Ha puc. 5.1 B CBSI3M C pa3auuusIMH B
AKCIEPUMEHTAIbHBIX ycioBUsAX. M3 pucyHka 5.2 BuaHO, uTo 3HaueHus Ft u Fm' nsmensuincey
HE3HAYUTEIILHO B TeueHUe 15 4 nHKyOanuu 0e3 cephl, a 3aTeM MPOUCXOAIN Pe3KUE U3MECHEHUS,
XapakTep KOTOPBIX COBMaJad ¢ TakoBbiMu Ha puc. S5.1. Bemwmuuna AF/Fum'  Heckoinbko
BO3pacraja B Hadajie mHKyOaruu 6e3 cepbl ¢ 0.50 mo 0.58, a 3aTeM MOCTENEHHO CHUYKAIACh J0
0.43 u OwicTpo magana g0 0.07 vepes 15 4 mHKyOanuu. bonee HU3KOEe HaYaabHOE 3HAYEHUE
AF/FM' (oxomo 0.5) mo cpaBHeHuto co 3HaueHueM Ha puc. 5.1 (0.74) oObscHsercs Oonee
BBICOKOM HHTEHCHBHOCTBIO AaKTHMHHYHOI'O CBETa, KOTOopas BiuseT Ha BenuuuHy Ft. I[locne
peskoro manenusi BenuuumHa AF/Fy' HesHaumTenbHO BO3pacTana M 3TH  M3MEHCHUS
COIMPOBOXKAAIMCH HAKOIUICHHEM BOJIOpOJia B ra3oBol (aze gorodbuopeakropa (puc. 5.2 u 5.3).
N3mepennst kuciaopona B cpelie BBISIBUIM POCT cojaepkaHus 3Toro raza ¢ 130 mo 630 mxM B
TeyeHue TmepBeiXx 10 Y, dYTO OOYCIOBIEHO JOCTATOYHO BBICOKOW (DOTOCHHTETHYECKON
AKTUBHOCTBIO KJIETOK HA HAYaIbHOW CTAJIMU TOJIOJAHUS. 3aT€M CTaJusl HAKOIUIEHUS KUCIOpOoJa
CMEHSUTACh CTaJHMEH TOTJIONICHHUS, KOT/Ia CKOpPOCTh (DOTOOOpA30BaHUsI KHCIOPOJA OIYCTHIIACH
HIKe YpoBHS Jbixanus. ConepikaHue KUCIOpOJa B Cpejie IMajajio B HOJb uepe3 15 u 45 mun
MHKyOanuu 6e3 cepbl, MOCiIe Yero HauMHaiach aHa’dpoOHas crtanus rojojanus. Cpa3y mocie
nepexojia KyiabTyphl B aHA3poOHU03 MOUCXOIMIN pe3kre n3MeHeHus napamerpos ®X u 6sicTpoe

CHIDKEHHUE PEIOKC MOTeHInana cpeasl (puc. 5.2 u 5.3).

Wutepecen ToT dakt, yro BenuunHa AF/Fy' He mpereprieBana 3HAYUTEBHBIX U3MECHEHUIT
BO BpeMmsl a’3poOHOM cTanuu MHKyOanuu 6e3 cepsl (puc. 5.2). 3TO CBUAETENBCTBYET O TOM, YTO
NPUYMHON Tepexona KyJIbTypbl B aHa’poOHMO3 MOXKET SBIATHCS HE CTOJNBKO CHUKECHHE
aktuBHOcTH DC2, Kak TPHUHATO CYUTATh, CKOJBKO WHAKTUBAlMs nukiaa KampBuHa.
JlelicTBUTENBHO, OBICTPOE CHUKEHHE CKOPOCTH TEMHOBBIX DPEaKLUUH JOMKHO MPUBOJIUTH K
IepeHanpaBIeHUIO MOTOKa 3JEKTPOHOB B XJIOPOIJIACTE C OCHOBHOIO KOHEYHOrO akILenTopa,
KOTOPBIM SIBJISIETCS IBYOKUCH YIJIEpOJa, Ha KHUCIOPOJ, CIIOCOOCTBYS yTHIIM3AIMU ITOCIEIHETO.
Takum 00pa3zoM, peakiyy ICEBIOUUKINYECKOTO 3JIEKTPOHHOTO TPAHCIOPTa B XJIOPOILIACTE

MOT'YT UT'PaTb OCHOBHYIO POJIb B YCTAHOBJICHUU aHa3p06HBIX yCJ'IOBHﬁ.

[Tepen mepexoaoM royiofaromiel KyiabTyphl B aHadpoono3 mporecc accumuiisiiinu CO2 yxe
NPaKTUYeCKH HE (QYHKUUOHUPYET, W KHUCIOPOJ SBJSETCS E€AMHCTBEHHBIM CYIIECTBEHHBIM
aKILIENITOPOM 3JIEKTPOHOB B KJeTKe. [[03TOMy B MOMEHT BpEMEHHM, KOI/1a YPOBEHb KHUCIOPOJa B
Cpelle CHUXAeTcsl A0 HyJsl, IPOUCXOIUT IOJHOE BOCCTAHOBJIEHHE 3JIEKTPOH-TPAHCIIOPTHBIX
ueneil B kierke, B ToM uucie [IX myna. B pesynbrate 3TOro OGIOKHpYETCS AJIEKTPOHHBIN
tpancnopt u3 @C2 B IIX myn u Qa O6bICTpo NEpexoaUT B BOCCTAHOBJIEHHOE COCTOSIHUE Ha CBETY,

4TO IMPUBOAUT K PC3KOMY POCTY YPOBHHA Ft Cpa3y IMOCJIC MOJHOI'O0 HCYUEpPIIaHHUA KUCIOpOda B
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cpene (puc. 5.1 m 5.2). OnHOBpeMeHHOE OBICTPOE CHWXEHWE BhIXOAa FM' orpaxkaer, mo-
BUJUMOMY, YyMEHbIlIEHHE MnomnepeyHoro cedyeHuss PC2 B pe3ynbTaTe JONOJHUTEIBHOIO

dochopummpoBanus u qucconranuu CCK2 npu nonnom BoccraHosnernu [1X myna.
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Puc. 5.2. Usmenenuss napamerpoB ®X Ft, Fv' u AF/FM' (A), xomuyecTBa BblgeneHHOro Hp, copepskanust
pactBopenroro Oz u pemokc norennuana cpeasl (B) B kymbrype C. reinhardtii npu unkyOanum Ge3 cepsl B

3aKpbITOM (poToOHOpeakTope.

2

VIHTEHCHBHOCTh CBETAa Yy TMOBEPXHOCTH (oTopeakTopa cocTapisna 250 mkmons (oroHoB M2 ¢!, HauanbHas

KOHUeHTpanus X — 12 Mkr mir™.
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Puc. 5.3. Usmenenus mnapamerpoB ®X, coxmepxkanus pactBopeHHoro O u BbiAeneHHoro Hp mpu mepexone
kyaptypel C. reinhardtii B anaspoOHble ycioBusi (metamusamus puc. 5.2). JlMHaMEKa BBIJCICHUS BOJOPOIA

npe/ICTaBIeHA B BUIC M3MCHEHHUS MPOLICHTHON [IOJIM 3TOTO ra3a B ra3oBoii dase porodropeakropa.

Bcnen 3a ycraHoBiieHHEM aHa3pOOHBIX YCIIOBUIM aKTUBUPYETCS THIPOreHa3a U HAaUMHAETCs
BhIZIeNIeHHe Bojoposa (puc. 5.1, 5.2, 5.3). B Hammx sKCIiepIMEHTABHBIX YCIOBUSAX MPOIEce
BBIJICJICHHSI BOJIOPO/Ia COMPOBOKIAIICS HEKOTOPBIM pocToM BenuuuHbl AF/Fp'. DTH pe3ysbrarsl
CBUJETENLCTBYET O 4YacTUyHOW peaktuBanuun ®C2 B pesynpraTe OOpaTHOrO mepexoja u3
3aKpBITOTO B OTKPBITOE cOCcTOsTHUE. OUEBUIHO, YTO ITH U3MEHEHUS CBSA3aHBI C PE-OKUCIEHUEM
[1X myna u3-3a 4aCTUYHOTO OTTOKA 3JEKTPOHOB U3 poTocuHTeTndyeckoit DTL[ Ha ruaporeHasy.
B nonp3y npeanonaoxkeHus o peaokc 3aBUCUMON perynauuu akTuBHOCTH @C2 CBUAETENbCTBYIOT
JIAHHBIE TI0 M3MEHeHHuIo BeanuuHbl AF/Fyv' BO BpeMs KpaTKOBPEMEHHOM a’paii aHa’dpOoOHOM

KYJIBTYpPbI B pOTOOHOpEAKTOPE.

Ha pucynke 5.4 nmokasansl u3meHenus nmapamerpa AF/Fu' Bo BpeMsi caMONIpOU3BOJIBHOTO
nepexo/ia rojoJaronieil KyabTypsl B aHadpOOHbIE YCIOBUS M 3aTEM MPU a’pallid KyJIbTypbl Ha
aHa’poOHO# ctaauu. Ilepexoa KyabTypbl B aHa3pOOMO3 COMPOBOXKIAICA OBICTPHIM TaJeHUEM
BemmunHbl AF/Fm' ¢ 0.5 no 0.1. Uepe3 10 MuH mociie 3TOr0 a’pHpoBad KyJIbTYpy B TEUCHHUE
yaca C HCIOJb30BAaHUEM KoMmrpeccopa U pacnbumutens. [IpogyBka Bo3ayxoM MpHuBoaWIa K

IMMOJIHOMY BOCCTAHOBJICHHUIO BCIMYHUHBI AF/FM' A0 HUCXOIHOI'0 YpPOBH:. Ilocne NpCKpalICHUA
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npoayBku BennurHa AF/Fp' BHOBB OBICTPO CHIIKANIACh B PE3yJIbTaTe MOTIIOMICHHE KHCIOPOIa U3
cpeapl. Ha anaspoOHoit craguu romoganus Bennunna AF/Fy' mocrenenno Bospacraia ¢ 0.10 1o
0.18, uto oTpakaeT yacTuuHyro peaktuBanuio OC2. Bropyro aspanuio npoBoauiau yepe3 48 4
nociie Havayia aHa’poOHo# craguu. [IpoayBka BO3IYyXOM COIMPOBOXKAAIACh POCTOM BEITUUHHBI
AF/Fp' ¢ 0.17 nmo 0.39, yto HMXKE YpPOBHs Hayaja aHa’pOOHOW CTauM H3-3a YaCTUUHOM
nectpykiuu DOC2. IlpuBeneHHble pe3yJbTaThl CBUJETEIBCTBYIOT O TOM, 4YTO HW3MEHEHUS
aktuBHOocTH @OC2 mpu mepexoje KyJabTypel B aHa’poOMO3 SBIAIOTCS OOpaTUMBIMU U

perynupyercs, epByro odepeiib, peiokc coctosreM [1X myna B 3aBUCUMOCTH OT COJIEp>KaHuUs

KHCJIOpOJa B CpEac.
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Puc. 5.4. U3smenenus Bemuuunsl AF/Fm’ B romogarommx mo cepe kierkax C. reinhardtii B 3akpbirom

(hoTobmopeakTope Mpu NEPUOANUECKON adpariu KyJIbTYpHI.

Bpems Hauasa W 3aBeplICHHs a’paliu KyJIbTyphl 0OO3HA4YEHO CTpeNKaMH ‘BBepX W ‘BHM3’. ['opH3oHTaIBHBIC

CTPCJIKH YKa3bIBAIOT BPEMS yCTAHOBJICHUS aHaBpO6HBIX YCHOBHﬁ. Ha BcTaBke MpUBC/ICHA ACTaJIN3allUsL H3MCHCHUA

napamerpa AF/Fm’ B untepBane A. YcnoBus KyTbTHBUPOBAHHUS COOTBETCTBYIOT SKCIIEPUMEHTY Ha pHuc. 5.1.

Kunernueckue kpusbie DX mpenocTaBisIIOT CYMIECTBEHHO Ooibine WHGOPMAIUH O
¢ynkunonansHoM coctossHuM OCA, yem 6a3osbie mapamerpsl @ X. [loaTomy B Hameit paborte
Takoke perucrpupoBanu kpusble mHaykuuu ®X (OJIP) u kpusbie 3aryxanus DX (kpuBbie
peokuciaeHnss Qa’) HEMOCPEACTBEHHO B 3aKPhITOM (oToOHopeakTope. Jlisi M3MEepeHus: KPUBbIX

UCIIOJIE30BAIM MPUOOP Smart, CKOHCTpYUpOBaHHEIN Ha Kadenpe OHOPU3NKH OHOJIOTHISCKOTO
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dakynpTeta MI'Y. M3Mepenus mpoBOIUIM ¢ UHTEPBAIOM 3 MUH B TeueHue 96 1 mukyoaruu C.
reinhardtii 6e3 cepol. IlapamtenbHo C wu3MmepeHusimu DPX JAETEKTUPOBAIU COJCpPKAHUE
PACTBOPEHHOTO KHCIIOPOJia BHYTPH KYJIBTHBATOPA, YTO MMO3BOJHIO OMPEACIUTh TOYHOE BpEeMs

nepexo/ia KyJlbTyphbl B aHadpOOHBIE YCIOBUS — yepe3 46 4 mocie Hayana HHKyOanuu 6e3 cephl.

A Original curve MEA analysis
,,,,,,,,,,,,,,,,,,,,,,,,,,,, P
F(t) ZAm(t)
|
,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,,, B ]
—_—
0. 0
B 102 10 10° 10' 102 103 102 107 10° 10" 102
Time (ms) Time (ms)
ZAm, ru T (ms)
—10?
Phase 3 (IP) 0!
10°
Phase 1 (OJ) 107t
Extra phase 10°

20 30 T 40

! Time (h) %) 1 50
zzooo/l/\ 30000 Il 30000 /_\/\ 1
-~/ 20h . aeh
8000 15000 23000 | o

Puc. 5.5. A - Kpusas cBetoBoii uunykuun ®X (OJIP) B knerkax C. reinhardtii, usmepennas ¢ nmomoripo npudopa
Smart B 3akpeiToM (QoroOHOpeakTope dYepe3 6 MHH WHKyOarmum ©Oe3 cephl, a Takke pe3yabTar
MYJIbTUIKCIOHEHIINAJIBHOTO aHAJIM3a 3TOM KPUBOM ¢ HCmoib3oBanueM nporpammbl MEA. B - M3meHenus GopMel 1

kommoHeHTHOTO coctaBa OJIP kpuBbIX B X011€e 96 u mHKyOanuu 6e3 cepsl B POTOOHOpEaKTope.

Ha puc. 5.5A npusenena OJIP kpuBas, u3smepeHHas B caMOM Hadaje MHKyOaruu 0e3
Cepel, a TaKXKe pe3yJbTaT aHaju3a OJTOM KpPUBOH C WCIOJNB30BAaHHEM IPOrPaMMBI
MYJIbTHUIKCITOHEHIIMANbHOH anmpokcuMarn MEA (Ilmocauna u np. 2015). AHanu3 kpuBo#
BBISIBUJI TPU OCHOBHBIX DKCIIOHEHITMAIBHBIX KOMIIOHEHTa ¢ BpemeHamu ku3Hu 0.2, 11.3 u 42.8
Mc, koTtopsie cooTBeTcTBYIOT (pasam 1 (OJ), 2 (JI) u 3 (IP), coorBercTBeHHO. BKian cpeaHero

kommonenTa (JI) B makcumansayto ammuutyay OP cocraBuit okoio 10%, 9To HHKE BETHYHUHBI B
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KOHTpoJie npuMepHo Ha 10% u oTpa)kaeT CTpeccOBOE COCTOSIHUS KIJIETOK ITOCJIE CMEHBI CPEABI U

YCJIOBUM KYJIbTUBUPOBAHUS.

ITpumepsr OJIP KpuBBIX, W3MEPEHHBIX Ha pa3HBIX CTAAUAX WHKyOamuu 0e3 cepsl,
nokasansl Ha puc. 5.5b. Heo6xoaumo otmMeTnTh, uto ammiutyaa OP Obuta cuiipHO moaBieHa BO
BpeMsl aHa’pOOHON CTaJuu HMHKYOAIl[My, IMO3TOMY KpHUBBIE IOKA3aHbl B WHIUBUAYAIbHOM
JIUana3zoHe OT MUHUMAIbHOTO IO MAaKCUMAJIBHOTO 3HaY€HUs Ha KpuBoil. Kak BUIHO U3 puCyHKa,
dopma OJIP kpuBBIX ci1a00 M3MEHSJIAcCh BO BpeMsi adpOOHOW CTaJuU, OJHAKO W3MEHEHUs
CTaHOBWJINCH 3HAYUTEIBHBIMH Cpa3y IOCIE Mepexoja KylbTypsl B aHaspobuo3. Tak, Kpusble,
U3MEpEeHHbIE B CaMOM Hayajle aHa’poOHOM CTalud, XapaKTEepPU30BAJIUCH MOBBIIICHHON
ammumntynoit OJ, HanuuueM BIAaTUHBI MEXy YPOBHSMU J U P, U BBICOKOM CKOPOCTHIO TYIICHUS
®X mocne nmuka P. OgeBumno, uto poct amiummtyabl OJ oOyCIOBJIEH BOCCTAHOBJICHHBIM
cocrosaueM [IX myma B aHadpoOHBIX ycioBwsx. Tak, BoccraHoBieHHBIH [1X momkeH
MPENsITCTBOBATh pe-okucieHnto Qa’, okaspiBas CXOAHOE ¢ IuypoHOoM Aeiictue. [locmenyroiee
3a MUKOM J TpaH3UTOpHOE CHIDKEeHHE ypoBHS DX oTpaxkaeT yactuuHoe pe-okucienue [1X myna,
CBSI3aHHOE C AEKTPOHHBIM TpaHcmopToMm yepe3d DC1. Tymenue X mnocne nuka P oTpaxkaer
HavanpHyto Qazy maaykuuu NPQ (Dau and Hansen 1990). HabGmromaemblii Ha aHa’poOHOM
cTaauud pocT ckopoctu tymieHus PX o0ycloBIEH, BEPOSTHO, TOMOIHHUTEIHHOW aKTHUBallUEH
DT, uto cniocobcTByet pazsutuio NPQ. Ha Gonee mo3aueit ctanuu MHKYyOaiuu B aHa3pOOHBIX
YCIIOBHSAX TPOUCXOAWIH oOpaTHble m3MeHeHus ¢opmbel OJIP kpuBBIX, BKIIOYas CHIDKEHHE
aMIUIMTYAbl uka J 1 ckopoct TymeHuss ®X nocine nuka P (puc. 5.5b). OueBuaHo, yTo 311
WU3MEHEHHUs OTPakal0T HEKOTOPOE CHUKEHHE YPOBHS BOCCTAHOBJIIEHHOCTH IIEPEHOCYMKOB
AIIEKTPOHOB B XJIOpOIJIacTe, Hambosee BEpOsITHO, B pe3yiabTaTe aKTHBAIMH THUIPOTEHA3bl U

peakiuii pepMEHTATUBHOTO OPOKEHUS.

Ha puc. 5.5b Taxxe npusenena kapra (heatmap) nameHeHunit KHHETHYECKHUX MTapaMeTPOB
OJIP xpuBOH: XapaKTEPHUCTUYECKUX BPEMEH M aMIUIMTYI KCIIOHEHIIMAIBHBIX KOMITOHEHTOB.
KaxxJ1oMy 5KCHOHEHIIMAIBHOMY KOMIIOHEHTY Ha TaKOW KapTe€ COOTBETCTBYET CBOsI LIBETOBAs
nojioca. I3MeHeHMs 1BeTa W IMIHUPUHBI IOJOCHI BO BPEMEHHM OTPAKalOT JIUHAMUYECKHE
M3MEHEHHUs BpPEMEHU KU3HU U BKJIaJla KOMIIOHEHTa B iepeMeHHyro @ X. Kak BUAHO U3 pUCYHKA,
daza 2 (JI) mponagana Ha paHHEM 3Talle MHKyOamuu Oe3 cephl, YTO yKa3bIBae€T Ha HapyIICHHE
CBETOMHYIIMPOBAHHOTO BoccTaHoBiIeHus [IX myma wu3-3a cHwkeHus aktuBHocTH DC2.
Ammmutyna ¢asert 1 (OJ) pesko Bospacrama ¢ 55 mo 90% mocne mepexona KyJdbTypsl B
aHa’poOMo3, 3aTeM CcHIbKanach Ha 15-20% B TeyeHHE HECKOJIbKHX YacOB U BHOBb MEJJIEHHO
BO3pacTasia. Ba)kHO OTMETHTP IMOSIBICHUE JOTOIHUATENBbHOW ObIcTpoil ¢a3er Ha OJIP kpuBoii ¢

XapaKTEPUCTHUICCKUM BPEMEHEM OKOJIO 50 MKC, KOTOpas IMpoABJIAIaCh 3a HECCKOJIBKO YaCOB 0
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YCTaHOBJICHUSI aHa’dpOOHBIX ycloBUH. Bkian 3Toit (a3el ObICTpO BO3pacTay B aHadPOOHBIX
YCIIOBUSX, JIOCTUTass MAKCUMAIILHOTO 3HaueHus 25% depes Tpu yaca mocie mepexoia KyabTyphl
B aHA’poOMO03, a 3aTeM CHIDKAJICS TMOYTH B 3 pa3a B TEUCHHE HECKOJBKUX YACOB M IMOCTCTICHHO
YBEJIUYHMBAJICS TIPH JaJbHEHIIeH WHKyOamuu. V3MeHeHUsT aMIUTUTYAbl 3TOH JOMOIHUTEIHHOM
¢da3pl OBUTM CXOXM C AWMHAMUKOW amrumiTyasl OJ, cBHUIETEIBCTBYS O TOM, 4TO 00€ ¢asbl
KOHTPOJIMPYIOTCST B 3aBUCHMOCTH OT PEJOKC YCIOBHH B KJETKE. DTa JONMOJHUTENbHAas ¢a3a
MOXeT ObITh cBsizaHa ¢ AesuHrterpanueid KBK u orpaxars Bkian T.H. muka K B HavanbHbINA

noapeM OX (OJ) (I'nasa 4.1).

Original curve MEA analysis SLSQOP analysis

T TAM(t) -

Y
.
'
LI - —

O ‘“ S R T 103

102 10 10° 10* 102 10* 102 10! 10° 10! 102 10° 102 107 10° 10! 10% 10* 7(ms)
b Time (ms)

XAm, ru. 7(ms)
101
Phase 1
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Phase 2 101
102
Phase 3
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112000 +,23000 19
] 1h =% a0 0. soh
5000 17000 14000 16000

Puc. 5.6. A - KpuBas temHoBoro 3aryxanus PX (kuHermka peokucienus Qa’) B kierkax C. reinhardtii,
HU3MEpEHHasi ¢ MOMOIIBI0 pudopa Smart B 3akpeiToM ¢Gortoduopeakrope depe3 9 MuH HHKyOammu 0e3 cepbl, a
TAKXKe Pe3yJIbTaT MYyJbTHIKCIIOHCHIIMAIBHOTO aHajIM3a dTOW KPUBOH C Ucmoib30BanueM mporpamm MEA u SLSQP.

b - V3menenus ¢popMBI M1 KOMIIOHEHTHOTO cOCcTaBa KpUBBIX 3aTyxaHus @ X B xone 96 u nHKyOanuu 6e3 cepsl.

Ha puc. 5.6A noka3zana kuHeTudeckas kpuBas 3aTyxaHusa ®X, usMepeHHas B Haudaje

WHKyOarmuu 0Oe3 cepbl, a TakKe pe3yiabTaThl aHAIM3a STOM KPUBOW C IOCJEI0BATEIbHBIM
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ucrnonp3oBanueMm nporpaMmM MEA u SLSQP. Ananu3 KpuBO#W BBISIBUI YETHIPE OCHOBHBIX

KomroHeHTa ¢ BpemeHnamu xu3Hu 0.2 (pasa 1), 1.0 (dpasza 2) u 30 (dasa 3) mc, a Taxke 10 ¢

(baza 4).

Kak u B ciaysae ¢ OJIP xpuBo#i, gopmMa KHHETHUECKOW KpPUBOW 3aTyxaHHs HE
npeTepreBalia CylleCTBEHHBIX U3MEHEHUN B TEUEHHE a’dpOOHOro mnepuojia HHKyOanuu 6e3 cepbl
(puc. 5.6b). Bpemena xu3zan a3z 1 u 2 Bo3pacramu ¢ 0.2 mo 0.5 mc u ¢ 1.0 mo 2.7 wmc,
COOTBETCTBEHHO, B TeueHHe 46 4, 4yTO corjacyercs ¢ M3MEHEHUSMH 3TUX (a3 mpu a’dpoOHOM
uHKyOarmu Oe3 cepbl (Tabn. 4.5). HekoTopble KOIMYECTBEHHBIE PACXOXIEHUS C JAHHBIMU B
tabiuue 4.5 o0ycloBi€HBl Pa3HbIMU YCIOBUSMU HHKYOAIMM U OCOOEHHOCTAMU H3MEpPEHUs
KPUBBIX 3aTyXaHUsi Ha pa3HbIXx mnpuodopax. dopma kpuBblx 3aryxanus DX 3HAUYUTEITHHO
WU3MEHSJIach MpPU TEepexojie KyIbTyphl B aHa’poOHbIe ycioBus (puc. 5.6b). B sToT MOMeHT
HOSIBIISUTACH HOBAsi TOMHUHUpYIoMIas (as3a ¢ BpeMeHeM ku3HU okojio 10 Mc, aMImmuTyaa KoTopon
nocturana 96% B Havane aHa’poOHON (a3bl. M3 mpuBeneHHONM HA PUCYHKE TEIJIOBOW KapThl
BUJTHO, YTO BpeMs KU3HU (pa3bl 2 moCTeneHHo Bo3pacTtaio ¢ 1 Mc 10 6-8 Mc nepes nepexoaom B
aHa’poOM03, yKa3bIBas HA TO, YTO HOBAas (aza MOXKET UMETh 00Iee MPOUCXoXkIeHue ¢ (azoii 2.
Kak m3BectHO, okucienne Qa B (aze 2 TMMUTHUPYETCS CBS3BIBAHUEM OKHCIICHHOW MOJEKYIIBI
ITX ¢ Qb-caiitom ®C2. O4eBUAHO, YTO B aHAIPOOHBIX YCIOBHUIX CKOPOCTh 3TON PEaKIIMH MaaaeT
u3-3a aedunura okuciaeHHbIX Mojekyn [IX B myne, yTo MPUBOAMT K YBEIMUYEHHUIO BPEMEHU
JKU3HU 3ToH (pa3bl. JJomMrHMpoBaHHE HOBOW (a3bl B aHAIPOOHBIX YCIOBUAX OTPaXKaeT TOT (akT,

YTO OKHCJICHUC Qa- B TCMHOTC JIMMUTUPYCTCA HATMIUEM OKHCJICHHOI'O IJIACTOXWHOHA.

Bo BpeMmsi aHa’poOHOW CTaguu CEPHOTO TOJIOAAHUS MPOUCXOAMIIO TOCTENEHHOE
yBEIMUYECHUE aMILIUTY bl MeuIeHHOU (a3bl ¢ 4-10% B Hayase 10 60% B KoHIe MHKYOauu (puc.
5.6b). Ilpu stom kuHermka 3aryxanus DX npuoOperana (GopMy BOJHBI, XapaKTEPU3YSCh
HayalbHbIM CHIDKEHHMEM MHTeHCUBHOCTH PX 1m0 mpomexyrouHoro muHuMyma npu 100 mc u
nocneayomum noasemoM ®X ¢ gopmupoBanueM nuka npu 1 c¢ (puc. 5.6b). AnamornyHsiii
(deHoMEH ‘BOJIHBI’ paHee HaOMIoJalnM y LHMAaHOOAKTEpUM, alalTUPOBAHHBIX K aHa’pOOHBIM
ycnoBusMm (Deak et al. 2014). [IpeamnonoxurenbHO, TOSBICHHE MTHKa HA KpuBOH 3atyxaHus OX
CBSI3aHO C TPAH3UTOPHBIM BoccTaHoBNeHHeM [1X myna u, cCOOTBeTCTBEHHO, BOCCTaHOBIeHHEM Qa
BCJIE/ICTBHE CYIECTBYIOIIETO pelOKC OajaHca MEXIy STUMHU NEpPEHOCUHMKAMH 3JEKTpOHOB. B
CBOIO OdYepenb, TpaH3UTOpHOe BoccraHoBieHHe [IX myma oOycIOBIEHO HPUTOKOM
BOCCTAaHOBUTENS U3 cTpoMbl B peakuusx L[OT mocie BbIkimtoueHUs BCObIIKU. s mpoBepku
JTAHHOTO MEXaHM3Ma UCMOJIb30BaIH pa3zpadoranHyto Hamu MonTe-Kapio monens [1I1®. Ha puc.
5.7 npuBeneHsl paccuuTaHHbIE KpHuBbIe 3aTyxaHus @X B yCIOBHIX pa3HON BOCCTAHOBIEHHOCTH

[1X myma, KOTOpbIE OJKHBI COOTBETCTBOBATH a’poOHbIM (IIX myn moMHOCTBIO OKHCIEH),
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MukpoaspoOHeiM (I1X myn BoccranoBieHn Ha 75%) u anaspoOHbiM (I1X myn BoccTraHOBIIEH Ha
100%) ycnoBusM. BorHOOOpa3HbIi XapakTep KHHETUKU OTYETIMBO MPOSBISUICS MPU HAa4aTbHBIX
YCIIOBUSX, MPEANOIAraloNIMX TOJIHOCTbI0 BOCCTAHOBJIEHHOE cocTosHMe IIX myna ¥ BBICOKYHO
akTuBHOCTH [IDT B Mozenu, koTopas 3ajaBajiach B BUAE PEAKIMH MepeHoca 3eKTpoHa ¢ O B
I[IX myn (cm. Paszmen 2.3). Kak skcnepuMeHTalbHBIE KPHUBBIE B aHadPOOHBIX YCIOBHSX,
MOJIEJIbHBIE KpPUBBIE IIPU IIOJHOCTHIO BOCCTAHOBJIEHHOM HadajlbHOM cocrossHuM I1X myna
BBISIBUWIM JOMUHUPYIOLUIUI KOMIIOHEHT 3aTyXaHHUsl ¢ BPEMEHEM JKU3HM Okojo 10 Mc, KOTOpbIi
ObLT CBSi3aH ¢ 4acTH4HbIM okucieHueM [IX myma u, coorBercTBeHHO, Qa B pe3ynbrare
WHIYIIMPOBAHHOTO BCIBIKON cpabaTeiBanuss PCI1. 3aTryxaHwe CMEHSUIOCh TPaH3UTOPHBIM
poctoM Beixoga X, o0ycnoBieHHBIM BoccTanoBieHneM [1X B peakuusax DT u mocnenyrommm
00paTHBIM 3JIEKTPOHHBIM TpaHcmopToM u3 [1X myna Ha Qa, a Takke CHIkeHHeM TymieHuss DX
okucineHHoit ¢opmoii IIX. JlampHelmuii cran Bbixoma DX orpakan peokuciaeHue Qa B

pe3ynbrate pekoMmOuHanuu ¢ Sz cocrosiauem KBK.
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Puc. 5.7. MonenbHble KWHETHUECKHE KPUBBIX 3aTyxaHust @ X mpu pa3HOM HayalbHOM peJloKc cocTostHnu [1X myna:
MOJIHOCTBIO OKHCIICHHOE (KpuBast 1), BoccTaHOBIIEHHOE HA 75% (KpUBas 2) U MOJHOCTBIO BOCCTAHOBJICHHOE (KpHBast

3). Ha BcraBke npuBeeHa SKCIepUMEHTaIbHAS KpUBasi, n3MepeHHas yepe3 60 4. nukybauuu 6e3 cepsl (puc. 5.6B).

IIpencraBieHHbIE B HACTOALLEM DPA3/€ie PE3yibTaThl YKa3bIBAIOT Ha CIOKHYIO KapTHHY
perymsiuu [ B MoMeHT mepexoja rojofaromield KyJabTypbl B aHa’poOuMo3 M MpU

nocienyromeM ¢GoroodpazoBaHuu Bojopoaa. Kak ObIO OTMEUEHO BBIIIE, OCHOBHYIO POJIb B
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3TOM Mpoliecce urpaet peaokce cocrosgaue [1X myna, KoTopoe KOHTpOJUpyeT akTUBHOCT PC2 u
nepexoj Mexay coctosHusiMd 1 u 2. IlpeacrtaBieHHble JaHHBIE CBUICTEILCTBYIOT O
noronHuTenbHOW akTtuBanuu [[OT Ha aHadpoOHOM cTaguM TOJIOJAHUS, 4YTO OKa3bIBACT

CEPHE3HOC BIIMAHUEC HA XapaKTCPp KHHCTHYCCKNX KPUBBIX dX.

5.2. B3aumocBs3b Mexay (oronpoaykmueil BOAOPOAA U IJIEKTPOH-TPAHCHOPTHBIMH

NMMOTOKAMHM B KJICTKE

JIns manpHEHIero u3y4eHus: MexaHu3MoB (hoTo0Opa3oBaHMs BOAOPOJA TOJOJAIOIIMMHU
no cepe kinerkamu C. reinhardtii ucronp3oBanu HHIHOMTOPHBIA aHanu3. Kak ObLIO MOKa3aHO
BBIIIE, HA aHA’pOOHOW CTaauM TOJOMaHUs YacTh HEHTPoB DC2 peakTUBUPYETCS U MONKET
JIOHUPOBATH AJIEKTPOHBI HA THIPOT€HA3Y IO IeTH MPOMEKYTOYHBIX TIEPEHOCUNKOB IEKTPOHOB.
JleficTBUTENIbHO, B IPUCYTCTBUHU JAUYPOHA HJIH aTpPa3uHa, KOTOPBIC SBISIOTCS HHrHOUTOpamu Qb
cBs3bIBatomero caiira B8 @C2, BBIX0 BOJOPO/A B TOJIONAIOIINX KJIETKAaX CHUYKAETCS MPUMEPHO
Ha 70% Mo cpaBHEHHIO C HEOOpaOOTaHHBIMH KICTKaMu (puc. 5.7A), YTO COOTBETCTBYET
nautepatypubiM nannbiM (Ghirardi et al. 2000, Kosourov et al. 2003). U3 srtoro ciemyer, 4to
@®C2 urpaetr 0CHOBHYIO poiib B poTooOpazoBanuu Bogopozaa (T.H. @C2-3aBucuMbIii myTh). Hamu
NIOKa3aHO, YTO WHTUOMTOPHOE [EHCTBUE IUYpPOHA HA MPOIYKLIHUIO BOJOPOJAa HE CBS3aHO C
MOJIaBJICHUEM THAPOTEHA3HOW aKTUBHOCTH. HaoOOpoT, MOcCiemHsisi HECKOIBKO BO3pacTaeT B
00pabOTaHHBIX KIETKaX, OYEBHIIHO, W3-32 CHIDKEHHS COJEp)KaHHs KHCIOpOJa B pe3yibTare
unru6uposanus O®C2 (puc. 5.7b). OctaBmuecs 30% npoayKuu BOAOpoaa B 00pabOTaHHBIX
JMYPOHOM KJIETKaX OOYCJIOBJEHbI MOCTYyIJIEHHEM 3JeKTpoHOB B IIX myn u3 cTpomsel, B
ocHoBHOoM, oT HAJI(®)H mnpu aktuBroctu HJI2 (DPC2 - HE3aBUCHMBIH MyTh MPOMYKIIUU
Bojopona) (Hemschemeier et al. 2008). HayanpHbIM JOHOPOM 3JIEKTPOHOB JIJISL TOTO IMYTH
BBICTYTIA€T 3allaCeHHBIN 3a BpeMs adpOoOHOM cTaauM rojoJaHus Kpaxmal, Aerpajanus KOToporo

compsbkeHa ¢ reHepanueit HAJIH.

N3BecTHO, uTO HCKyccTBeHHbIM XMHOH JIBTX 3ameniaer MIaCTOXMHOJI B MECTE €ro
cBsa3biBanus ¢ Qo caiitom mut be/f, uHrMOUpPYs TpaHcmopt snmexktpoHoB u3 [1X myma wa Il
Jlo6aBiieHre 3TOTO0 HHTHOUTOPA B KJIETOYHYIO CYCIIEH3UIO TPUBOIWIO K TPAKTHYECKH TOJTHOMY
nojaBieHuio GoroobpazoBanus Bogopoaa (puc. 5.8). Itor 3 (dhexT cBUAETENBCTBYET O CTPOTOM
HE00XO0IUMOCTH (DOTOCHHTETHYECKOTO TPAHCIIOPTA ANEKTPOHOB HA ydacTke Mexay [1X mymom u
On ans oronpoaykuuu Bogopoaa. OctaTouHOE BhIIEICHHE BOIOpoAa B 0Opadoranubix JIBTX

KJIETKaX MOXeET OBbITh CBs3aHO ¢ oOpaTHbIM BoccTtaHoBieHueM ®Ox ot HAJ(D)H npu Beicokom

151



COJACPpIKAaHNU IMOCICITHETO. Taxxe He3HAUMTEIIHHAS reHepanusa BOAOpoaa BO3MOXKHA B pCaAKIUAX

(hepMEHTaTUBHOTO OPOKEHUSI.
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Puc. 5.7. Bimusane muypoHa Ha CKopocTh (oTooOpa3zoBaHus Bomopona (A) W rumporeHasHyr akTuBHOCTE (B) B

ronojaronux 48 4. mo cepe kierkax C. reinhardtii.

W3mepenust mpoBoIwIn mocie 3 4. cBeTOBOW MHKyOauuu KyiabTyp npu [IDOIID 40 B repMETHUHBIX CTEKISHHBIX

(hmakoHax 6e3 700aBOK (KOHTPOIIB) WIIH B pucyTcTBUH 20 MKM muypoHa.

[Tockonpky @C2 coxpaHSeT aKTUBHOCTh Ha aHa’pOOHOUN cTaauu WHKyOaruu 0e3 cepbl
(puc. 5.1 1 5.2), TO NOJKHBI CYIIECTBOBATh MEXaHU3MBbI, 00ECTIEUMBAIONINE OBICTPOE YIATCHUS
MOJICKYJISIPHOTO ~ KUCJIOpPOAa, KOTOPBIM WHTHOWMpYeT ruaporeHasHy. OdeBHIHO, 4YTO
3HAUUTENBHYIO POJIb B 3TOM TPOIIECCE UTPAET AbIXaHHE, CKOPOCTh KOTOPOTO CYIIIECTBEHHO HE
U3MEHsAETCS B ycHoBUsX Jneduinuta cepsl (puc. 3.2). s u3ydyeHHs B3aUMOCBSI3M MEXKAY
MUTOXOHJIPHAJILHBIM ~ JIbIXaHWEM, (OTOCHHTCTHYECKAM  JJICKTPOHHBIM  TPAHCIIOPTOM U
THIPOTEHA3HOM peakIueil Mbl HCCIISIOBAIM BIIUSHUE PAa3HBIX WHTHOUTOPOB JBIXaHUS HA BBIXO]I
Boiopoja. Kak M3BeCTHO, aHTUMHUIIMH A W MUKCOTHA30J1 SABISIOTCS 0JI0KATOpPaMU JBIXaTEIbHOTO
komruiekca Ill, a camumun ruppokcamar (CI') monmaBnsieT aKTHBHOCTh aIbTEPHATHBHOMN
okcuaasel. Ha puc. 5.8 mokazano, 4ro B o0pa3max, oOpaOOTaHHBIX MHKCOTHA30JIOM MU
Mukcotrazosiom ¢ CI', HabIr01aI0Ch KPaTKOCPOUHOE YBEIUYCHHE MPOAYKIIMU Botopoaa Ha 30-
40% ™m0 CpaBHEHHMIO CO 3HAQUEHUSMU B KOHTpoJe. [l OLEHKH BIHUSHHUS HMHTHOMTOPOB

u3bupatenbHo Ha @C 2 - HE3aBUCHMBIM MyTh MPOXYKIMHM BOJAOPOAA MCCIIENOBAIM JIEHCTBHE
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ATUX JK€ PEareHTOB B MPUCYTCTBUU AMypoHa. B o0Opasmax, oOpaOOTaHHBIX OIHOBPEMEHHO
JUYPOHOM M MHUKCOTHA30JI0M WJIU JTUYPOHOM, MUKCOTHa30JI0M ¥ CI' BBIXOJ] BOJIOPO/Ia BO3pacTall
MOYTH B 2 pasa Mo CPaBHEHUIO C 00pa3iamu, 00pabOTaHHBIMH TOJILKO TUypoHOM (puc. 5.8). 13
3TOr0 CJEAyeT, 4TO MUKCOTHA30 U CI' cTUMynupyroT, B OCHOBHOM, DPC2-He3aBUCUMBII MYTh.
OueBuaHO, 4TO JaHHBIA 3(PQexT 00yCIOBIEH MEepeHaNnpaBiICHUEM IOTOKa 3JIEKTPOHOB U3
JIBIXATEIILHOM eI MUTOXOHAPUI B XJIOPOTUIACT TIOCPEJACTBOM MaIaT-OKCAIOAIETATHOTO ITUKJIA,
YTO NOPUBOAUT K YyBenuueHuro cojaepxkanuss HAJ(@)H B xmopomnacte u pocry DC2-

HE3aBUCHMOM MIpOoAYKIOHH BOJOpOAA.

AHTUMHMLUH A OKa3blBaJl CYLIECTBEHHO OoJjiee CHIBHBINA 3PQEKT Ha BBIXOJ BOJOPOJA IO
CPaBHEHMIO ¢ KOMOMHUPOBaHHBIM AeiicTBueM mukcoTtnazona u CI (puc. 5.8). Tak, obuuit poct
BbIXO/Ia BOJOpPOJIa B IPUCYTCTBMM 3TOro uHruouropa coctasBisii 130%, B TO Bpemsl Kak
coBMecTHast 00paboTka mukcotuazoisoMm u CI' mpuBomia K yBenndeHuto Tojpko Ha 40%. B
oranuue oT Mukcotnazona u CI', crumynupyromee AelcTBHE aHTUMHUILMHA A HE 3aBUCENIO OT
IPUCYTCTBUS TMYpPOHA, TO €CTh JAHHBIH MHIMOMTOP BIMSJI B OAMHAKOBOW cterneHu Ha PC2-
3aBHCUMBIH W HE3aBUCHUMBIH TyTH. OTH pe3ylbTaThl yKa3blBAlOT Ha CYIIECTBOBAHHE
JIOTIOJTHUTEIIPHOTO CaiiTa NEHCTBHS aHTUMHUIIMHA A, PacIONIOXEHHOTO0 B (DOTOCHHTETHYECKOM
OTL mexny IIX nynom u ®Pp, NOCKOJIBKY 3TOT Y4acTOK SBJISETCA OOIIMM JUIsl 000MX MyTel

MPOIYKIIMH BOJOPO/IA.

Jlanee MBI HCCIENOBIM TPU BO3MOMKHBIX MeXaHM3Ma JEHCTBHMS aHTUMHMIMHA A Ha
(OTOCHHTETUYECKHI TpaHCIOPT M, CIIEIOBATEeNIbHO, Ha MPOAYKLHUIO BOJOPOJAa: B KadecTBE
poToHO(OPA, BO3MOXKHOTO HHTHOUTOpA XJIoporutacTHoi okcuaassl PTOX u uarunburtopa 1[OT.
N3BecTHO, UTO aHTUMUIIMH A 0OJagaeT ACUCTBHEM pa30O0IIMTENs B THJIAKOMJIHOW MeMmOpaHe
(Drechsler et al. 1969). I'eneparust TpancTriaakonaHOro pH rpaneHTa MOAABISET IICKTPOHHBIN
tpaucropt uepe3 1ut be/f (Tikhonov 2013), mosTomy auccumarys MPOTOHHOTO TpaJUeHTa
JIOJDKHA TIPUBOJIUTH K YBEIIMYCHUIO CKOPOCTH (POTOCHHTETUYECKOTO TPAHCIIOPTA DJIEKTPOHOB, B
TOM YHCJIe TPAHCIIOPTA JIEKTPOHOB Ha Truaporenasy. JleiicTBuTensHO, 00paboTKa roJI0Jar0IInuX
Bojopocieit 3ddexruBHbiM npotoHodpopom FCCP wmmm antuOmormkom Hurepuimaom (K/H
0OMEHHHMK) TIPUBOMIIA K pocTy (hoTooOpa3oBaHus Bojgopoaa npumepHo Ha 35-40% (puc. 5.8).
Opnnako 3TH M3MEHEHHs ObUIM 3aMETHO HUXE CTUMYyIupyromero 3gpdexra antumunuHa A. B
npucyrcTBun auypoHa 3¢ ¢dexkret FCCP u Hurepummua Bo3pactanmm 0ojee 4eM B JiBa pasa,
CBUJIETEJILCTBYS O TMPEUMYILIECTBEHHOM JelcTBUU MpoToHO(GOpoB Ha PC2-He3aBUCUMYIO

MNPOAYKIIMIO BOAOPOJa MO HEU3BCCTHOMY MCXAaHU3MY.
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Puc. 5.8. JlefictBue MHTHOUTOPOB (POTOCHHTETHIECKOW 1 nbixatenpHOi DTLI, a Taxke mpoToHO(POPOB HA CKOPOCTH

(hoToobpa3zoBanust BOOPOAa rojofatoumu 48 4 o cepe kinerkamu C. reinhardtii.

CepbIM IIBETOM OTMEYEHBI SKCIIEPUMEHTHI, B KOTOPBIX M3MEpPEHHs MPOBOAMWIH B MpUcyTcTBHH 20 MKM muypoHa.
Hag cronbmamu moka3zaHsl H3MEHEHHSI BBIXOJa BOJOPOa B MPOIEHTAX OT 3HAYCHHUN B KOHTPOJIE (Oesbie CTOMOIE)

WK B 00pasiax, 00paboTaHHBIX TUYPOHOM (Cephle CTOIOLEI).

[IpuBeneHHble Ha puc. 5.8 pe3ynbTarbl CBUAECTENBCTBYIOT O TOM, YTO CHJIBHOE
CTUMYJHpYIOllee ACHCTBHE AaHTHUMHIIMHA A Ha MPOAYKIMIO BOJOpPOJa HE MOXKET OBITh
O0OBSCHEHO TMOJaBICHUEM MUTOXOHIPHAIBHOTO JIBIXaHHS WIH Pa300ITUTEIbHBIM JIEHCTBHEM, H,
CKopee Bcero, cBs3aHO ¢ wuHruOupoBanueM I[[OT, akTHBHOCTH KOTOPOTO BO3pacTaeT B
ronojatonmx kierkax (puc. 3.7). OueBumno, uro L[DT MoxeT MOTEHHHMATBLHO TPUBOIUTH K
CHIDKCHUIO TMPOAYKLUHH BOJOPOJA, NMOCKOJBKY 3TOT IyTh KOHKYPHUPYET C THIPOT€HA30M 3a
BOCCTaHOBJIEHHbIH @Dp. Kak HW3BECTHO, aHTUMHIMH A IIMPOKO NPUMEHSIETCS B KadyeCTBE

uHrubutopa [IOT y BeICIIMX pacTeHH, OJHAKO AaHAJOTUYHOE JAEWCTBHE Yy 3€JIEHBIX
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MUKPOBOJIOPOCIIEH SIBISIETCS AUCKYCCHOHHBIM BOIIPOCOM B CHJIYy OCOOEHHOCTEH OpraHU3aluu

®CA (Antal et al. 2013c).

s oueHku nevictBus antumunuia A Ha 1IDT B kierkax C. reinhardtii B Hameir padote
MIPOBOMIIN U3MEPECHHS CBETOMHAYIIUPOBAHHBIX PEIOKC TIEpex010B P70o0 B MPUCYTCTBUU ANMYPOHA
AQHAJIOTMYHO M3MEPEHMSIM, Pe3yJIbTaThl KOTOPBIX NMpuUBeAeHbI Ha puc. 3.7. Ha puc. 5.9 noka3zanbl
KHHETHYCCKUE KPHUBBIE PEIOKC mepexoaoB Pzoo B rojmomaromux 48 u kierkax C. reinhardtii B
KOHTpoJe (kpuBas 1) u mocie o0paboTku aHTUMULMHOM A (KpuBas 2). V3 pucyHka BUIHO, YTO
KMHETHUKA OKUCIICHUsS P700 B KOHTpOJIE XapaKTeprU30BaIach TUITUYHON JIJISl TOJIOIAIOMINX KIIETOK
OBICTPOI, TPOMEKYTOUHON U MEIJICHHON (pa30ii M BRIXOAMIIA HA HACKIIICHUE TIPUMEPHO uepe3 2
¢ oceemeHus. OOpaboTka KIETOK AaHTUOMOTUKOM MPHUBOJAWIA K 3HAUUTEIBHOMY POCTY
MaKCUMaJIbHOrO ypoBHS P700" 3a CYeT yBeIMYEHHs aMIUIMTYAbl OBICTpOH (a3bl U yTepH
npomMexxyrouHoidr ¢assl. anubii 3QQexr anTuMunmHa A MOXHO HHTEPIPETHPOBATH KaK
pesynbraT unruOupoBanus LIDT. Ckopee Bcero, IDT sBusiercs KOHKYpEHTOM THAPOTEHA3bl U
aKTUBALlUA DJTOTO IYTH COMPOBOXKAAETCA CHIDKEHHEM BBIXOJa BOAOPOJA. ITOT BBHIBOJ
COIJIaCyeTCs ¢ pe3ysibTaTaMH, MOJy4YeHHBIMU MMo3/Hee B padoTe ¢ myrantamu C. reinhardtii mo

LIDT (Tolleter et al. 2011).

600

0 1 2 3 4
Time, s

Puc. 5.9. Biusane anTHMHAIITHA A Ha CBETOMHIYIIMPOBAHHBIE H3MEHEHHS PEOKC COCTOSHUS P7og B rosogaromux 48

4 o cepe kierkax C. reinhardtii.

[epen m3mepenusiMn ieTku obpabateiBamick 20 MKM nuypoHa B TedyeHHE 5 MHUH B TeMHoOTe (KpuBas 1) wim

JquypoHoM u 10 MkM anTumunmHa A (kpuBas 2).
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5.3. HccaenoBanue posau ¢oroodpazoBaHusi BOAOPOIa B KayecTBe aJAanTANMOHHOIO

MEXaHu3Ma

K Hacrosiiemy BpeMEHH HE CYIIECTBYET SKCIICPUMEHTAJIBHBIX JaHHBIX, MO3BOJISIFOIINX
OLICHUTHh (DU3MOJIOTHUECKYIO 3HAYMMOCTh THAPOTECHA3HOU PEaKIMH B YCIOBUSAX MHHEPAIbLHOTO
cTpecca. B 4YacTHOCTH, OTCYTCTBYeT SICHOE NMOHMMaHHWE BKJaaa mpolecca (HoTooOpa3oBaHHS
BOJIOpOJIa B OOECHEUYEHUE HHEPreTUYEeCKUX IMOTPEOHOCTEH KIETKH, B MOJJICpKAHUE
(OTO3AIMUTHBIX MPOIECCOB, BHYTPUKICTOUYHOTO PEIOKC M KHUCIOTHO-IIEIOYHOTO TOMEOCTasa,
00eCTIeUMBAIOIINX KU3HEACITEIBHOCTD KICTKA B YCIOBUAX JUTUTEIBLHOTO JCHCTBUS CTPECCOBBIX
¢dakTopoB. B pamkax naHHOW pabOTHI MBI MCCIIEAOBAIA BO3MOXHYIO (PH3HOIOTHYECKYIO POJIh
ruaporenasbl B kietkax C. reinhardtii B ycioBusx MuHepanbHOro rosoganus. st 3Toro
NPOBOJIWIA  CPAaBHUTCIBHBIA  aHAIU3  KU3HECIIOCOOHOCTH, HEKOTOPBIX  POCTOBBIX W
OMOXMMHMYECKUX XapaKTePHCTHK, a Takke mapaMeTpoB (orocunTe3a B myrante C. reinhardtii
HydEF-1 6Ge3 ruaporeHa3Ho# aKTUBHOCTH M B COOTBETCTBYIOIIEM KOHTPOJBHOM IiTamme cc425

pyU UHKYOauu 0e3 cepbl B TePMETUYHBIX (hIaKOHAX.

Ku3zHecrnocoOHOCTh KyNbTYphl ONpPENEsId [0 COOTHOUICHHIO MEXAY JKUBBIMH U
MepTBbIMU KileTkaMmu. Ha puc. 5.10 moka3aHbl U3MEHEHUS MPOIIEHTHOM JOJIM MEPTBBIX KJIETOK B
mrammax €C425 u HydEF C. reinhardtii na pasubix cragusx wHKyOanuum 0e3 cepbl. IlepBoe
usmepenue (0 9) mMpoBOAKIN B KOHTPOJIBHOM KynbType uepes 72 1 pocra Ha cpeae TAP. B atux
YCIOBUSAX COJEP’KaHHE MEPTBBIX KIETOK B 00OMX IITaMMax COCTaBisuio okoino 18%, uro
XapakTepHO i Mo3aHed norapudmuyeckoit ¢assl pocra. Ilocne mepeHoca KyabTypbl Ha
cBexyto cpeny TAP-S komudecTBO MEPTBBIX KJIETOK CHIDKAIOCH A0 7-8%, 4TO OOBSCHSETCS
noTepeil yacTu MEepTBBIX KIJIETOK MpU LEHTPU(PYTUPOBAHUU CYCIEH3UU U CYCIIEHIUPOBAaHUU B
HOBOI cpene. Mukybanus 6e3 cepsl B TeueHHe 24 4 MPaKTUUYECKHW HE OKa3bIBasla BIMSHHS Ha
coJiepKaHHue MEPTBBIX KJIETOK B oboux mrammax. Yepes 24 4y oOpasipl NpoIyBaIHCh aprOHOM,
YTOOBl CHHXPOHHM3UPOBATh HA4aj0 aHa’pOOHON CTajuu rojojaHus. B aHa’poOHBIX yCIOBHSX
MPOLEHT MEPTBBIX KJIETOK B KOHTPOJBHOM IITAaMME HE TOJBKO HE BO3pAacTall, HO U HECKOJbKO
cHIKancs 3a 48 yacoB mHKyOamuu. B To ke BpeMms coliepKaHHe MEPTBBIX KJIETOK B MyTaHTE
3HAUUTENBHO BO3pacTano, nocturas 25% 3a TOT K€ IMEepUOoJ BpEMEHH. 3aTeM COJAEp)KaHHE
MEpPTBBIX KJIETOK B OOOMX IITaMMax IOCTENEHHO MaJajo Ha MO3JHEH CTaJuu TOJOJaHMs -
Mexay 72 1 96 4. IT0 yKka3bIBaeT Ha HEKOTOPBIN POCT KU3HECTIOCOOHOCTH KYJIBTYp, BEPOSITHO, B
pe3yibTare Iepexojia KIETOK B COCTOSHHE C HHU3KOH MeTaboJIM4ecKoil aKTHBHOCTBIO

(MHIIUCTUPOBAHHUE).
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Puc. 5.10. I3mMeHeHne H0TH MEPTBBIX KIIETOK B KyibTypax mrammoB C. reinhardtii cc425 u HydEF npu uaky6anuu

6e3 cepsl.

ITepBoe m3mepenue npoBomman Ha cpene TAP, a Bropoe - gepe3 1 4 mocne mepeHoca KiIeTok Ha cpeny TAP-S.

KyJIbTypbl MHKyOHPOBAJIM B FEPMETHYHO 3aKPBITHIX (JIAKOHAX NMPH MHTEHCHBHOCTH cBeTa 100 MKMOJIb (POTOHOB M2

c’l. HauanbHas koHneHTpauus X cocraisna 15 mxr mit L. O6pasiipl MpoiyBain aproHoM 4epes 24 4 HHKyOaluu

JUTSI CHHXPOHU3AIUH TIepexojia B aHadpOOHO03.

[IpuBenennble Ha puc. 5.10 pe3ynapTaThl NOpPSAMO  YKa3blBalOT HA  CHMKEHUU
KU3HECIIOCOOHOCTU TOJIONAIOLIEH KyIbTYpbl MyTaHTa Ha aHAdpOOHOM CTaJuU TOJIOAAHUA IO
CPaBHEHHMIO C KOHTPOJBHBIM MITaMMOM. /Il BBIACHEHMS NPUYMH 3TOTO MBI HCCIIENOBAIIN
WU3MEHEHHUsI POCTOBBIX MApaMETPOB KYJIBTYpPbI, a TAaKK€ COJEp)KaHUs Kpaxmalla, aKTUBHOCTU
[MI1® u xonuentpanuu AT® B kieTkax o00MX MITAMMOB IpH Tex *ke ycioBuax. Ha puc. 5.11
MOKa3aHbl U3MEHEHUS cojiepaHus XJI U Kpaxmaiia. B KOHTpoJIbHOM mITaMMe KOHIIEHTpauust XJ
Bo3pacrana ¢ 15 10 38 mxr Mt B Teuenue 24 u (puc. 5.11A), 4T0 OTpaXkaeT pocT KyJIbTYphl 3a
CYeT MCIOJIb30BaHUS BHYTPEHHHUX 3amacoB cepsl. [locie aToro conepkanue Xia B KOHTPOJIBHOM
IITaMMe TIOCTENIeHHO CHIDKAIoch ¢ 38 10 30 Mkr mir! B KoHIe meproa mHKy6amun. Kynerypa
MYyTaHTa XapaKTE€pU30BaIach, B LEJIOM, CXOAHON JUHAMUKOW XJI, OTHAKO HAYAJIBbHBIA TPUPOCT
X1 ObIT HUXKE, YeM B KOHTPOJIBHOM IITaMMe. Tak, KOHLEHTpalus X B MyTaHTe BO3pacraia ¢

15 10 29 mxr Mt B Teuenue 24 u unky6aruu 6e3 cepbl. Cosiepkanue Kpaxmaia Ha eIUHKILy XJ1
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B CTAHAAPTHBIX ycioBusax pocta (0 u) He mpesbimano 1-2 mr (Mr Xm)?! (puc. 5.11B). Jedurmt
cephl MHIYLHMPOBAI HAKOIJICHHE Kpaxmaja, 3amachkl KOTOPOTO BO3pacTalid B KIETKax 000MX
mramMMoB 10 14-15 mr (mr Xn)! B Teyenme 24 u. Ilocie 3Toro HAaKOIUIEHHE Kpaxmana
MPEeKPAIAIOCh U HAOII0JANIOCh CHU)KEHHE €0 KOHLIEHTPALUU B Pe3yNbTaTe INIMKOJIUTHYECKON
nerpagauuu. Tak, 3amachl KpaxMaia B KJI€TKaX KOHTPOJBHOTO IITaMMa naganu ¢ 15 no 6 mr (mr
Xn)! B Teuenne 48 4 mocie yCTAHOBIEHUS aHAPOOHBIX YCIOBHIA. B TO e BpeMs couepKaHue
KpaxMana B KJIETKaX MyTaHTa CHMKAIOCh CYIIECTBEHHO MeiieHHee - ¢ 14 1o 9 mr (mr Xum)?,

YKa3bIBas HA 3aMEIJICHUEC KaTabomn3Ma YIJICBOJOB.
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Puc. 5.11. Usmenennst conepxanus Xi (A) u kpaxmana (B) B xierkax C. reinhardtii kourponbsHoro mramma cc425
u myranta HydEF mpu naky6annu 6e3 cepsi. Comepikanie Kpaxmana HOPMHUPOBaIHM Ha XJI. Y CIOBHUS MHKYyOaImn

COOTBETCTBYIOT IKCIIEPUMEHTY Ha puc. 5.10.

Kak ynomuHamoch BblllE, TeHEpUpyeMblii B mpouecce raukonmusa HAJIH moxer
HCIIOJIb30BAThCSl B KauecTBE JOHOpa AEeKTpoHOB it PC2-He3aBUCHUMOIO MyTH 0Opa3oBaHUs

BOJIOPO/Ia HAa CBETY, a TAKXKe Ul YTUIM3AIUH KKCIOpOoia, 00pa3oBaHKe KOTOPOTO 00YCIOBICHO
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yacTuyHOM peaktuBarmern @DOC2. Takum 00pa3om, TMPEBHINICHHE pacxoja Kpaxmaia B
KOHTPOJIBHOM IITAMME I10 CPaBHEHHUIO C MyTAHTOM Ha aHA’POOHOU CTauu UHKyOauu 0e3 cephl

MOJKET OBITh CBSI3aHO C JIOMOJHUTENBHBIM pacxonoMm HAJIH, conpspkeHHBIM ¢ GOTONPOAYKIIHEH

BOAOPOJA.
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Puc. 5.12. OJIP kpusble kieTok mukoro tuma €425 u myranta HydEF C. reinhardtii B craHZapTHBIX YCIOBHAX

pocta (0 4) (A), uepes 48 u (b) u 72 u (B) nnky6aum 6e3 cepsl.

VYcnoBust MHKYOaMy COOTBETCTBYIOT dKcHepuMeHTy Ha puc. 5.10. Ilepen m3aMepeHussMu o0pasmbl a’pUpoOBaIH 5
MuH B TeMHOTe. M3mMepenns mpoBoammu Ha mpubope HandyPEA mpu uHTeHCHBHOCTH BO36Y X qaforero ceera 2000

MKMOJIb pOTOHOB M2 ¢,

159



Hns uccnenoBanus GyHkuoHambHOTO coctosiHus [ITID y o6onx mTamMMOB B YCIOBHUSX
cepHoro rojoganust npoBoauin usMmepenus OJIP kpuBbix (puc. 5.12). Jlns sToro 3abupaiu
oOpazenr M3 (IIakoHA-KyJIbTUBATOPa, a’pUpPOBAIM B TEMHOTE B TEYCHHE 5 MHH, 3aTeM
peructpupoBaiu  D®X. Kpusble wunHaykuuu @OX B CTaHJAPTHBIX  YCJIOBUAX  POCTa
XapakTepU30BAIMCh TUIHYHOW ¢opmoii ¢ Tpems daszamu OJ, JI u IP (puc. 5.12A). B
CTaHJAPTHBIX YCIOBUSX TNPAKTHYECKA OTCYTCTBOBAIHM DPA3JIMYUS MEXKAY KpPHUBBIMH B
KOHTPOJIbHOM ITamme u Mytante. Amiumntyna OP (=Fv/Fo) nocturana 3, 4To COOTBETCTBYET
sBenmmurae FV/Fm = 0.75. Jlebuiur cepbl HHAYIIMPOBA OMKUCAHHBIC BhilIe u3MeHeHus Ha OJIP
KpuBBIX (puc. 4.1), HO MPHU 3TOM MPOSIBUINCH OUEBUIHBIC PA3TUUUS MEXKIY IBYMS IITAMMAMHU.
Tak, kpuBas B myrante HydEF xapakrepusoBanack Oosee Huzkoit amrumutymoi OP mo
CPaBHCHHMIO C KOHTPOJBHBIM INTAMMOM, CBUICTEILCTBYS 00 yckopeHHOW wHakTuBarmu DC2.
Paccuurtannbie 3HaueHuss FV/Fm B koHTpoibHOM mTamMme W MyTtaHte coctaBwin 0.64 u 0.55,
COOTBETCTBEHHO, uepe3 48 u unkyodaruu 6e3 cepol. bonee Toro, Bkian ¢gasel JIP B mepemennyro
®X ObUT 3HAYUTEIIBPHO HIKE HA KPUBOM B MYTaHTE 10 CPABHCHHIO C KOHTPOJIBHBIM IITAMMOM,
oTpakasi Oosiee BbICOKOe coxaepkanne Qb - HeBoccranaBimBarommx I1eHTpoB OC2 B
roJIoJIaloIuUX KJeTKkax O0e3 ruaporeHasbl. Ueped 72 4 umHKyOauuu 0e€3 cepbl MPOUCXOIUIIO
JIONIOJTHUTENbHOE CHIDKeHUE BeuurHbl FV/FM 1o 0.37 B kieTkax KOHTPOJBHOTO IHITaMMa H 0
0.26 y myranta. M3 mpuBeAeHHBIX pe3yabTaTOB O4yeBUIHO, yTo PC2 B KJIETKaxX MyTaHTa
XapaKTepU3yeTcsl MEHbIIEH CTaOUIILHOCTHIO BO BpeMsl aHa3pOOHOH CTaluu MHKYyOauu 6e3 cepbl
M0 CpPaBHEHUIO C KOHTPOJBHBIM IITAMMOM, CBHUJETEILCTBYS O HApYyIIEHUU MEXaHU3MOB

¢oTozammte! v/ penapanun OC2.

OpHoit w3 mpenanonaraeMblX (QYHKIOUM TUAPOreHa3sl MOXKET OBITh  yIydllleHUe
DHEPTeTUYECKOTr0 OOECIeYeHnsl KIIETOK Ha aHa’dpOOHOM cTamuu cepHoro romomaHus. Kak
YIIOMHHAJIOCh ~ BBIIIE, TMEPEX0]] TOJIONAIOMIed KyIbTyphl B aHa’poOMO3 HHIYIHPYET
BoccraHoBieHne DTL[ B MUTOXOHAPHSAX M XJIOPOIUIACTE, CHUXKAS CKOPOCTh COMPSHKEHHOTO
nporecca (pochopunupoBanus. I1ockobKy akTHBAIUS THAPOT€Ha3bl B aHAIPOOHBIX YCIOBHIX
UHAYLHUPYET YaCTUYHOE peokucieHune porocunrernueckoir ITL, To 3T0 MOXKeET criocoOCTBOBATH
nporeccy ¢otodochopunupoBanusi, a oOpazoBanue kuciopoma B DC2 — mporeccy
OKHCITUTENBHOTO (ochopunrpoBanus. sl MPOBEPKU ITOTO TMPEAMTOIOKEHHUS MBI HU3MEPSIIH
AT® B kierkax KoHTponbHOro mramma u myranta HydEF B xome mnkyOamum 0e3 cepbl B
repMeTHYHbIX (hrakoHax u HopMmupoBainu cojepxkanue AT® na eaunuiy Xiu (HMons AT® (mr
Xm)?1) (puc. 5.13). U3 pucynka 5.13A Bummo, 4to oTHOmeHnme AT®/X1T B cTaHmApTHBIX
yenousix pocra (0 1) cocrapmso 88 HMons AT® (mr Xim)™! B KOHTpONBHOM ImITaMMe U GBIIO Ha

30% BbIIE B MYyTaHTE, i€ OHO jgocTurano 115 amoms AT® (mr Xn)?!. CpaBHeHHE mapamMeTpoB
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(GoToCHHTE3a M JABIXaHUS MEXAY KOHTPOJIBHBIM INTAMMOM M MYTaHTOM B CTaHAAPTHBIX
YCIIOBUSIX POCTa C UCIIOJIb30BaHUEM 3j1eKTpoaa Kitapka BbIABUIIO 3aMETHBIE OTINYMS B CKOPOCTH
JIBIXaHUsA, HO HEe B CKOpocTH ¢oTocuHTe3a. Tak,ckopocth apixanus 6buta 40 Mmxmois Oz (Mr X
4)! B koHTpONBHOM mTamMMe M 58 MMonb Oz (Mr X u)! B myranTe. IIpHYHHBI yBEIHYCHHS
JBIXaHHUSA B KJIETKaX MYTaHTa HE M3BECTHbI, HO 3Ta OCOOEHHOCTb IO3BOJSET OOBACHUTH
NOBBIILICHHBI ypoBeHb coaepxkanuss AT® B cTaHIapTHBIX YCIOBHUAX Oojiee  BBICOKOM

CKOPOCTBIO OKHCIUTEIBHOTO (POCHOPHINPOBAHHUSL.

200

160 - A B

120 -

80

ATP content, nmol/mg Chl

40 -
—o— HydEF

Time, h Time, h

Puc. 5.13. lunamuka cogepxanus AT® Ha eauuuily X1 B KOHTpoabHOM mramme u mytante HydEF C. reinhardtii

IpY HHKyOanuu 6e3 cephl.

A — wucxonmHble KpuBble, b — KpuBBIe HOpMHpOBaHBI Ha HadanbHOe 3HaueHwe (0 4). YcnoBus HHKyOanmu

COOTBETCTBYIOT IKCIIEpUMEHTY Ha puc. 5.10.

B xome unkyGaumm 0e3 cepwl conepxkaHue AT® B KOHTpOJBHOM INTaMME CHauaia
cHu3unock ¢ 88 110 41 umons AT® (mr X))t 3a 24 4, a 3aTem nocrenenHo BhIpocio g0 70 yepes
72 u (puc. 5.13A). Ilepexon KyabTypsl B aHa3poOHBbIE YCIOBHS Ipousomen yepe3 23 d.
uHKyOauuu 6e3 cepol. lunamuka conepxkanus AT® B myTaHTe nMena oTIIMYHBIN xapaktep. Tak,
cHikenne AT® B myrante yepe3 24 4 uHKyOauuu 0e3 cepbl ObLIO HE3HAUYUTENIBHBIM (OKOJIO
10%) OoT HayaJIbHOTO YPOBHSI, CMEHUBIINCH CYIIECTBEHHBIM POCTOM Ha 0oJjiee MO3/JHUX dTarax,
xorma conepskanne AT® nocturno 154 wmoms AT (mMr Xm)™! gepes 72 4. Ha puc. 5.13B
npuBeneHbl tuHaMuku AT®/Xn, HopMUpOBaHHBIE HAa HavalbHOe 3HaYeHue B 0 4. 3 pucyHka
OTYETIMBO BHJHO, uTO cozepkaHue AT® B ycnoBusx aeduiura cepsl ObUIO CYIIECTBEHHO

BBIIIC B KJICTKAX MYTAHTA 11O CPABHCHHUIO C KOHTPOJIbHBIM IITAMMOM.
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[IpuBeaennpie Ha puc. 5.13 pe3ynbTaThl BBIIBHIIM HEOXKUIAHHBIA XapakTep IWHAMUKHU
AT® B romomaromux kiaerkax C. reinhardtii. Kak wu3BecTHO, aHa’pOOHBIH MeTabOJIM3M
XapaKTepu3yeTcss MPUMEPHO Ha TOPSAIOK Ooliee HU3KOW 3(PPEKTUBHOCTHIO MpeoOpa3oBaHUs
SHEpruu riIoKko3bl B sHepruio AT® mo cpaBHEHHIO C a’pOOHBIM METaOOJIMU3MOM. DTO JAEeT
OCHOBaHHUs MpeArnojaraTth, 4YTO YCTAaHOBJIEHHE aHA’POOHBIX YCIOBUH B KYJIbType IODKHO
IPUBOJIUTH K PE3KOMY CHMKeHUIO0 ypoBHI AT® B BomopocneBblx kieTkax. [leiicTBUTENBHO,
ypoBeHb AT® B KJIeTKaX KOHTPOJIbHOTO IITaMMa CHMKAJICS MPUMEPHO B JIBa pasza uepe3 24 .
MHKyOanuu 6e3 cepbl cpa3y Mocie Mepexoa KylbTypbl B aHadpoOno3. OHAKO 3TH U3MEHEHUs
HEeJIb3sl Ha3BaTh KPUTHYCCKUMH. HalOmromaemblii 1OCTaTOYHO BBICOKMH ypoBeHb ATD B
aHA’POOHBIX YCIIOBUSAX HA CBETY MOXKET OBITh YACTHMYHO CBSI3aH C JOIMOJHUTEIBHON aKTUBAIUEH
LIOT B ana’pobmo3e, HAa UYTO yKA3bIBAIOT MPUBEACHHBIC BHIIIC B ATOW TIaBe pe3yibTaThl. Kpome
storo, notpedieHre ATD B KIeTKe MOXKET CHIXKATHCS Ha aHadPOOHOW CTauH TOJOJaHUS U3-3a
oOmieil HU3KOW MeTabOoJIMYecKOl aKTUBHOCTH U, COOTBETCTBEHHO, HHU3KOW CKOpPOCTHU
norpednenuss AT®. CoorBercTBeHHO, Ooisiee BbIcOKOe cojaepkaHue AT® B ronoparommx
KIIETKaX MYTaHTa MOXXHO OOBSCHUTH Oojee BBICOKOW ckopocThio I[DT B orcyrcTBHE
dborooOpa3zoBaHusl BOJOPOJA, IMOCKOJBKY 3TH MPOLECCHl, KaK IOKAa3aHO BBIIIE, SBISIOTCS
aHTaronucramu. Kpome 5TOro, oTCyTCTBHE THIPOr€Ha3HOW AKTUBHOCTH B KJIETKaX MYTaHTa

MOYKET CHIDKATh OOIYI0 METabOINYEeCKYI0 aKTHBHOCTh U CKOPOCTh oTpediieHuss ATO.

V3 ipuBEICHHBIX BBINIE PE3YJIHTATOB CTAHOBUTCS OYCBUIHBIM, YTO T'OJIOJIAIOIIHUE 110 Cepe
KJIETKA KOHTPOJBHOTO ITaMMa W MYTaHTAa HE HUCHBITHIBAIOT cepbe3Horo acdumura ATD nHa
aHa’poOHOI cTaauu MHKyOaruu 0e3 cepwl. [losTomy Oomnee BhICOKas >KHU3HECTIOCOOHOCTH U
ctabunpHOCTh PC2 B KJIETKaX KOHTPOJIBHOTO IITaMMa IO CPABHEHHUIO C MYTAaHTOM B YCJIOBHSIX
nedunmTa cepbl 00yCIOBIEHBI HE YIYUIIEHUEM DHEPreTHIECKOTO o0ecredeHus MeTaboan3ma, a
pPOJIBI0 THUAPOTEHA3Bl B TOJCPKAHUHM OJArONpHUATHOTO PEIOKC ¥ KHUCJIOTHO-IICIOYHOTO
romeocraza B kierke. HeoOxomumMo yuuThIBaThH, 4TO Tpoliecc (HoTooOpazoBaHUs BOIOpPOAA
ofOecrieunBaeT YTUJIM3AIMI0O HE TONBKO H30BITKA JIIEKTPOHOB, HO M TPOTOHOB B CTPOME

XJioporuiacTa.
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I'naBa 6. PazpaboTka nmoaxomaoB Kk ontuMusanuu (GoTonpoayKuu BOJAOPOAA

rojoxamumu kiaerkamu C. reinhardtii

6.1. UMmMoOMIM3anuss MUKPOBOIOPOCJIeld B AJIbITHHATHBIX IJIEHKAX
6.1.1 Ocobennocmu mexanuzmos pomooopazosanusi 8000pOOaA UMMOOUTUZOBAHHOU KYIbIMYPOT

[TpoA0IKUTETBHOCTD IEPHO/1a HHTEHCHBHOTO BBIICIICHHS BOJAOPO/Ia TOJIOAIOIIEH M0 cepe
kynsTypoii C. reinhardtii cocrasisier 5-6 qHeld, mocie 4ero KICTKU MEPEXOIAT B TEPMUHAIBHYIO
CTaauio, Koropas 3aBepinaercs rubenbto KynbTypbl (Kosourov et al. 2002). Oxnum w3
BO3MOJKHBIX ITOJIXOJI0B K YBEJIMYEHHIO BBIXOJa BOJOPOJA SABJISIETCS CHIKECHHE JECTPYKTHBHOIO
BO3JICHCTBUS CcTpeccoBOro (hakropa u crabuim3aius KOMIOHEHTOB (horocuHTeTHuecKor DTI]
IPH COXPAaHEHHH MEXaHU3MOB IPOAYKIUH BOAOpoaa. MMMOOHIHM3aIMS KIETOK B OHOJIOTHYECKH
WHEPTHBIX MaTepHajaXx pacCMaTpuBacTCs KaK OMOTEXHOJIIOTHYECKHH TIPHEM, KOTOPBIA
UCIIOJIL3YETCST ISl COXPAHEHUSI OMOKATATMTHYECKOW aKTHBHOCTH M CTaOMJIBHOCTH KJIETOYHBIX
KYJIbTYp, a TaKkXe I03BOJSET IEPEHOCHTh KYJIbTYPY W3 OJHOM Cpeibl Ha JAPYIyK, MHHYS
TPYIOEMKYIO CTaJIUI0 OCAKICHHS KIETOK, IPU KOTOPOM CYIIECTBYET OMACHOCTh KOHTAMHHALIUH

(Moreno-Garrido 2008, Bacunbea u sip. 2016).

Anbprusar (coib aJbIMHOBOM KHCIIOTBI) HPEACTABIAET COOOM HETOKCUYHBIN MPUPOIHBIN
MoJIMMEpP, TIOJIy4aeMbld W3 JIAMUHApUU M JIp. OypbIX BOJOPOCIEH, KOTOPBIA MIMPOKO
NpUMEHSeTCs B MMIIEBONH MPOMBIIUIEHHOCTH, MEAMIMHE, (apMaleBTHKe, KocMeTonoruu. B
YaCTHOCTH, 3TO BELIECTBO HCMOJIb3YyeTCs JUIsi MMMOOWIHM3AlMU (PEpMEHTOB, BOJOPOCIEBBIX U
nranoOakTepuanbHbix Kietok (Smidsred and Skjak-Brik 1990). Monomepsl albrHHATOB,
HarpuMep, albI'MHAT HATPUSA, COJEpPKAT OCTAaTKM MaHHYPOHOBOH M TyJTypOHOBOW KHCIOT,
KOTOpHBIE MOJTMMEPHU3YIOTCS B BOJIE B IPUCYTCTBUH JBYXBAJEHTHBIX KATHOHOB, TakuX kak Ca?' u
Mg?*, clMBaroIMX MOHOMEPHI MKy coboif, oOpasys ruaporens. Panee Obita pazpaboTaHa
METOAMKa HMMMOOMJIM3AlMM BOJOPOCIEBBIX KIETOK B aJlblMHATHBIX IUIGHKAX C LENbIO
ONTHUMHU3AIMH (OTONMPOIYKIIMH BOIOPOJa B YCIOBHAX cepHoro rojioaanus (Kosourov and
Seibert 2009). ABropamu MeTo/a OBUIO MOKA3aHO, YTO MMMOOMJIM30BaHHAS TOJIOJAMOMIAS IO
cepe KyJbTypa XxapakTepusyercs 0osee BbICOKOH 3(h(eKTHBHOCTBIO (HOTONPOAYKIIMHM BOAOPOIA
10 CPABHEHUIO C CYCIIEH3MOHHON KYJIbTYpPOH M MEHbIIEH YyBCTBUTEILHOCTBIO ATOTO Ipoliecca K
WHTUOUTOPHOMY NEHCTBHIO Kuciopoaa. OpHaKoO BIMSHUE UMMOOWIIM3AIMA HA MEXaHU3MBI U
MIPOIOIDKUTEIHFHOCTh (DOTOOOpa3oBaHMs BOAOPOAa He OBIJIO MCCIENOBAHO, XOTS JaHHBINA IMpHEM
YacTO MCIOJB3YEeTCS MMEHHO Ui cTabuiu3anuu (U3MOIOTHYecKUX (YHKIUH M YBEIWYECHHUS

JJIIUTCIIBHOCTHU OMOTEXHOJIOTHYECKOTO mnmponecca B YCIOBHAX CTpECCaA. B cBs3u ¢ 3TUM MBI
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JIOTIOJTHATEIILHO HMCCIIEIOBAIM 0COOEHHOCTH (HOTOOOpa30BaHUs BOJIOPOJAa WMMOOMIM30BAHHOMN

roJyiozaroieit mo cepe Kynbrypoii C. reinhardtii u Bo3M0XKHOCTH ONTUMH3ALIMHU ATOTO MPOIIECCa.
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Puc. 6.1. [lunammka ¢(orooOpa3oBaHusi BOJOPOJA, COAEPKAHUS KpaxmMala U IapaMmeTpa Fv/Fm B

UMMOOMITH30BaHHOM B allbIMHATHBIX IUICHKaxX KynbType C. reinhardtii B xome naky0aruu 6e3 cepsi.

WNukyOanuro MpoBOMMIM B TEPMETHYHO 3aKPHITHIX (IIAKOHAX Ha MOCTOSHHOM OemoM ceery ¢ [IDIID 40 mpu

HavyanbHOM pH cpenpr 7.5.

Ha puc. 6.1 nmpuBeaeHbl TaHHBIC 1O TUHAMHUKE COJEp)KaHUS BOJOpPOJaA B Ta30BO ¢ase,
Kpaxmaja B KjeTkax u mapamerpa FV/Fm B uMMoOHIN30BaHHO# KyibType B TeueHue 20 aHei
WHKyOanuu 6e3 cepbl B T€PMETUYHBIX CTEKISHHBIX (uiakoHax. B oTnuume oT cycreH3MOHHOU
KYJIBTYPBI, KOTOpas CaMOIIPOHM3BOJIGHO TIEPEXOJUT B aHA’POOMO3, HMMOOWIM30BAHHYIO
KyJIBTYpYy HEOOXOAMMO MPOyBaTh apTOHOM B CAaMOM Hadase WHKyOaruu 0e3 cepbl. DTO CBSI3aHO
C TeM, YTO COTJIACHO MPOTOKOIY WMMOOWIHM3AIMK albTMHATHBIC IIJICHKU TOTPYXKAIOTCS B
HEeOOJIBIIION 00beM cpeibl PU OONBIIOM 00BeMe Ta30BOU (ha3bl BHYTPU CTEKJISIHHOTO (IaKoHa.

B stux YCIOBUAX T'OJIOJAOINHUE KIICTKHU HE CIIOCOOHBI CaMH TIOTJIOTHTE BECh KHCJIOPOA.

N3 pucynka 6.1 BuAHO, YTO WMMOOWIM3alUS KJIETOK B aJlbI'MHATE NPHBOAWIA K
3HAYUTENIbHOMY YBEIMUYEHHUIO MPOJAOKUTEIBHOCTH NIEpHOAa aKTUBHOTO 00pa3oBaHus BOAOPOJA

MPAKTUYCCKU OO 3x HECACIb II0O CpaBHCHHUIO C HCCKOJBKUMHU CYTKaMU B CyCHCH3HOHHOfI
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KYJIbTYpPE, CBUICTEIBCTBYSI O 3HAYUTEIILHOM POCTE TOJIEPAHTHOCTH KIIETOK K JECTPYKTHBHOMY
BO3CUCTBUIO cTpecca. CyMMapHOE KOJHMYECTBO BBLICJICHHOTO BOJOpPOJA 3a ITOT MEPUOJ

2 ymm 0.6 MMonb Mr Xirl, UTO NpeBBINIAET IPHUMEPHO B 3 pasa 3TOT

cocraBuiio 150 MMoib M
MOKa3arelb B CYCIHCH3WOHHOW KYyJbType IPH CXOJTHBIX OSKCIICPUMCHTAIBHBIX YCIOBHAX

(oxcnepumenThl Ha puc. 5.1 u 5.2). CKopocTh BBIAEICHHS BOJAOPOJa ObLIa MaKCHMAlIbHOW B

2 1

TEUYEHUE TEepBOM Henmenu WHKyOammu Oe3 cepbl, gocturas 15 MMOIb M™© CyTKH -, a 3aTeM
MOCTETNIEHHO CHUXKajachk. Hakomenne kpaxmana MMMOOMIN30BaHHBIMH KIIETKAMH ITPOUCXOIUIIO0
MEJJIeHHEee [0 CpaBHEHMIO C KJIETKaMH B CYCHEH3uHM. Tak, cojaepkaHhe Kpaxmana B
MMMOOMJIN30BAHHBIX TOJIOAAIOLIMX KIETKaX JOCTHIalo MakCMMyMa Ha BTOpPbIE-TPETbU CYTKU
uHKyOarmu 0e3 cepsl, B TO BpeMsl Kak B CYCIIEH3UM — MPHUMEpHO depe3 cyTku (tabm. 3.1).
KonuuecTBo 3amaceHHOro kpaxmana ObLIO BbIlIE B UMMOOWUJIM30BAaHHBIX KJETKaX, JOCTHIas
7000 mMr M2 yepe3 3 CyTOK MHKyOAIlMH, YTO COCTAaBIIANO B MepecueTe Ha Xaopodumt 21 mr ['n
(mr Xn)! mo cpaBuenmio ¢ BenuumnOl 13-14 B CyCIEH3MOHHOW KyIbType B HAIIHX
OKCIEPUMEHTAIBHBIX  YCIOBHsX. [locie cTaaMyM HAKOIUIEHHS KpaxMmalia IPOHMCXOIHIIO
TOCTeNeHHOe CHIKEeHHeE ero 3amacoB ¢ 7000 Mr M7 1o 1000 Mr M2 Ha 20e CyTKH IKCIIEpUMEHTA.
OTnuuuTeNnbHON YepToif IMMOOMIM30BaHHON KYJIbTYpPbI ObUI CYILIECTBEHHBIH pacxoj Kpaxmala,

nocturaBmmii 85% B TeyeHHe Mepruoia akTUBHOTO (POTOOOpa30BaHUS BOJOPO/IA, B TO BpeMs Kak

B CYCIICH3MOHHOHM KYJIBTYpe 3TOT MoKa3arenb 00biuHO He mpesbimiaetr 20-50% (Melis et al.

2000, Zhang et al. 2002).

XapakTep u3MeHeHu# mapamerpa FV/FM B MMMOOWIM30BaHHOW TOJIOAAONICH KYIBType
TaKKe 3HAYUTEIBHO OTJIMYAICS OT Habmromaemoro B cycrensuu. Tak, BenmumHa Fv/Fm B
KJIETKax B aJIbTMHATe MOCTENIEHHO CHIXKalach OT HadyajibHOro 3HaueHus (0.4) 10 Hynsd B TeueHHe
NATH JHEH M OcCTaBajach Ha ATOM YPOBHE N0 KOHIa skcmepumenta (puc 6.1). JloctatouHo
HU3KOC HayaibHOe 3HaueHue FV/Fm o0ycioBieHO mnpoayBkoit o0pasmoB apronom. Kak
O IpOOHO OMHUCAHO B MPEABIAYIIEH TJIaBe, B CYCIIEH3MOHHOM KyabType uaMeHenus Fv/Fm (wim
AF/FmM’) B xone nHKyOamuu 6e3 cepbl HOCAT OoJiee CIIOXKHBIN xapaktep (cM. puc. 5.1 u 5.2) uz-3a
OBICTPOrO peoKC-3aBUCUMOTr0 MexaHu3Ma perymsinud @C2 npu caMOnpon3BOJIBHOM Iepexojie
KyJbTYyphl B aHa’poOHo3. B HMMMOOMIM30BaHHOW KyJAbTYpEe HTOT MEXaHU3M PpEryJsiluu

OTCYTCTBYET.

[TpuBenennbie Ha puc. 6.1 pe3ynpTaThl CBUAETEILCTBYIOT O TOM, YTO OOJbIIasl 4acTb
BBIZICJICHHOTO MMMOOMIIM30BaHHBIMH KJIETKAaMH BOJOPO/Ia HE CBsA3aHa ¢ akTUBHOCThIO DC2. D10
YKa3bIBaeT Ha MpeuMyIiecTBeHHbIN Bkiiag ®C2-He3aBUCUMOT0 TyTH B OOIIMIA BBIXOJ] BOJOPO/A,
B TO BpeMsl KaK B CYCIEH3MOHHOM KYJIbType OCHOBHYIO poiib urpaetr ®C2-3aBucumsiii myth. C

neneto 6onee moapoOHoro wuzydeHus ponu PC2-He3aBUCUMOTO MyTH B (HOTONPOAYKIHH
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BOZIOpO/JIa B MMMOOMJIM30BAaHHOW KYJIbType MBI HCCIEAOBAIM JICUCTBHE AMYpPOHA Ha BBIXOJT

BOOOpPOJa Ha pa3HbIX CTAAUAX CCPHOI'O IrOJI0JaHu .

0.18

—O— No DCMU treatment
0.15 | —— DCMU added at 20 h
—{1— DCMU added at44 h
—— DCMU added at 70 h
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Puc. 6.2. ®oTonpoayKius BOAOpoaa B uMMoOuiu3oBanHoi KyiasType C. reinhardtii mpu unaky6armu Ge3 cepsi.

Crpenkamu 0TMEUEHO BpeMst JobaBneHus B cpeny 10 MxM auypoHa.

Jlist atoro mpobGarisun auypoH B cpeny depe3 20, 44 u 70 gacoB mHKyOammu 0e3 cepsl U
U3MEPSUTA TIPOYKIIMIO BOAOPOJA MPUMEPHO pa3 B CYTKH B TE€YEHHE ceMH CYTOK (puc. 6.2). B
KOHTPOJIbHOHM, TO €CThb HEOOpaOOTaHHOW AMYPOHOM KYJIBTYpEe, CKOPOCThH BBIJENIEHUS BOJOPOJIA
JIOCTUTJIa MAaKCUMAJIbHOTO 3HAY€HUs 4Yepe3 JBOe CYTOK MHKyOaruu 0e3 cepbl U OcTaBaiach Ha

9TOM YPOBHE€ 10 KOHIIa SKCIICPUMEHTA, a O6HIC€ KOJIHUYECTBO BBIJCICHHOTO 3a 7 CYTOK BOAOpOOa

cocraBuno 140 mmons M2 Tlpu BBemeHmm aumypoHa B cpemy uepes 20 4 moclae Hadana

DKCIIEPUMEHTa HAONIOMANCS 3HAYUTENbHBIM TPaH3UTOPHBI POCT KOJIMYECTBA BBIICICHHOTO
BOJIOPOJIa, KOTOPBIA MPOJOIDKAICS B TeueHue CyTok (puc. 6.2). OgHaKko 3TOT KPaTKOCPOUYHBIN
ctuMysapyronui  3pdextT OBICTpo CMEHsUICs 0oyiee MPOJOHKUTEIBHBIM HWHTHOHPYIOITUM
JIEWCTBUEM Ha BBIJEIICHUE BOJopoAa. Tak, MpoAyKIUs BOJIOPOJa B 00paOOTaHHBIX KJIETKaxX 3a
Bech MepHOJ] MHKYOAIMK cOCTaBHIIa Bcero 50 MMonb M2, 9To Ha 65% HIDKE 3TOTrO TOKa3aTeNs B

KOHTPOJIbHOU KynbType. Ilpu oOpaboTke KIETOK AMYpOHOM dYepe3 44 4 CepHOTo TroJioJaHus
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CTHMYJIMpYIOIIee IeHiCTBHE Ha BBIICJICHHE BOAOPOAa ObLII0O MEHEE BBIPAKCHHBIM 110 CPABHEHUIO

c obpabotkoii yepe3 20 u, Kak ObUIO MEHEe BBIPRKEHHBIM M TOCIEIYIOIIee MHTHMOMTOPHOE

JieiicTBUE Ha MPOAYKIMIO BOOpoa. B aToM ciaydae obmiast mpoayKiust Bogopoja coctasmuiaa 70
-2 0

MMOJIb M™%, TO ecTh oKoJio 50% OT BeNMWYMHBI B HEOoOpaOOTaHHBIX KieTkax. [lpu BBemeHUH

nuypoHa depe3 70 4 oT Hayaia WHKYOaIlMy TIOJHOCTBIO TIPOIaiaj CTUMYITUPYIOMUi 3GdeKT Ha

IPOIYKIUIO BOAOPO/IA, OJHAKO COXPAHSIIOCH HE3HAYUTEIIbHOE HHITHOUTOPHOE AEHCTBHUE.

BbipakeHHBI TPaH3UTOPHBIH CTUMYIHPYIOUIUH 3¢G(GeKT IuypoHa Ha MPOIYKIHIO
BOJIOPOJIa HAa paHHEW CTaJAMM MHKYOAMU MMMOOWIM30BAaHHBIX KJIETOK 0e3 cepbl OOBSICHIETCS
TEM, 4YTO CKOpPOCTh OOpa3oBaHMs BOAOPOAA HAa 3TOW CTaJuU JIMMHUTHUPYETCS TI'MIPOreHa3HOM
aKTUBHOCTBIO, KOTOpasi YaCTUYHO I0JaBJieHa U3-3a akTUBHOro coctosHus OC2. IurubupoBanue
®C2 auypoHOM MPHUBOIUT K CHIDKEHHUIO YPOBHSI KHUCIOpOJA B KJIETKE, JOIOJIHUTEIbHON
AaKTHUBALIMM TUIPOTrE€Ha3bl U, COOTBETCTBEHHO, K POCTY CKOPOCTH (POTONPOAYKLHHU BOIOPOJA.
CHuXeHue CTUMYJIHMPYIOIEro JEHCTBUS JUYpOHA Ha NPOAYKIMIO BOJOPOAA Ha OoJiee MO3JHUX
JTanax roJIoJlaHus CBs3aHO cO CHIKeHHeM akTuBHocTH PC2. Crenyroliee 3a CTUMYIUPYIOILUM
s dexkToM UHTHOUpYIOIIee IEHCTBUE JMYypOHAa Ha (OTOMPOAYKIHIO BOJOpOJa OO0YCIOBICHO
nonasiaeHueM ®C2-3aBUCHUMOro MyTH 0O0pa30BaHMsI BOJOPOJAA, a TAKXKE, BEPOSATHO, Mpoliecca
HaKOIJICHUs KpaxMmaJla TroJjloJarolluMu kieTkamu. Kak ymomuHamoch Bbllle, COJepiKaHUe
KpaxMajla B UMMOOMJIM30BaHHOM KyJIbTYpE BO3pacTaeT MEAJICHHEE, YeEM B CYCIIEH3UH, JOCTUrast
MakcUMyMa uepe3 2-3 cyTok mHKyOaruu 06e3 cepbl. [loaTomy 0O6paboTka KIIETOK TUYypOHOM Ha
paHHell craauM uWHKyOauuu Oe3 cepbl HapyllaeT NpOLEecC HaKOoIUIeHWs Kpaxmana. Kak
o0CyX/ajoch  BBbIIIE, JErpajalus HAKOIUIGHHBIX 3alacoB  Kpaxmaiga oOecreyuBaer
BOCCTAHOBUTEJIbHBIMU  3KBUBaleHTaMH PC2-He3aBUCUMBIN IMyTh MPOAYKLUMH BOJOPOJA,

MMO3TOMY HEAOCTATOK KpaxMajia MPpUBOJUT K CHUKCHHUIO 06HI€FO BbIXO0Ja BOAOpOJA.

Takum obOpa3oM, uccienoBaHue JeHcTBUA OUypoHa Ha (oTooOpa3zoBaHue BOJAOpOJa B
MMMOOUIIM30BaHHON TOJNOJAIOIeH KyIbType IOATBEPKAAET MPEANOI0KEHUE O CHIKEHUU
BKI1aga @C2-3aBHCUMOTO ITYTH 110 CPAaBHEHUIO C CYCIICH3UEH KJIeTOK. B memom, nMMoOuu3anus
KJIETOK B QIbIMHATHBIX IUIEHKaX NPUBOAUT K 3HAUUTENBbHBIM HM3MEHEHMSM XapakTepa |
MEXaHU3MOB (DOTONPOAYKIIMHM BOAOPOJA, KOTOpash CTAHOBUTCS Ooyiee MPOJODKUTENBHOM U
MeHee 3aBucuMoil oT @C2 B kadyecTBE HAYAJIBHOIO JOHOpA 3JEKTPOHOB. OHAKO aKTUBHOCTH
OC2 wurpaer BaXXHYIO pOJIb HAa HayallbHOM cTaguu ronojanus (2-3 mHs), obecreyuBas
AKKyMyJSILIMIO  3allacOB  KpaxMaja B KJIETKaxX. DBbIABIEHHBIE pa3auyus MEXaHU3MOB
¢doToobpazoBaHMs BOJOPOIa B MMMOOMIM30BAaHHON U CYCIIEH3MOHHOM KYyJIbTYpax yKa3bIBalOT Ha

TO, YTO ONTUMAJIBHBIC YCIIOBUSA JJIA 3TOTO IMpOoHecca MOI'yT TaKKEC OTINYATbCA. B cBs3u ¢ OTHUM,
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JaTbHEHIITNE WCCIIe0OBaHUs ObUIM HAMpPAaBJICHBI HAa TMOWUCK MYTEH ONTHUMU3AIMH YCIOBUW ISt

doTonpoayKIuK BOI0pOIa B UMMOOMIIM30BaHHbBIX rojiofaromux kierkax C. reinhardtii.

6.1.2. Brusinue unmencusHocmu u CNeKmMpantbHblX XapaKkmepucmuk ceema

Xopomio W3BECTHO, YTO CBETOBBIC YCJIOBUS YpPE3BBIUAHHO BaXHBI JJISI POCTa U
NPOJYKTUBHOCTH  ()OTOCHHTE3UPYIOIIMX OPraHM3MOB. BBICOKas OCBEIICHHOCTh MOXET
UHIYIHPOBAaTh (POTOMHTHMOMpPOBAaHHE, OCOOCHHO B CTPECCOBBIX YCIOBHSX, B TO BpeMs Kak
HEIOCTAaTOK cBeTa aumuTupyer poct opranmsma (Nishiyama et al. 2011, Tyystjarvi 2013). B
IKCHEPUMEHTaX 1O (OTOOOPA30BAHUIO BOJOPO/A TOJIONAIONIMMU KJIETKAMH MHUKPOBOIOPOCICH
CBETOBBIC YCJIOBHSI NMPUHIMITHAIBLHO BaXKHBI ISl JIBYX IPOLECCOB: 1) mepeHoca 3JIeKTpoHa M3
dotocunrernueckoit T Ha ruaporenasy, u 2) BoiaenaeHus kucioponaa B ®C2, kotopoe BIuseT
Ha THPOTCHA3HYI0 aKTHBHOCTh M CKOPOCTh (poTOMHrHOMpoBaHus. PaHee ObUIO MOKa3aHO, YTO
ONTUMAJIbHAS ~ BEJIMYMHA WHTCHCHUBHOCTH CBeTa i (DOTONPOAYKIMH  BOJOpOAa B
CYCIIEH3WOHHOW Toyojarorield mo cepe kynbrype C. reinhardtii cocraBnsier okono 40 MKMOJIb
dortonos M2 ¢! (Laurinavichene et al. 2004). Ctomb yMepeHHas OCBEIICHHOCTb SBJIAETCS
PE30OHHOW W3-32 HHU3KOM CKOPOCTH (DOTOCHHTETHYECKOTO 3JCKTPOHHOTO TPAaHCIOpPTa B

roJIoAAroNIUX KieTkax (puc. 3.3).

Jlis BBISBJICHUS ONTHMAlIbHOM WHTEHCHUBHOCTH CBeTa s (DOTONPOAYKIMH BOJIOPOJA
KJIETKaMU MMMOOMJIM30BaHHOW TOJIOal0Ied KyJAbTyphl MPOBOJMUINCH U3MEPEHUS COJIEpKaHuUs
BOZIOpO/Ja B Tra3oBod ¢aze (akoHOB B XO0j€ HWHKyOanuu Oe3 cepbl B TEMHOTE W TpH
WHTEHCUBHOCTSX CBeTa B quamna3one ot 5 10 200 MmxMoinb (pOTOHOB M2 ¢t (puc. 6.3). B TemnoTe
TIPOAYKIMS BOJOPOJA OblIa HE3HAYHTEIBHON M COCTaBIANa okoldo 10 MMomb M2 3a 17 CyTOK.
Kak ormeuanoch paHee, BbIXOJ BOJOpOJa B TEMHOTE OOYCJIOBJIEH, B OCHOBHOM, OOpaTHBIM
nepeHocoM 3J1eKTpoHoB ¢ HAJI(®)H na ®x mpu yuactun ®HP. Ocsenienre KiIeTOK HU3KUM
ceetoM ¢ [IOII® 5 mpuBoaMIO K YETHIPEXKPATHOMY YBEIMYEHHMIO BBIXOJIa BOJOpPOAA IO
CpaBHEHHMIO TEMHOBBIMH YCIOBHMAMH, a AaibHeimee yBenuuenue [IDIID ¢ 5 mo 80 - «k
MOCJIEI0BATEIbHOMY POCTY KaK MaKCHMAJIbHOM CKOPOCTH BBIJECNIEHHUS BOAOPOJA, TaK U OOIIEro
BEIXOJ1a BOAOPO/A, KoTopsiii gocturan 200 mmons M2 mpu IIDIID 80. U3 pucynka BHAHO, 9TO
BbICOKMI BbIX0J Boaopoda npu [IDIID 80 olycioBieH BHICOKONH CKOPOCTHIO 00pa3oBaHUs
Bojoposia ¢ 3 mo 10 cyrku MHKyOauuu, IOCIie 4Yero BbIAEICHHE BOJOpOJA MPEKPaIIanoch.
OueBUIHO, YTO CHIKEHUE NpoaAyKiuK Bojgopoa mnpu [IPID vmke 80 00ycinoBiIeHO CBETOBBIM

JTUMUTHPOBAHUEM (DOTOCHHTETHYECKOTO DJIEKTPOHHOTO TPAHCIIOPTA.

168



oy 200 1| —A— 80

200

150

-2

H,, mmolm
o
o

50

0 1 1 1 1 1 1
0 2 4 6 8 10 12 14 16 18

Days

Puc. 6.3. lunamuka $poTooOpazoBaHus Bonopona B uMMoOmIn3oBaHHoU KynsType C. reinhardtii mpu nakyOaunu
6e3 cepbl B TEMHOTE, Ha HU3KOM M YMEPEHHOM CBeTy ¢ yka3aHueM BennuuHbl [IDIID. Ha BcraBke moxazaHa

MPOAYKIUS BOAOPO/Ia HA BEICOKOM CBETY.

3KCHCpI/IMeHTaHBHH€ ycCioBuUsA, KpOME CBETOBBIX, COOTBECTCTBYIOT YKA3aHHBIM K pHC. 6.1.

VBenuuenne mHTeHCHBHOCTH cBeta ¢ 80 mo 120, 160 u 200 MkMonb (hoToHOB M2 ¢t
MPUBOAWIO K CHIDKEHHUIO BBIXOJa BOAOpoa mpumMepHo Ha 25, 35 u 50%, COOTBETCTBEHHO (CM.
BCcTaBKy K puc. 6.3). IlogoGHoe HeratuBHOE BO3/EHCTBHE BBICOKOM WHTEHCHUBHOCTHU CBETa
00ycJ0BJIeHO, HanboJee BEpOATHO, YCUIIEHHEM (POTOAECTPYKTHBHBIX MTPOILECCOB B TOJIOAAIONINX

BOJIOPOCNEBHIX KineTkax. Takum oOpa3oM, MHTEHCHBHOCTH cBeta 80 MkMmonb (oroHoB M2 ¢t
MOXXET  CUMTAaThCA  ONTUMAIbHOM a1  (HOoTOoOOpa3oBaHWS  BOJOpPOJA  TOJIOJAIOIIEH

MMMOOUIIM30BaHHON KYJIBTYPOH MpPU yKa3aHHBIX AKCIEPUMEHTAIbHBIX YCIOBUSX.

XapakTep CHeKTPaIbHOTO PACTIPEEICHHUS BUIUMOTO CBETA SBISETCS BAKHBIM (haKTOPOM,

BIIUSIONINM Ha POCT, MPOAYKTHBHOCTh M /IalTAIIHOHHBIE CBOMCTBA (DOTOTPO(DHBIX OPTaHU3MOB
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yepe3 cnenuduyeckre (GpoTopenenTopsl U PEryiIsTOPHbIE MEXaHWU3MBI, B TOM YHUCIE TEPEXO]l
cocrosiuuid (Franklin and Whitelam 2004, Dietzel et al. 2008). HexaBHo Ha mpumepe BBICHIHX
pacTeHuil OBUIO TMOKa3aHO, YTO pa3HbICe JJIMHBI BOJH BUIMUMOIO CIIEKTPa MOTYT HOTJIOIIATHCS
npeumyiectBeHHo 6o PC2, mubo ®C1 (Laisk et al. 2014). INepekaroueHne MEXay CBETOM
DOC2 u ®C1 MOXKEeT NPEeACTaBIATh OMOTEXHOJIOTHYECKHH WHTEPEC B KavyeCTBE MEXaHHM3Ma
ObICTpOH peryisinuu 6ajaHca MeXAY MOTOKaMHU JIEKTPOHOB 4Yepe3 00e OTOCUCTEMBI C IEINbIO
KOHTpOJIs, Hampumep, (oTooOpa3oBaHMs KHUCIOpOJAa W BOAOPOJAa HA pa3HBIX CTaaUsaX
uHKyOanmu KynbTyphl. Panee Hoshino ¢ coasropamu (2012, 2013) uccrnemnoBanu 3¢ GeKThI
pasHBIX JUIMH BOJH Ha ()OTONPOAYKIHIO Bomopoaa kiaerkamu C. reinhardtii npu makyGanuu B
aHadpPOOHBIX YCIOBHUIX HA MOJHOM Cpeie U 00HApYX UM, YTO OCBELICHHE MOHOXPOMATHYECKUM
ceeroMm ¢ MakcumymoMm npu 692 um (ceer ®CI1, Boichenko et al. 1998) 3nauntensHO
YBEIIMYMBACT MPOAYKIHMIO BOJOPOAAa IO CpaBHEHHIO C OenbiM cBeToM. OYEBHIHO, 4TO
CIIEKTPAJIIbHBIC XapaKTEPUCTHKH CBETa MOTYT BIHUATh TaKke Ha (POTOMPOIYKIHIO BOAOPOA
TOJOAAIOIIMME TI0 cepe KieTKamu. [IpennosoKuTeabHO, OCBEIICHUE TOJIONAIONICH KYyIbTYphI
ceetoMm @®C1 nomkHO crmocobcTBOBaTh (HOTOOOPA30BAaHUIO BOJIOpPOJA 32 CUET CHHIKCHUS
cKopocTH BeifeneHus kuciopoaa B ®C2 u, COOTBETCTBEHHO, YMEHbIIIEHHS OTOUMHTHONPOBAHHUS
U pocTa aKTUBHOCTH THJAPOTCHA3bl, a TAKXKE B pe3yJbTaTe YBEIMYCHHS CKOPOCTH IOTOKA
anexTpoHoB ¢ @C1 Ha rugporeHasy. B cBs3u ¢ 3TUM HamMu OBLIIO UCCIIEIOBAHO BIUSIHUE Pa3HBIX
MCTOYHUKOB MOHOXpPOMATHYECKOTO0 CBETa Ha (POTONPOAYKIIMIO BOJAOPOJa, aKkTUBHOCTb DPC2 u
coJlep’kaHHEe Kpaxmaja B KJeTKaX WMMOOMIM30BaHHOW Trojojaroiieil mo cepe KymnbTypbl C.

reinhardtii.

B mepByio odepens ObLT paspaboTaH METOJ ONMpeeIeHUs CreKkTpa aeicteus ‘FO rise’ y
BBICIIUX PAaCTEHUIl M MHKPOBOAOPOCIEH, U C €ro MOMOIIbIO BBISIBICHBI Y3KHE CIEKTpajbHbIE
MOJIOCHI B BUAMMOM JHara3oHe BoJiH, cooTBeTcTBYytomue cBety @C1 unu ceery ®C2 B kieTkax
3eJICHBIX MUKpoOBoiopocieit (puc. 2.10 u 2.11). Ha ocHoBaHuU 3THX AaHHBIX ObUTH OTOOpaHBI 4
TUTIa MOHOXPOMATHUYECKUX CBETOJUOJIOB C MAKCHMAIbHBIM H3NydyeHHeM mpu 435 HM (cuHui
cBeT, cBeT DC1), 520 uMm (3enensrii cet, cBeT PC1), 660 uM (kpacHbI cBeT, cBeT PC2) u 690
HM (kpacHbiii cBeT, cBeT DC1) (puc. 2.1). HeoOX0auMO OTMETHTh, YTO MHTEHCHBHOCTH CBETA
KaXJIOTO W3 BBIOPAaHHBIX MCTOYHUKOB OblIa BBICTaBJIEHA C y4eTOM KOd(HUIMEHTa CBETOBOTO
MOTJIONICHHS] TAKUM 00pa3oM, YTOOBI KOTMYECTBO MOTJIONIEHHOTO CBETa OBLIIO OJUHAKOBBIM MPHU

Pa3HbIX AJIMHAX BOJIH.
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—{1— Green (520 nm)
6 —O— Red1 (660 nm)
—A— Red2 (690 nm)

1150

Ho, mmol m?2
ESN

150

0 20 40 60

Hours Hours

Puc. 6.4. Beigenenue Bomopona (A) u xucnoposaa (b) mmmobmnnszoBanueiMu kietkamu C. reinhardtii 8 xome
WHKyOarmu Ha modHOHW cpeme TAP B TepMeTHYHBIX (DIakOHaX TPH OCBENIEHHH YKa3aHHBIMH BOJHAMHU

MOHOXPOMaTHYECKOTO CBETa B pexxume 18 4 cBeT/6 4 TeMHOTA.

3KCHepI/IMCHTaHBHH€ YCJIOBUA, KPOMC CIICKTPAJIbHBIX XapaKTCPUCTHUK HCTOYHHUKOB CBCT4, COOTBCTCTBYIOT

YKa3aHHBIM K puc. 6.1.

CHavaja Mbl IPOTECTHPOBAIN CIIOCOOHOCTh KaXKJOT'O U3 OTOOpPAHHBIX UCTOYHUKOB CBETA
MHIYIIUPOBATH BBIIEIIEHNE BOJIOPO/IAa M KUCIOPOAa KIETKaMU UMMOOHMIN30BaHHON KyIbTypsl C.
reinhardtii npu wunkyOanmm Ha momHOM cpene TAP mocne mnpomyBku apronom. Kak
yrnomMuHasuock Bolle, cBeT @C1 nomkeH crnocoOCcTBOBaTh BBIICIEHUIO BOAOPoAa, a ceT PC2 —
Kucioposa. B xone sKkcnepuMeHTa MNPOBOAMIM TEPUOJMUECKHE HU3MEpPEHHs COJepiKaHus
BOJIOPOJIa U KHCIIOPOAa B ra3oBoi dase ¢uakoHoB (puc. 6.4). li1st moaaepxaHus TUIpOreHa3HOM
AKTUBHOCTH B KJIETKaX B YCJIIOBHUSX WHKYOAI[MHM Ha MOJHOW Cpele WCIOJIB30BAN IHKINIECKUN
pexxum ocBemeHus: 18 4 cBer/6 4 TemHOTa. TakoW pexuM 00OeCIeYMBaCT BOCCTAHOBIICHHE
THPOTEHAa3HOW aKTHBHOCTH 3a BpeMsi TEMHOBOTO MepHoAa Onarojaps MaJeHUI0 COJEpKaHUS
KHCIIOpo/a B ra3oBoii ¢aze. Haubonbmas ckopocTs poTooOpa3oBaHus BOJOPOa HAOIOAaIach
B TEUYCHHE IEPBBIX 3 U IOCIE TEMHOBOTO IEPHOJa, MOCTeNeHHO cHWkasich no 20-30% ot
HAYaIBHOTO YPOBHS K KOHITY CBETOBOTO Teprona. CpeaHsisi CKOpOCcTh 00pa3oBaHUs BOJOPOA B
ITUX YCJIOBUX ObLIa Ha TMOPSIOK HIKE, YeM B YCIOBUSX aepuimra cepbl. [Ipu ocBemeHnn
00pa3ioB cuHUM, 3eieHbIM 1 KpacHbIM (690 HM) cBetoM (cBeToM DC1) HAOIIOAATH CXOTHYIO
JMHAMEKY TPOIYKIIHH BOAOPOA, BBIXOJ KOTOPOTO COCTABIAN OKOJIO 5.5 MMomb M2 yepes 72 ,
B TO ke Bpems KOJMYECTBO BOJOPOJA, BBIICICHHOTO IMpPU OCBEIICHUH KpacHbIM (660 HM)
CBEeTOM, OBLTO B J1Ba pa3a Hmke (puc. 6.4A). HanpoTus, CKOpOCTh BBIACIEHUS KUCIOpPO/a Oblia

MaKCHMaJIbHOM B 06pasuax, OCBCHICHHBIX KPACHBIM (660 HM) CBCTOM, II0 CPABHCHUIO C
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OCTaJIbHBIMU CBETOBBIMU ycHOBHsIMH. OCOOCHHO 3aMETHOW pa3HHIA Oblja B TEUEHHE IMEPBBIX
cyrok uHKybanuu (puc. 6.4b). Ilpu Oonee MIUTENHHOW WHKYOAMH CKOPOCTH BBIJCIICHUS
KHCJIOPOJIa B Pa3HBIX CBETOBBIX YCIIOBUSIX MPAKTUYECKU CPABHUBAIUCH, BEPOSTHO, B PE3yJIbTATE
MemieHHo Moaudukarmmun CCK,  HampaBieHHONH Ha BOCCTAaHOBJICHHE DJHEPreTHYECKOTO
napurera Mexay @C2 u OCI1. [IpuBenaeHHbIe pe3ynbTaThl NOATBEPKIAAIOT MPEANOI0KEHUE O
TOM, 4TO BbIOpaHHbIe UCTOYHUKN cBeTa DC1 crocoOCTBYIOT (OTOMPOIYKIIMH BOAOPO/A, & CBET

®C2 noxnepxuBaet BblACICHUE KUCIOpoaa B kietkax C. reinhardtii.
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Puc. 6.5. ®otonpoaykuus Bogopoaa (A) u uzmenenus Fv/Fm (B) B ummobunu3oBanHoii kynetype C. reinhardtii B
Xo/le HMHKyOaru 0e3 cepbl B TEPMETHUYHBIX (DIAKOHAX MPH TMOCTOSHHOM OCBEIICHHH YKa3aHHBIMH BOJHAMH

MOHOXPOMATHYCCKOTO CBETA.

3KCHCpI/IMeHTaHBHH€ YCJIOBUA, KPOME CICKTPAJIbHBIX XapaKTCPUCTHUK HCTOYHHUKOB CBCT4d, COOTBCTCTBYIOT

YKa3aHHBIM K puc. 6.1.

Ha puc. 6.5A npuBeneHa auHamMuKa (DOTONMPOAYKIMH BOAOPOAA HMMMOOMIN30BAHHOM
kynbtypoit C. reinhardtii B Teuenue 8 nHeit mHkyOamuu Oe3 cepbl MPHU OCBEIICHHH TEMHU XKE
HCTOYHHKAMH MOHOXPOMATHYECKOTO cBeTa. M3 prcyHKa BUIHO, YTO MIPH OCBEUICHUN CHHUM WJIH
kpacHbIM(690 HM) CBETOM KOJHYECTBO BOJOPOJA, BBIACICHHOIO 3a BECh MEPUOJ MHKYOAIlWu,
obu10 B 1.5-2.0 pa3za Oosibliie, yeM mpu ocBelieHnH KpacHbIM(660 HM) MK 3€IeHBIM CBETOM. DTO
6bU10 00yCII0BIEHO Oosiee paHHEW MHUIMANKEH U 0osiee BHICOKOH CKOPOCTBIO BBIIEJIECHUS rasa.
Habmonaembie 3¢ (pekThl MOTYT YaCTHUHO OTpa’kaTh CHEU(PUIECKOE BO3ICHCTBIE Pa3HbIX UIMH
BOJH Ha akTuBHOCTh (DC2 Ha HaYalbHOM CTaguM TOJIOAAHUWS, a TaKKe Ha MPOLECCHI

HaKOILICHUs/ ierpaaliuu  Kpaxmania. JlelicTBUTeNnpHO, AuHaMuKa mapamerpa Fv/Fm BowisBuia
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CYIIIECTBEHHBIC BapHAIlMK TPU Pas3HBIX YCIOBHsX ocBereHHOCTH (puc. 6.5B). Tak, cHikeHHe
BenmurHbl FV/FM B x0/1¢ nHKyOaruu 6e3 cepbl MPOUCXOUIA MEIJICHHEE B 00pasiiaXx Ha CHHEM H
kpacHoM(690 HM) CBeTy, ¢ MPOMEKYTOYHON CKOPOCTHIO Ha 3€JICHOM CBETY U HauboJjiee ObICTPO
Ha kpacHom(660 M) cBery. Pasuuma B ckopoctu mHaktuBamuu ®C2 Oblla MaKCHMalbHOW B

TE€YEHHE TEPBbIX CYTOK MHKYOaIlMH, 4yTO yKa3biBaeT Ha nectabunmzanuio OC2 B pesynbrare

(doTonHrHOMpOBaHMUS.
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Puc. 6.6. I3MeHeHus copepxaHus Kpaxmaia B MIMMOOMIH30BaHHEIX Kietkax C. reinhardtii 8 kontpose (0) u uepes
2 u 8 cyrok WHKyOamuu 0e3 cepbl IpU TOCTOSHHOM OCBEHICHHH KpacHBIM (660 HM) wmu cuHOM (435 HM)
MOHOXPOMATHYECKHUM CBETOM.

PesynpraTsl Ha puc. 6.5 1 6.6 OTHOCATCS K OAHOMY SKCIIEPUMEHTY.

[TapanienpHO C BBIXOJOM BOAOPOAa M BenmuuuHOW FV/FM omnpenensioch conepikaHue
Kpaxmaja B KJIETKaX MPH OCBEIICHUH CHHUM U KpacHbIM(660 HM) cTouHHKaMu cBeTa (puc. 6.6).

2 1081 m?

3a aBOe CYTOK MHKyOamwu 0e3 cepbl cojepkanue kpaxmaia Bo3pactaio ¢ 0.25 r M
TIpH OCBENIeHHH KpacHEIM(660 HM) U 10 6 T M2 IpH OCBEIEHHH CHHUM cBeToM. Ilocnemyromtas
WHKYOalus B TeueHHe 6 CyTOK MPUBOAWIIA K CHHKCHHIO BHYTPHKJIETOYHBIX 3aMacOB Kpaxmaia

2 mpu ocemeHny KpacHeIM(660 HM) M CHHHM CBeTOM,

npumepro Ha 1.0 mw 13 ©r ™
COOTBETCTBEHHO. [loydeHHBIE pe3yNIbTaThl yKa3bIBalOT HA TO, 4TO cBeT PC2 crmocoOCTByeT

HAKOIUICHUIO KpaxmMalla Ha HaYyajJbHOM CTaauu rojoJaHnusa, HCCMOTpPsSA Ha I/IHFI/I6I/ITOpHOC
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nericteue Ha @C2. OgHako CKOPOCTh JEerpafallid yYIJE€BOJOB, KOTOpas SBISIETCS Ba)KHBIM

dakropom doroobOpazoBaHms BOJOpOIa, ObLIa OoJee BRICOKOM mpH ocBemieHnu ceetoM OC1.

[TonydenHble pe3ynabpTaTbl OJHO3HAYHO CBUJIETEIBCTBYIOT O CTHUMYJIHMPYIOIIEM IAEHCTBUU
ceera ®C1 Ha GOTOMPOAYKIIMIO BOJOPOIAa KaK B CTAHJAPTHBIX YCIOBHSX, TaK U MPHU JCHCTBUU
MUHEpaJIbHOIO CTpecca. YBEJIMYEHHE BbIXOAAa Bojopona npu oceemeHun csetom DOCI
COIPOBOXKAAIOCh, B YACTHOCTU, CHIKEHUEM (DOTOMHTHOMPOBAHMS W YBEIHMUYEHHUEM CKOPOCTHU
JEerpajiallid 3amacoB Kpaxmana. MeXaHW3Mbl CHUXCHHS (OTONPOAYKIIMH BOJIOPOAA TIPHU
OCBEIICHUHU KIIETOK 3€JEHBIM CBETOM, KOTOpbIi sBisgercss cBerom DCIl, He sCHBI M, MO-

BUANMOMY, HC UMCIOT CBA3U C (bOTOCI/IHTeTI/I‘leCKI/IM QJICKTPOHHBIM TPAaHCIIOPTOM.

6.1.3. Hauanvnoui pH cpeodvl kax pakmop onmumuzayuu

KucnorHo-1enouHo# 6anaHe cpejibl SBISIETCS BaXKHBIM (aKTOPOM, BIUSIOIIAM Ha POCT U
IPOJAYKTHBHOCTh MHKpPOBOJOpOCIe. B yacTHOCTH, HavanpHOEe 3HaueHue pH cpeibl okas3bIiBaeT
CYIIECTBEHHOE BJIHMSIHUE Ha (DOTOIPOAYKIIMIO BOJIOPOJA B CYCIIEH3MOHHOM TOJIOJJAIOIIEH IO cepe
kynsType C. reinhardtii. Tak, Obu10 MOKa3aHO, YTO ONTHMAJbHBIC HayalbHble 3HaueHUs pH
cpeibl HaxoJsATCs B jauana3oHe 7.3 — 7.7 B 3aBUCHMOCTH OT YCIIOBHU KYJIbTHBHUPOBAHHUSI
(Kosourov et al. 2003; Jo et al. 2006). B narmieii paboTe uccienoBaiy BIUsSHUE HadaiabHOro pH
cpenbl Ha (OTOMPOAYKIIMIO BOIOPOa B MMMOOHMIM30BaHHOM rojoaatomieii mo cepe Kynbrype C.
reinhardtii. /Ins aToro ankruHaTHBIC TUICHKH C MHKAIICYJIMPOBAHHBIMU KJIETKAMU TIOTPYKaIH B
ceexyto cpeny TAP-S co 3nagenusmu pH 6.5, 7.0, 7.5 wim 8.0 u nHKYOMpOBaM Ha OCIIOM CBETY
MHTEHCHBHOCTBI0O 40 MkMomb (orTonoB M2 ¢l B xome 48 u. mmkyGanmum Benmumna pH
BO3pacTaia OT HayaubHOro ypoBHS 10 ~8.0 M mpakTH4ecKH HE HU3MEHsIach N0 KOHIA
skcriepuMenTa (puc. 6.7). [lpu naKyOaIimu UMMOOUITN30BaHHON KYJIbTYPhl B TEMHOTE BETMYMHA

pPH cpensl mpakTUuecKH HE M3MEHSIAch B TeYeHHE 3-4 CYTOK, CBHACTEIBCTBYS 00 OCHOBHOM

BKJIa/Ie peakluil (JOTOCUHTE3A B MOJIIETIAYNBAaHUE CPEIbI.

Ha puc. 6.8 npuBeneHbl W3MEHEHUs TPOIYKIIMKH BOAOpoaa U BenuunHbl FV/FM B xome
MHKYyOaru nMMoOmiIn3oBaHHoW KynbTyphl C. reinhardtii 6e3 cepsl mpu pasHBIX HayadbHBIX
3HayeHusax pH. KommdecTBO BBIIENIEHHOrO BOJAOpPOJA 3a BECh MEPUOJ HHKYOauuu ObLIO
MUHUMaJIbHBIM TIpu HavyanbHOW BenmmumHe PH 8.0, mpomexyrouneiM mpu pH 7.5 wu
makcumanbHbIM Tipu PH 7.0 u 6.5. [Ipoxykius Bogopona cHIKaIack npu 3HadeHussx PH cpenbr
Hwke 6.5 wim Beime 8.0. Takme mapamerpsl (OTONPOAYKIIMHM BOJOPOAA, KaK MaKCHMaJbHas

CKOpPOCTb MU HPOAOJIKUTCIIBHOCTDH ObUIM MHMHHUMAaJIbHBIMH Ipnu HavYaJIbHOM pH CpCAblL 8.0.
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Camxkenne HavansHOoro pH ¢ 8.0 mo 7.5 mpuBOmMiIO K YBEIMYEHHIO MPOIOJKUTEIHHOCTH
BBIJICTICHHS BOJIOPO/IA, a JaibHelee cHkenne 10 7.0 u 6.5 - K pocTy MakCUMallbHOM CKOPOCTH

MPOAYKUWH BOJAOPOAA.
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Puc. 6.7. Usmenenuss pH cpenpl mpu uHKyOaruu uMmoOmnu3oBaHHO#M kynbTypbl C. reinhardtii 6e3 cepsl B
repMEeTUYHBIX (HIaKOHAX B YCIOBHSX pa3HOW HavyanbHOW Benumumbbl pH. Ha BcraBke mokaszanel m3meneHus: pH

cpensl B TedeHue 48 9 pu HavanbHOM 3HaueHuu 7.0.
OKcnepuMeHTaNbHBIE YCIOBUS, KpOMe HadajbHOW BEMUUUHBI pH, COOTBETCTBYIOT yKa3aHHBIM K puc. 6.1.

HauanpHble 3HaueHus FV/FM Taxoke BBISBMIM OTYETIHMBYIO 3aBUCHMOCTBH OT PH cpensl
(cm. BcTaBky K puc. 6.8). Tak, HauanbHble 3HaueHus: FV/Fm 6bun 0.47 npu pH 7.5-8.0, 0.53 npu
pH 7.0 u 0.58 npu pH 6.5. BeisBienHas pasuuiia Mexay ypoBHsMu FV/FM coxpansiach B
TedeHue S5 aHell uHKyOanuu O0e3 cepbl, moka akTuBHOCT (DC2 He CcHU3MIACh OO0 HYIIS.
Hauanbnas BenmnunnHa pH cpenpl Takxke BIUsUIa HA TUHAMUKY COIEPIKaHUS Kpaxmala B KyJlIbType
(puc. 6.9). BeicTpee Bcero KIETKH aKKyMyJUpPOBAIHM Kpaxman Tpu HavanbHoM pH 6.5,

coziepKanme KoToporo Bozpactano ot 190 mr M2 o 7700 Mr M B Teuenue 48 u. IToBbImeHHe
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HavanbHOTO PH cpempl NMPHBOAMIO K CHIDKEHHIO MaKCUMAIBbHOTO YPOBHS HAKOIUICHHOTO
Kpaxmaina, KoTopelif magan ¢ 7700 mr M2 mpu pH 6.5 mo 5800 npu pH 8.0. B Tteuenme
nocieAyomux 6 mTHel MHKyOalny ypoBeHb Kpaxmaia B kieTkax cHmkaics Ha 40 u 60% ot
MakcumanbHoro 3Hadenus npu PH 6.5 u 8.0, coorBercTBeHHO. OIHAKO CKOPOCTH JIETpaalliu
KpaxMaJia, BhIpaK€HHasi B a0COJIFOTHBIX €IMHUIAX, ObUIa MPUMEPHO OJMHAKOBOH B KYJIbTypax

TIPH Pa3HBIX HAYANbHEIX 3HaYeHusax PH, cocrasmsas 3000 - 3200 mr M 3a 6 aHEi.
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Puc. 6.8. ®otoobpazoBaHue BOAOpOAa B MMMOOMITH30BaHHOM KynbType C. reinhardtii mpu uakyOanum 6e3 cepbl B
repMETHYHBIX (pJIaKOHaX B YCJIOBHSX pa3HOW HavyaibHOW BenmuuHbl pH cpenpl. Ha BcTaBke moka3aHbl H3MEHEHHs
napameTpa Fv/Fm B 3aBucHMOCTH OT HayanbHBIX 3HaYeHU# pH.

OKcrepUMEeHTaIbHbIE YCIOBHS, KpOME HadalbHON BeMTU4HUHBI pH cpesl, COOTBETCTBYIOT yKa3aHHBIM K pucC. 6.1.

Takum oOpa3zoM, MaKCUMaIBHBIM BBIXOJ BOJAOPO/Ja B MMMOOMIM30BAHHON TOJIOTAIOIICH
KyJIbType HaOJI0JaeTCsl IPU HEHTPAIbHBIX U CIa0OKUCHbIX 3HaYeHusx pH cpenst (6.5-7.0), uro
MOYET OBITh CIIEJCTBUEM BIMSHUSA Ha oOIiee (pU3MOJIOTHUECKOE COCTOSHHE KJIETOK, OO Ha
¢duznyeckue cBOMCTBA albIMHATHOTO redns. Tak, u3BeCTHO, yTo yBenuueHue PH cpenst 10 7.5 u
BBIIIIE TIPUBOJUT K YXYANICHUIO KadecTBa anbruHatHoro resst (Dainty et al. 1986), Bei3biBast
IpeX/IeBPEMEHHOE BBICBOOOKICHNE KIETOK. B Hammx skcnepuMmeHTax BenuuuHa PH cpens

BO3pacTajia 10 3HAUYCHUA 8.0 B TeueHue ABYX JHEW CBETOBOH I/IHKy6aI_II/II/I, a MOBPCKIACHUMA
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MJICHOK HaOJIoaMch He paHee, yeM depe3 10 mueit. [ToaTomy Gosiee BeposITHO, UTO BEIMYUHA
pH CpCabl BJIMACT Ha aAalTAHUOHHBIC HNPOHCCCHI B KIICTKAX Ha HavyaIbHONU craguu CCPHOIro
rojmonanus. B uwactHocTH, doroxmmuueckas akTUBHOCTh PC2 M KOJUYECTBO HAKOILJICHHOTO

KpaxmaJjila Ha 3TOM cTaannu ObUIM CaMBIMH BBLICOKMMH IIpu pH 65, YTO MOXCT BJIUATH Ha

MIPOIYKIIUIO BOJIOPO/IA.
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Puc. 6.9. M3MeHeHus conepikaHusi Kpaxmana B UIMMOOWIN30BaHHbIX KieTkax C. reinhardtii npu nekybauun 6e3
cepsl IIPH pa3HBIX HadalbHBIX 3HadeHMsiX pH cpensl. [lepBoe n3mepenne (0 cyTkn) MpoBOAMINM Uepe3 2 4 MOCIe

NMMOOMIN3aIMK KJIeTOK. Pe3ynbraTsl Ha puc. 6.8 1 6.9 modydeHs! B X0/1€ OJJHOTO SKCIIEPUMEHTA.

6.2. HccnenoBanue ¢oroodpa3oBaHusi BOJAOPOIA B YCJOBUSX AeUUIMTA MArHUs Kak

aJIbTEPHATHBBI CEPHOMY I'0J10JAHUIO

TpaguunonHo HauOosiee XOPOIIO H3Y4EHbl MEXaHU3Mbl (OTONPOIYKIIMU BOJOPOIA
kynsTypoii C. reinhardtii B ycmoBusx HemoctaTka cepbl. Takke ObUTO MOKa3aHO, YTO J€DUIUT
azora, docdopa WIM MarHusT MOXKET WHAYIMPOBATH IEPEXO]] CYCHEH3UOHHOW KYIBTYpHI B
aHadpOOHbBIE YCIOBUS C MOCIEIYIOIUM IPOJOKUTENBHBIM (OTOOOpa30BaHUEM BOAOPOA
(Philipps et al. 2012, He et al. 2012, Batyrova et al. 2012, 2015, Volgusheva et al. 2015, 2017).
B orinume ot azora, ¢ocdopa u cepbl, MarHui HE BXOJUT B COCTaB AMHHOKHCIOT U

HYKJICOTHUAOB, MMO3TOMY €ro HEAOCTATOK OKa3bIBACT Oosiee MSATKOE BO3JCHUCTBHE. HpI/I 9TOM
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MarHui sIBJISIETCS KIIOUEBBIM 3JIEMEHTOM MOJIEKYJbl XJIopoduiia, U ero AeGuuuT npuBoIuT K
CHIDKEHHIO COJEp)KaHUs XJjopopmia (XJIopo3y) B KIETKaX pacTeHWH W BOJOPOCIEH
(Volgusheva et al. 2015, Guoa et al. 2016). B pe3yabTare Xjopo3a CHHUXKAETCS MOMEPEUYHOE
CCUCHHE TOTJIOUICHUSI Ha PpEaKUWOHHBIA UEHTpP, 4YTO SBISETCS OIHUM U3 (HaKTOpOB,
noBbIIAONMX 3((HEKTUBHOCTh UCHOJIB30BaHUS CBeTa B ()OTOCHMHTE3€ B YCIOBUSAX IUIOTHOM
KYJBTYpBl MHKpOBOJIOpociei B (hoTodnopeakropa. bonee Toro, maruuii sBisieTcst Kohakropom
PyOucko, u ero nedpuuur B KIETKE CHIKACT KAaTAIUTHYECKYIO AaKTHBHOCTh (epMeHTa W,
COOTBETCTBEHHO, cKOpocTh (pukcamuu CO2 (Andersson 2008). Kak o6cyskaanock B IpeablAyIIei
ri1aBe, MHaKTUBalKs PyOucko B ronogaroleii mo cepe KyabType sSBISETCS KIIIOUEBbIM (haKTOPOB
CaMOIPOM3BOJILHOTO YCTAHOBJICHUSI aHA’POOHBIX YCIOBHH B 3aKpbITOM (oTopOHOpeakTope.
Panee ObUI0 MOKa3aHO, 4TO, B OTIAMYME OT (POCHOPHOrO W A30THOTO TOJOAAHHUS, KOTOPHIC HE
YBEJIMYUBAIOT BBIXOJ BOJOpOJa MO CPaBHEHHIO C CEPHBIM ToOJOJaHHeM, IePUIUT MarHus
noBbIaeT npoaykiuio Bogopoaa (Volgusheva et al. 2015). B cBs3u ¢ 3TuM 0coObIii HHTEpEC
NpECTaBIsIeT U3yYeHnue crenuukn MexaHn3MoB (HOTOOOPa30BaHUS BOJIOPOJA TOJIONAIOIIMMHE

10 MarHuio KJI€TKaMu C II€JIbIO BBIABJICHU A HyTCfI IIEUII:HGIZHIC?I OIITUMHU3AIUU ITpoLecca.

Ha puc. 6.10A mpencraBineHsl AMHAMUKN COJEPXKAHUS KHCIOPOa M BOJOPOAa B 00pasnax
cycrnen3noHHbix KyapTyp C. reinhardtii mpu uakyOaru 6e3 cepbl WM MarHusi B TePMETUYHBIX
¢rakonax. HeoOX0qMMO OTMETUTB, UTO B Cilyyae ¢ MarHueBbIM rosoaanueM 0 4 mo ocu abcuuce
COOTBETCTBYET IEPECEBY KYJIbTYpbl Ha CBEXKYIO Cpely 0e3 MarHus mociie 7 CyTOK pocra 0e3
MarHusi B adpoOHBIX ycioBusX. [onoparomiass Mo MarHuio KyJiabTypa XapakTepHu30Baslach
KOpOTKOH a’poOHOM (a3oi, Oosee mo3nHeN HHMLMAIMEW BbIIEICHUS Bojaopona U Oojee
BBICOKMM OOIIMM BBIXOJIOM BOJOPOJa MO CPAaBHEHMIO C IOJOJAIOIIMMU MO cepe KieTkamu. Tak,
BBIXOJ Bojopona coctaBmsr 1.3 m 2.2 mmoms Hz (10° xm)! npm cepHomM m marmmeBom
roJI0JIaHUHU, COOTBETCTBEHHO. HeoO0xoaumocTh HOPMHUpPOBaHUS COZAEpXaHUS BOJOpOJa Ha
KOJIMYECTBO KIJIETOK, a He Ha XJj, OOyCIIOBJI€HAa 4YacTMYHBIM BBIIBETAHUEM IIMTMEHTa B
rojofamomeil mo Marauio Kynbrype. HaGmonaemsiii poct Beixona Bojopoja Ha 50-60% mpu
MarHMeBOM TOJIOJIAHUU TPOMCXOJMJI, B OCHOBHOM, 3a CUET YBEJIWYEHHUS IE€PUOJA aKTHUBHOIO
BBIICJICHHSI BOJIOPOJA C 5-6 CYTOK Mpu CEepHOM TojiogaHuu 10 10 cyTok mpu MHKyOaruu 0e3
Martusi.

XapaxTep uzMeHenuii mapamerpa AF/FM’ 3HauUTENBHO OTIIMYANICS B YCIOBHUAX JepHINTA
MarHus 1o CpaBHEHHIO C¢ neduuutoMm cepbl (puc. 6.106). B cooTBercTBUU C pe3yiabTaTamu,
NPUBEJICHHBIMU B IIPEbIAYIIEH IIaBe, IepeXo TOJI0IA0UIEH 10 cepe KYIbTYphl B aHa3pOOHbIE
YCIIOBHSI COMPOBOXKAAICSH OBICTphIM CHIDKeHHEM AF/FM’ ¢ 0.4 10 Hyns W TOCIETYIOUHM

HC3HAYUTCJIIBHBIM POCTOM Ha CTaAuu (bOTOO6pa30BaHI/IH BOAOpPOda, OTpaXKaromuM peaoKC-
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3aBucumyio peryisnuio ®@C2. B otimyre ot 310 AMHAMHUKH, ObICTpoe cHIKeHne AF/Fm’ mpu
nepexo/ie TOJIOAAIOIIEH 10 MarHUIO KYJIBTYPhI B aHa3poOro3 Ob1I0 He MoiaHBIM - ¢ 0.58 mo 0.38,
a 3aTeM MPOUCXOAWIO MemieHHoe ymeHbiienue AF/Fm’ mo 0.10 B Tedenue 8 cCyToK.
[TomrydeHHBbIE pPe3yJabTaThl CBUICTEIBCTBYIOT O JAOCTATOYHO BBICOKOW OCTATOYHON aKTHBHOCTH

@®C2 B ronojaromie Mo MarHuio KyabType Ha ctaaud (HoTooOpa3oBaHUs BOAOPOAA.
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Puc. 6.10. JInuHaMuka BbIIENCHUs] BOAOPOAA U KOHLEHTPALMH PACTBOPEHHOro KUciopoaa (A), a Takxe mapamerpa
Fv/Fm (B) B cycnensuonHoit kynsType C. reinhardtii npu nekyOauuu B repMeTH4HbIX (uiakoHax 06e3 cepbl WU

MarHusi Ha IOCTOsIHHOM cBety ¢ I[IDIIdD 100.

HauanbHble 3Ha4€HUs KOHIEHTpaluu Kietok 1 pH cpepl 6butn 4% 108 Mir? 1 7.5, cOOTBETCTBEHHO.
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Jlanee ObUTM TIPOBEICHBI CPAaBHHUTEIbHBIC HCCIIENOBaHHs (DOTONPOIYKIIMU BOAOPOAA B
uMMoOmm3oBanHON Kyabrype C. reinhardtii npu wnkyOanumu 6e3 marnust wiu cepbl. Korna

KYJBTYpbl HHKYOHpOBau 06€3 cepbl MM MarHusi IPH UHTEHCUBHOCTHU cBeTa 40 MKMOJIb (HOTOHOB

2 A1

M™“ €™, TO CKOPOCTh BBIJICJICHHS BOJOpOAa Obljla OAMHAKOBOW B TEUCHHUE 25 THEH dKCIIEpUMEHTA
(puc. 6.11). Ilocne »TOrO BBIACICHHE BOJOPOAA IPEKPAIIAOCh B TOJOMAIOIICH IO cepe
KyJIbType, B TO BpeMsl KaK TOJIOJA0IINE MO MarHui0 KJIETKH MPOJIOJDKAIU BBIIEIATH BOJIOPOT
emte B Teuenue 10 muel. brarogaps 3Tomy o0IIMiA BBIXOJT BOJOPO/Ia B TOJIOAAOIICH 110 MAarHHUIO
KylnbType Bo3pacTan Ha 30% 1O CpaBHEHHIO C CEpHBIM royiofaHueM. J[MHAMUKH TapameTpa
AF/FM' Take BBISBHJIM 3HAYUTEIBHBIC Pa3IndMsg MEKIY JABYMS THIAMH MHHEPAIbHOTO
crpecca. HawanpHoe 3HaueHune AF/FM' B MarHueBOM OJKCIEpUMEHTE OBUIO HMXKE, 4YeM B
AKCIIEPUMEHTE C CEpOi, 9YTO 0OYCIIOBIICHO HAJTUYHEM IIPEABAPUTEIILHON CTAIUU POCTA KYJIbTYpPhI
6e3 maraus. Benmnunna AF/FM' B rojogarmomux 1o cepe Kierkax OpicTpo cHmkanachk ¢ 0.7 1o
0.07 B Teuenue 7 nHew, TO ecTh Ha 90%, YTO C HE3HAYUTEIBHBIMU OTJIMYUSAMHU COOTBETCTBYET

nuHaMuke Ha puc. 6.1. B ormmmumne ot 3roro, BenmuuHa AF/FM' B rosoparomiei mo MartHuro

KyJIbType cHmxkanack Bcero Ha 10% (¢ 0.53 mo 0.48) 3a TOT ke mepro1 BpeMEeHH.
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Puc. 6.11. ®oTomponykims Bomopona W H3MeHeHWs mapamerpa FV/IFM mpu uHKYOanuu MMMOOHIM30BaHHBIX
wietok C. reinhardtii 8 repmernunbix dakonax Ha cpene 6e3 cepsi (-S) win Maraus (-MQ) Ha TTOCTOSIHHOM CBETY C

[OTID 40.
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[IpuBenenunsie Ha puc. 6.10 u 6.11 pe3ynabTaThl CBUAETEIBCTBYIOT O TOM, YTO CKOPOCTH
doTonmpoayKIMK  BOJOPOAA  CYCICH3WOHHOM WM  HMMMOOWJIM30BAaHHOW  KYJIbTYpPaMH
MHUKPOBOJIOPOCTICH MPUMEPHO OAMHAKOBBI B YCIOBUSX JAe(UIMTA CEpbl U MarHus, OJHAKO B
MOCJIETHEM CJIy4a€ 3HAUUTEIBbHO YBEIMYMBACTCS MPOAODKUTEIBHOCTh MEPHOJA AKTUBHOIO
BbIIeTIeHUsT BoAOpoja. OTIMYUTENbHOM OCOOEHHOCTHIO MAarHHEBOrO TOJIOAAHMS SBISETCS
JIOCTAaTOYHO BBICOKAasg akTUBHOCTE PC2 Ha aHa’poOHON cTaauu ToNONaHUS. OTOT (akT
CBUJIETEJILCTBYET O MEHEE BOCCTAHOBJIEHHOM COCTOSHUM PENOKC LENed B ToJIOJAIOLIUX I10
MarHui0 KJIEeTKaxX, 4YTO, MO-BUIUMOMY, IOJIOKUTEIbHO BIHUsAET Ha oobuiee (HHU3HOJOTHYECKOe

COCTOSIHHEC KJICTOK.
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Puc. 6.12. Becrepn 6ot 6enkoB PsbA, PsaD, uut f, RbcL, COXIIB, Fe-CO/l u Flv A/B u3 xnerok C. reinhardtii 8

CTaH/IapTHBIX YCII0oBUsX pocta (Ctrl) u Ha pasHbix craausx unkydarmu 6e3 maruus (-MQ).

DKCTHepUMEHTAIbHbIE YCIOBHS COOTBETCTBYIOT yKa3aHHBIM K puc. 6.10.

s Gonee moapoOHOro uccienoBanus coctossHuss GCA B TOJIOAAIONIMX 110 MarHuio
KJIETKaX M3MEpSIu cojepkaHhe (POTOCHMHTETHYECKMX M MHUTOXOHAPHUANBHBIX OEJIKOB B XOJ€
uHKyOauuu 6e3 marnus (puc. 6.12). V3 pucyHka BHJIHO, YTO COJIep)KaHHE OEKOB OCHOBHBIX
(GOTOCHHTETHYECKMX KOMIUTEKCOB, Bkimouass ®PC2 wu mur bef B THmakowmHoii memOpane u
PyOucko B ctpome xJioporiacra, 0bu10 6ojiee CTaOMIBHBIM B YCIOBUSX MarHUEBOIO TOJIOaHHS
o cpaBHeHMIO C cepHbIM (puc. 6.12 u 3.2). Kak ormeuanock Bbime, 0 u Ha puc. 6.12

COOTBETCTBYET COCTOSIHUIO KYJIBTYPhI MOCIE a3poOHOr0 pocTa Ha cpejie 0e3 MarHus B TEUCHHUE
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HEJIeNH, TI0ATOMY COJIepKaHue OEIKOB Ha 3TOM JTalle OTJIMYACTCsS OT KOHTPOJIBHOTO YPOBHSL.
Tak, conepxanue PShA (D1) Genka camxanock B 0 4 Ha 50% 1o cpaBHEHHIO ¢ KOHTPOJIEM, HE
U3MEHSJIOCH B TeueHHe 24 4, 3areM pe3ko omyckanoch 10 30% OT KOHTPOJIBHOTO 3HAYCHHS B
TEUYECHUE TMOCIeAYIIUX 24 Y HMHKYOAallMM, M OCTaBaJlOCh Ha ATOM YPOBHE 0 KOHIIA
JKcnepuMeHTa. B To ke Bpemsi B rosojarommx mo cepe kietkax D1 Genok mpakThyecKu
oTcyTcTBOBaN uepe3 72 u uHkyOarnmu (puc. 3.2). Conepxkanue 6enkoB PsaD, cyt f u Rbcl mpu
neduIuTe MarHus HECKOJbKO CHIDKATOCh B 0 9 1O CpPaBHEHHIO C KOHTPOJIEM, HO 3aTeM
MOCTETICHHO BO3pacTalio M COXPAHSJIOCh Ha JIOCTATOYHO BBICOKOM YPOBHE MPAKTUYECKU 0
KOHIIa dKcniepuMenTa (puc. 6.12). HanpoTuB, B yCIOBUSX CEPHOTO TOJIOJJAHHUS TOJBKO OCIKU
®C1 coxpaHsii CTaOMIBLHOCTB, B TO BpeMs Kak conepikanue Cyt f u Rbcl camxanocs mo 20% ot
YPOBHSI B KOHTpoJie Bcero 3a 48 u mHkyOamwu (puc. 3.2). HecMoTps Ha JOCTaTOYHO BBICOKOE
npucyTcTBUEe PyOHCKO B rOJ0AIOIIMX MO0 MAarHUIO KJIETKAX, KATAJIMTHYECKAsh aKTUBHOCTh 3TOTO
depMeHTa OblIa, CKOpee Bcero, HU3KOM u3-3a AeduinTa HoHA MarHusi B KayectBe kKodakropa. B
MIOJIB3Y ATOTO MPEIIOI0KEHUS CBUACTENLCTBYET (haKT MPOU3BOIBHOTO MEPEX0/ia TOIOAAIOLIIX
[0 MarHWio KJIETOK B aHAIPOOMO3 MPHU JTOCTATOYHO BhICOKOH akTHBHOCTH DC2 (pmc. 6.10), uTo
BO3MOXKHO TOJBKO B YCIOBHSX WHakTHBamuu Iwkia KanpBuaa. ConepikaHHe IUTOXPOM
okcuaasel (COX) B MUTOXOHIpHSX, jkene3ocepHbix OenkoB FIVA/B u Fe-COJ] B xjoporiacte
OBLITO BBIIIC B KJIIETKAX, FOJIOIAIOIIMX 10 MarHuio, 4eM 1o cepe (puc. 6.12, 3.2, 3.8). M3mepenue
CKOPOCTH  TEMHOBOTO  TIOTJIONIEHUS  KHCIOpPOJa B MPUCYTCTBUM  WHTHOUTOPOB
MUTOXOHJIPHAILHOTO JBIXaHUs BBISIBUIIO TpeBbilieHne aktTuBHOCTH PTOX B cpennem Ha 30% B

KJICTKAaX B YCJIOBHUAX MArHUCBOTO T'OJIOJAHUS IO CPABHECHUIO C CEPHBIM I'OJIOJaHHUEM (pI/IC 6.13 u

3.9).

60

:\:. %*\\(]‘)//%% -\—0—“‘%,,,/—)-’ Puc. 6.13. Usmenenus aktuBHOCTH PTOX B KIeTkax
E 451 C. reinhardtii mpu  MarHMeBOM  TOJIOJAHHU.
§ DKCrepUMEHTabHBIE YCIIOBHS COOTBETCTBYIOT
é sor yKa3aHHBIM K puc. 6.10.
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Takum 00pa3oM, OCHOBHOM OCOOCHHOCTBHIO MAarHMEBOTO TOJIOJAAHUS SIBISIETCS COXpPaHEHUE

AKTMBHOCTH KOMITOHEHTOB CBETOBBIX peakiiuii poTocuHTe3a, B yacTHOCTH, PC2 1 1ut bef, uTo,
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BEPOSATHO, TIOJIOKHUTEIBHO BJIMAET HA TPOAOJDKHTEIBFHOCTh (HOTOOOpa3oBaHMS BOAOPOAA.
OueBHHO, YTO JOCTATOYHO AKTHUBHOE OOPa30BAHUE KHCIOPOJA TOJOAAIOIIMMH I10 MarHUIo
KJIETKaMH B aHA3pOOHBIX YCIOBHAX JOJDKHO KOMIIEHCHPOBATHCA BBICOKOH CKOPOCTBIO €ro
YTWIN3AIMM B MPOIECCaX MHUTOXOHJPHAIBHOTO M XJIOPOIUIACTHOTO [IBIXaHUS, a TaKXke B
PEaKIUAX NCEBIOMUKINIECKOr0 TPAHCIOPTA 3JIEKTPOHOB Ha cBeTy. DaKT TOro, 4To coepKaHue
FIVA/B u Fe-SOD B wieTkax ObUIO BbIIIE B YCIOBUSX Je(UIMTa MarHus 10O CPaBHEHHIO C
NeQUIUTOM CEpbl, CBUICTEIHCTBYET B IMOJB3Y MPHOPUTETHOIO YYACTHS IICEBIOLMKINYECKUX
nyred B 5(QeKkTUBHON yTHIM3aIMK KUCIOPOAA B TOJOJAIONMIEH 10 MAarHWI0 KIIETKE.
[loBeIieHHAsT TeHepalus KHUCIOpoJa KIETKaMH B YCIOBUSIX JAe(UIMTAa MarHusi MOXKET
NOJ/ICP)KUBATh PEAKLUHU KIETOYHOTO JIBIXaHUs, YIydllas aJanTaluio KyJIbTYphl K CTPECCOBBIM

YCIOBUSIM.
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I'maBa 7. Mexanu3mbl peryasuud (OTOCHHTE3a B JIHUCThAX (pacom

odbikHOBeHHOI (Phaseolus vulgaris) B ycioBusx aedpunura azora
7.1. AKTUBHOCTB IIEPBUYHBIX NPOLECCOB U PeaoKCc cocTosiHue poTrocuHTeTHYeckoin D TLI

Jnst nonumanust oomux Mexanu3moB agantaiun @CA 3enensix pacrenuii (Viridiplantae)
K JeQUIUTY MHUHEPAILHOIO MHUTAHUS HEOOXOIMMO IPOBECTH CPABHUTEIBHBIC HCCIICIOBAHHMS
MEX1y HanOoJiee KPYIHBIMU BXOASAIIMMHU TaKCOHaMU: 3eneHbiMu Bogopocisivu (Chlorophyta) u
BeiciMu pacteHusmu (Embryophyta). B kadecTBe 00bekTa BBICHIMX PACTCHHN HCIOIb30BAIH
dbacons oobikHOBeHHYIO (Phaseolus vulgaris) u3-3a xoporieit cnocOOHOCTH K POCTY Ha JKUIKOM

cpexe.

Puc. 7.1. HdecstuaneBupie mpopoctku P. vulgaris, BeipaiieHHbIe B YCIOBUSAX THAPOIIOHHKH Ha IOJHON cpene

(100%N) u Ha cpene ¢ 1% ot crangapTHOro copepxkanus azora (1%N).

dacons pactuiau B TeueHue 14 nHel Ha mOnHOM cpefe (KoHTposbHbie pacTenus, 100%N)
U Ha cpefe, coaepxkamiel 1% azora OT cTaHAAPTHOrO KOJIHMYECTBA (TOJIOJAIOLIUE PACTEHHUS,
1%N). Jleduur a3ora MpUBOIMI K CHIKCHHIO OMOMACCHI MPOPOCTKOB (acoid MOYTH B JBa
pa3a 1Mo CpaBHEHHMIO C KOHTPOJIbHBIMU pacTeHHsMU. BHemnuil Bux 10 IHEBHBIX MPOPOCTKOB
nokazan Ha puc. 7.1. Takke a30THOE TOJOJAaHUE COMPOBOXKAAIOCH XJIOPO30M, TakK Kak

2

cojepxanue XJ1 COCTaBsIo 22.6 MKT M© B JINCThSIX KOHTPOJIbHBIX pacTeHu U Bcero 11.3 Mxr
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M2 B JIHCTBAX TOJNONAIOIMMX pacTeHmid (taGn. 7.1). BelnseraHume Xmopodmiia, MOJIEKyna

KOTOPOro COACPIKUT 4 aroma a3oTa, ABJACTCA THUIWYHBIMA IIPU3HAKOM a30THOI'O TIOJIOAAHUA
(Marschner 1995). Oxnako cootHomeHne Xi a Kk Xi b He mperepneBano CyIIECTBEHHBIX
M3MEHEHHU I IPH TOJIOIAaHUH, COCTABIISSE 3.3 B CTAaHAAPTHBIX YCIOBUsIX pocta u 3.1 mpu medunmure
azota (1abin. 7.1). DTH JaHHBIE CBUICTEIBCTBYIOT 00 OTCYTCTBHH 3HAYHTEIBHBIX H3MCHEHUI B
COOTHOIIEHUH MEXIYy Nepru(pepruuecKuMU U KOPOBBIMH AHTEHHBIMH KOMILIeKcaMu. Jlepummr

a30Ta TaKkKe MHIYIUPOBAI CHIKEHHE oOmero conepxanus OenxoB Ha 13%, koropoe

2 2

coctaBisuio 0.86 mr cM™ B koHTpoJie ¥ (.76 Mr cM™“ B TOJOAAIONIUX PACTEHUSX. DTO CBS3AHO,
MpEeXJIe BCEro, C HEAOCTaTKOM a30Ta IS CHHTE3a aMHUHOKHCIOT, a TaKXe CHHXEHUEM
comepkanus pudocom (Marschner 1995). Kak u rojoparonme mo cepe MHKPOBOIOPOCIH,
TOJIONIAIONIUE T10 a30Ty PACTeHUs HAKAIUTMBAIM 3HAYMTEIBLHOEC KOJHMYECTBO Kpaxmaia B
xjoporiactax. Tak, comepkaHue Kpaxmalia B JJUCThAX TOJOMAMIIMX pacTeHui mpocturano 2.00

ML cM 2

, 9TO IMPUMEPHO Ha MOPSIOK MPEBHIIIANIO BEIUYUHY B KOHTPOJIBHBIX pacTeHusx — 0.19 mr
cm? (tabm. 7.1). 3amacaHue yIieBOOB B TaKMX KOJHYECTBAX CBUETENHCTBYET O HAPYIICHHH

OaslaHca MEXy IpolieccaMu 00pa30BaHMsI U UCIIOJIb30BAaHUS TPOIYKTOB (DOTOCHHTE3A.

Tabmuma 7.1. Coxmepxkanue X, obOmero Oenka, KpaxMana W BennuuHa FV/FM B jmcThAX

KOHTPOJIBHBIX U TOJIOJIAIOIINX 10 a30Ty IpopocTkoB P. vulgaris.

X (ath) X alb benok, Kpaxman,
%N FV/FM
MKT CM'2 MKT MK MTI CM'2 MT CM'2

100%N | 22.6+2.3 3.3+0.3 0.86+0.05 0.19+0.03 | 0.80+0.01

1%N 11.3+£1.9 3.1+0.5 0.76+0.07 2.01+0.09 | 0.72+0.03

HecmoTps Ha BbllI€ONHCAHHBIE U3MEHEHUSI POCTOBBIX U OMOXMMHUYECKHUX XapaKTEPUCTUK
rojogaromeil KynbTypsbl, [1I1M coxpaHaan BHICOKYI0 aKTUBHOCTh B YCIOBHSX AeduiuTa a3oTa.
Bemnunna Fv/Fm, xapakrepusyromas GpoToXuMUUecKyro aktuBHOCTE PC2, cocraBisiia 0.80 B
JUCTHAX KOHTPOJBHBIX pacTeHUH, CHUXKasACh 110 0.72 B ycnmoBusax rojoganus (tabdmn. 7.1). OxHako
HaOmonaemoe cHmwkenne FV/Fm cBs3zaHo, ckopee Bcero, ¢ ontuveckumu 3ddekramu u3-3a
HU3KOTO CcoJiepXaHusd Xjopopwiia, a He ¢ u3MeHeHHeM akTtuBHoctu PC2 per se. Dro

MPCAIIOJIOXKCHUC TMOATBECPANIIOCEH IIPU OMIPECACIICHUN KI/ICHOpOI[-BLII[eJ'ISIIOH_[eﬁ aktuBHocTH DC2
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U CKOPOCTH DJEKTpOHHOro TpaHcmopta depe3 @DC2 B THIAKOMIHBIX MeMOpaHax,
W30JIMPOBAaHHBIX U3 JIMCTHEB KOHTPOJBHBIX W Tonojarommx P. vulgaris. Tak, makcuManbHas
aktuBHOCT, MC2 coctaBuna 260 u 288 Mxmonb O2 (Mr Xon) ! ul B crangapTHBIX yenoBUAX U 1pu
nedunuTe a30Ta, COOTBETCTBEHHO (Tabu. 7.2), BHIIBUB HE3HAYUTENbHBIM POCT B Ipernaparax u3
rOJIONAIOIUX pacTeHuid. M3MepeHus: MakCHUMalbHBIX CKOPOCTEH SJEKTPOHHOTO TpaHCHOpTa
yepes PCl1 um PC2 B THIAKOMOHBIX MeMOpaHaX, NPOBEAECHHBIE C HCIOJB30BaHUEM
IXDOUDOH2/IXDPUD B KadecTBe TOHOpa/aKienTopa 3JICKTPOHOB M METHUJ BHOJIOTEHA B
KayeCcTBE aKIENnTopa 3JIEKTPOHOB, HE BBISIBUJIM CHIKEHUS aKTUBHOCTH B YCIIOBHUSIX T'OJIOJAHUS.
HaoGopor, kak m B ciy4ae ¢ KHCIOPOJ-BBIACISAIONICH akTUBHOCTBIO DC2, CKOPOCTh
anekTpoHHoro TpaHcnopra uyepe3 ®Cl u DPC2 HeckoNbKO BO3pacTaja B Ipenaparax u3
rOJIOJIAOIIUX pacTeHui (Tabi. 7.2). OTu AaHHbIE CBUAETEIbCTBYIOT O COXPAHEHUH HOPMAJIbHOTO
OamaHca MeXAy mpoueccaMd (QOTOOKHCIUTENbHON naecTpykuud u pemnapauuu [IBK B

TUIJIAKOUJHOM MeM6paHC B YCJIOBUAX A30THOI'O I'OJIOJAHUS.

Tabnmuna 7.2. MakcumainbHbli 31eKTpoHHbIN TpaHcnopT depe3 PC2 u @C1 B TUIAKOUTHBIX

MeM6paHaX U3 JIMCTBEB KOHTPOJIbHBIX U I'OJIOAAOIIHNX IT10 a30TY IIPOPOCTKOB P. VUlgariS.

H.0—-DCBQ H20->IXOND AXDONDPH—»>MV
%N MKMOJTh O2 MKMOJTb [IXDOUD MKMOITb O2
(mr Xom)tal (mr Xm) 1 gt (mr Xom) 1t
100%N 260+11 129+16 28446
1%N 288+8 137411 305+8

W3 mnpuBeNEHHBIX BHIIE PE3YyIbTaTOB CTAHOBUTCS OYEBUAHBIM, YTO HabI0/1aeMoe
BBILIBETAHHE XJIOPOQHIUIa B JIMCTHAX TOJIOJAIOIIMX PACTEHUH HE CBS3aHO C JAECTPYKIHeH
(OTOCHHTETUYECKHX KOMIUIEKCOB, a OTpakaeT JHUOO CHMKEHHE IIJIOMIATN THIIAKOMIHBIX
MeMOpaH B XJIOpOIIACTe, JUOO0 CHM)KEHHE KOJIMYECTBA XJIOPOIUIACTOB B KieTke. [ oneHku
pa3Mepa U KOJMYECTBA XJIOPOIIACTOB B KIETKAaX MMAPEHXUMbI JIMCTA HCHOJIb30BaIN
¢ayopecueHTHbI KOH(pOKaNbHBIH MHKpOCKoll. CpaBHEHHE JIUCTHEB U3 KOHTPOJBHBIX U
roJIOAAI0NUX MOOEroB BRISIBUIO MHOTOKPATHOE CHHKEHHE KOJIMYECTBA XJIOPOILUIACTOB B KJIETKAX

JUCTHEB TONIOAAONMX pacTeHuit (puc. 7.2). Ilpu 3TOoM pa3smep XJIOPOILUTACTOB BO3pacTal B
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YCIOBUAX TOJOJAHUsS, IO-BUIAMMOMY, B PE3YyJbTaTe HAKOIUICHHWS 3HAYMTEIBHBIX 3alacoB
KpaxMayia ¥ HapymeHus aeneHus. Takum oOpa3oM, 0OeclBEUMBAHUE JUCTHEB TOJIOJAIOIINX
pacTeHui 00yCIOBIIEHO, INIABHBIM 00pa30M, CHIDKEHHEM COJIEPHKAHUS XJIOPOIUIACTOB B KJIETKaX
U3-3a HapyLEeHUs XJIOPOIUIACTHOTo jAeieHus. COOTBETCTBEHHO, CHIXKAIOCh 00Iee KOJUYECTBO
(OTOCHHTETUYECKUX CTPYKTYp B KIIETKE, OJHAKO CTPYKTYPHO-(YHKLMOHAJIbHAs OpraHU3aLus
[ITII® B oTACIBHOM XJIOPOIUIACTE HE IIPETEplieBalla CYIIECTBEHHBIX M3MeHeHUH. [lomydeHHble
pe3yabTaThl CBUAETENBCTBYIOT O CTaOWJIBHO aKTUBHOM COCTOSSHUM (DOTOCHHTETHYECKUX
IPOILIECCOB B THJIAKOMIHOW MeMOpaHe rojIoJJaloIIyX M0 a30Ty PACTEHUH, B TO BpeMs KaK CEpHOe
rOJIOJaHUE Y MHUKDPOBOJIOPOCIIECH BBI3BIBAET MHAKTUBALMIO INPAKTUYECKH BCEX KOMIIOHEHTOB

dorocunTernueckoit DTLI.

Puc. 7.2. Mukpodororpadun xieTox Mezodpuiia ¢ alakCHaIbHONH CTOPOHBI JIHCTa B KOHTpONbHBIX (100%N) (a) n

romozarorux (1%N) (6) mpopoctkax P. vulgaris.

lu2- BUAHBI CKOIUICHHUA XJIOPOIUIACTOB MO KpasAM KJIICTKH; 3 - KIeTKa ¢ OTACJIbHBIMU KPYITHBIMU XJIOPOILUTACTaAMU.

I/I306pa)KGHI/IH MOJTYUCHBI C TOMOLIBIO KOH(i)OKaJ'ILHOFO MHKPOCKOIIa B pEKUME U3MECPCHUSA dX.

I[J'ISI OIICHKHU Oananca MCKAY CBCTOBBIMU W TCMHOBBIMU PCAKIUAMU q)OTOCI/IHTCBa B
JIUCTHAX KOHTPOJIBHBIX W I'OJIOAAIOIINX paCTeHI/Iﬁ OLCHUBAJIM COOTHOIICHUA MEKIAY OCHOBHBIMU
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kommoneHTaMu ®PCA u cBeToBbie 3aBUCHMOCTH TapamerpoB ETR wu (1-qP). M3mepenue
conepxanus 6enkoB D1 (PsbA), RbcL u ®HP BeissBuiIM CHMXEHHE KoJMdecTBa PyOucko Ha
50% u ®HP na 70% B 001eM OEIKOBOM ITyJie B JIUCTHSAX OJOJAIOIIUNX PACTCHUN IO CPABHEHUIO
¢ kouTpoJsieM (puc. 7.3). IIpu aTom conepkanne D1 Genka He U3MEHSIIOCH B YCIOBUAX AehUIIUTA
a30Ta, 4TO COTJIacyeTcs C JaHHBIMU IO BBICOKOM KHCIOpOA-BbAesomel akTuBHOcTH DC2
(tabm. 7.2). Ilockombky oOmiee coaepxaHue OETKOB B JIMCTHSIX TOJIOMAIOIIUX PACTECHUI
CHIKAJIOCh TOJIBKO Ha 13% 10 CpaBHEHHIO ¢ KOHTPOJIEM, TO CTOJIb 3HAUYUTEIILHOE YMEHbBILIEHUE
conepxkanusi PyOucko u OHP orpaxaer crneuunduyeckyro peryssiuio 3THX (EpMEHTOB B
ycinoBusX nedunura azora. M3 mpencraBieHHbIX B Tabn. 7.2 w1 Ha puc. 7.3 pe3yibTaToB
SIBCTBYET, YTO KOMIOHEHTHI (hoTocuHTeTHdeckoi DTl B TuimakougHOW MeMOpaHE COXPaHSIOT
BBICOKOE COJICp)KaHUE M aKTUBHOCTH B YCIIOBUSIX MHHEPAJIBHOTO TOJOJAHWS, B TO BpPEeMs Kak

q)OTOCI/IHTCTI/I‘leCKI/IC (I)epMCHTLI B CTPOMC XJIOPOILIACTA IMMOABEPTatOTCA COKpAICHHUIO.

100%N 1%N

. WD

Puc. 7.3. Becrepu 6ot ananu3 6enko D1 (PsbA), Py6ucko (RbcL) u ®HP B

9KCTpakTaXx u3 JHCTheB KOHTpONbHBIX (100%N) u romomaromux (1%N)

[ Rubisco mpopocrkor P. vulgaris.

= = [ FNR

Kak 0Obuto mokazano B I'naBe 3 Ha mpumepe MHUKpPOBOAOPOCIHEH, HapylleHHe OaaHca
MEXy CBETOBOW M TEMHOBOHW cTaamell (OTOCHHTE3a B YCIOBHAX Ne(PHUIINTa MHHEPAIHLHOTO
NUTAHUS TPUBOJUT K  3HAYUTEIFHOMY BOCCTAHOBJICHHIO TIEPEHOCYHKOB DJIEKTPOHOB
¢orocunternyeckoir DTL[ Ha cBeTy W, CIEICTBEHHO, K CHHUXXEHUIO CKOPOCTH 3JIEKTPOHHOIO
tpancnopta (puc. 3.3). IlpennonoxuTenbHo, NePHUIMUT a30Ta B PACTEHUSIX JOJDKEH TaKxke
NPUBOJUTh K  aHAWIOTUYHOMY dS(hdekry m3-3a CHIKEHUS  COACp)KaHHS  KITFOYEBBIX
doTtocuHTETUUECKUX (PEpPMEHTOB B cTpoMme xjoporacta. Ha puc. 7.4A u b nokaszansl cBETOBbIE
3aBucumoctu mapamerpoB ®X ETR u (1-qP), coOTBETCTBEHHO, M3MEpPEHHbBIE B JHUCTHAX P.

vulgaris B craHnapTHBIX YCIOBHSIX M TIPU JEPHUIUTE a30Ta.
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Puc. 7.4. CseroBrle 3aBucuMoctd ETR (A) u (1 — gP) (b) B IHCTBAX KOHTPOJBHBIX U TOJIOJAIOIIMX IO a30TY

npopoctkoB P. vulgaris.

W3mepenns mpoBOAMIN ¢ MCTIONb30BaHueM prudopa PAM-101.

CaeToBas KpuBas SJICKTPOHHOI'O TPAHCIIOPTa B KOHTPOJIBHBIX paCTCHUAX

2

XapakTepu3oBanachk (haszoif IMHEHHOTO moabeMa oT 0 10 65 MKMONb 3NEKTPOHOB M2 ¢! mpu

2 ¢l Ha stom ywacTke

yBEJIMYEHUH MHTEHCHBHOCTH cBeTa oT 0 10 300 MKMOib (POTOHOB M’
OTCYTCTBYET CBETOBOE JIMMUTHUPOBAHUE IEKTPOHHOI'O TPAHCIOPTA, IMOATOMY HAKJIOH KPUBOMN
xapaktepusyet 3¢ dexkruBHocTs [IIID. [/lanpHeiimee yBenunueHue WHTEHCHUBHOCTU cBeTa ¢ 300
0 1400 mxmons (orToHOB M? ¢l COmpoBOKATOCH CHMIKEHHEM CKOPOCTH HApacCTaHMS
napamerpa ETR, BenmumHa KOTOpOro cocraBmima 125 MKMONb 3mekTpoHoB M2 ¢t mpu TIOIID
1400. IIpu sTOoM cBeTOBass KpHBas HE JOCTHUTaJla YPOBHsI HACBIEHHWS, YTO YKa3bIBA€T Ha
BBICOKYIO aKTHBHOCTh TEMHOBBIX pEaKIMi (OTOCHHTE3a, a TAKXKEe, BOZMOXKHO, Ha BKIIIOYEHUE
aIbTEPHATUBHBIX MyTEH YTHJIM3AIMK 3JEKTPOHOB B XJloporuacte. B romomaromux pacTteHUsIX
ceeroBast kpuBasi ETR xapaxTtepu3oBanach OBICTpbIM HayaJbHBIM MOJHEMOM B JMAaINa30HE
[1PTID 0-100, HaKIOH KOTOPOTO COBMAJANl ¢ TAKOBBHIM HAa KPUBOW B KOHTPOJBHBIX PAacTEHUSX,
CBUJIETEJILCTBYS O COXpaHEeHUH BbICOKOH 3ddextuBHOCTH [IIID. OnHako, B OTIAMYUE OT KPUBOM
B KOHTpoJsie, BenuunmHa ETR B romomaromux pacTeHUAX JOCTUTANA HACHIIICHUS TIPH

2

MHTEHCUBHOCTH cBeTa Bcero 150 MkMonb poToHOB M2 ¢, MakcumanbHoe 3HaueHne ETR B
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2 1

rOJIOAAKOUIUX PACTEHUSIX COCTABWIO OKOJO 30 MKMOJB 3JEKTPOHOB M™“ €, TO €CTh MPUMEPHO
25% OT ypOoBHSI B KOHTPOJBHBIX PACTECHHSX, OTPaKasi CYIIECTBEHHOE CHIDKEHHE MaKCHMAaJIbHON

CKOPOCTH (POTOCUHTETHYECKOTO AJICKTPOHHOIO TpaHCcHopTa in VIivo.

CaetoBbie 3aBucumoctu mnapamerpa (1-QP), u3aMepeHHbIE B KOHTPOJIbHBIX PACTCHHSX,
XapaKTepU30BAINCH TOCTEIIEHHBIM POCTOM OT MUHUMAJIBHOTO 3HAYEHMSI 10 YPOBHS HACBIILICHUS
0.6 pu IIOIID 1200 (puc. 7.4b). Ha xpuBBIX B rojogarommx pacteHusx BennuwnnHa (1-P)
Hacelnanacek rnpu 3HaueHusx [1PIID okono 500, nocturast Bennuunbl 0.9. 3HaueHus nmapamerpa
(1-gP) B cBeroBom wuHTepBane 120-140 mMxmonb (oToHOB M2 ¢, KOTOPBIA COOTBETCTBYeT
CBETOBBIM YCJOBHUSIM B POCTOBOM Kamepe, ObUIM IMPUMEPHO B JBa pa3a BbILIE B I'OJIOAAIOLIMX
pacTeHHsIX IO CPaBHEHUIO C KOHTPOJEM, OTpaxkas CYIIECTBEHHO OoJjiee BOCCTaHOBJIEHHOE
cocrosinue ortocunrernueckoir DTLl. B nenom, Habmogaemsie m3menenus nmapamerpoB ETR u

(1-gP) B rosomaromuMX pacTeHUsAX ObBUIM MEHEE JAPaAaMAaTHYHBIMH, YEM TAKOBBIC B TOJIOJAIOIIMX

MHUKPOBOAOPOCIIAX.

7.2. Pacnipenesnenne 3Hepruu Bo30y:KIeHHUs 1 3J1eKTPOHHBIX MIOTOKOB B XJIOPOILJIACTE

Hapymenune penokc 6ananca B KJIETKE M COMYTCTBYIONIEE BOCCTAHOBJICHUE MEPEHOCYHKOB
3JIEKTPOHOB B TUJIAKOUIHON MeMOpaHe MOI'YT NMPUBOIUTH K MOBBIIIEHHON reHepanun ADK nHa
CBETY M OKHCIUTEIIBHOMY CTpeccy, Kak HaOlIoanoch B TrojojaroIux mo cepe kierkax C.
reinhardtii (puc. 3.4). [IpoBeieHHBII HAMH aHATIM3 COICPIKAHMUS TIEPOKCHUIA BOJAOPOJIA B IUCTHAX
¢ wucnoip3oBaHueM Kpacutenss DAB He BbIIBUI HakKOIUIEHHS JAaHHOIO MeTaboiuTa B
rojogaomux pacreHusx B auanazoHe [IPIID 100-500. Dtor pe3ynabTar ykasblBaeT Ha pOJb
MEXaHU3MOB peryasiuu (OTOCHHTE3a B HOpMalM3aluu OanaHca MeXAy CBETOBBIMH U
TEMHOBBIMH pEAKIUsIMH ¥ TPEAOTBPAIICHHH OKUCIHUTEIBHOTO cTpecca. [loaTomy MBI
UCCIIEIOBANIM  PEIIOKC-3aBHCUMBIC PETYISATOPHBIE MEXaHHW3MBI B XJIOPOIIACTE TOJOIAFOIINX
pacTeHuil: mepexo] COCTOSHUN W paclpelieieHue AJIEKTPOHHBIX TOTOKOB MEXKIY OCHOBHBIM H

AJIBTCPHATHUBHBIMU ITYTAMHU.

Ha puc. 7.5 mnokazanel Huskotemmeparypuble (77K) cnektpbl ucnyckanus X,
U3MEPEHHBIE B 3aMOPOKEHHBIX JIUCTOBBIX IKCTPAKTaX U3 KOHTPOJIBHOM U IOJIOAAIOLIECH 10 a30Ty
¢daconmu. CriekTp B 00JIaCTH KPacHOrO M JaJbHEr0 KPacHOTO CBETa ObLI NMPEJICTaBIIEH ABYMs
nukamMu ®X ¢ makcumymom 1ipu 733 Hwm (muk ®C1) u npu 685 um (uk ®C2). Ha puc. 7.5A
IIPUBEJEHBl PE3yJbTAaThl U3MEPEeHMs CHeKTpoB Bbixona @OX B JKCTpakTax U3 pacTEHUH,

AZIalITUPOBAHHBIX K TCMHOTC B TCUCHUC 2 4.
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Puc. 7.5. Huskotemneparypusie (77K) cnektpst ucnyckanus OX B 9kcTpakTax Jucthes P. vulgaris.

A - pactenus BelpanBany 10 qHeit Ha monHON cpexe (kpuBast 1) u Ha cpexe ¢ 1% azorta (kpuBas 2). b - pacrenus
BBIPAIIMBAJIN Ha IIOJIHON CpeJie U Iepe]] MOMyIeHHEM 3KCTPAKTOB OCBEIaIH 15 MHH TalbHUM KpacHBIM cBETOM 720
HM (KpuBas 3) uian KpacHbIM cBeToM 680 HM (kpuBas 4). B - pactenus BeIpamuBaim Ha cpene ¢ 1% a3oTa n Takke

OcBelIay 15 MUH JaJbHUM KPacHBIM CBETOM (KpHUBast 5) WM KpacHBIM CBETOM (KpuBas 6).

Ha cnektpax B koHTposbHbIX 00pa3nax nuku ®C1 u ®C2 umenu npuMepHO OJUHAKOBYIO
aMIUIUTYy, B TO BpeMs KaK CIEKTPbl B YCJIOBUAX Je(duUIlMTa a30Ta XapaKTepHU30BAINCH
npesbimieHreM aMIuuTy el nuka @C1 Hag nukom PC2 Ha 25-30%. IlpuHuMas BO BHHMaHUE
TOoT (pakt, uro cogepkanue PC1 mo orHomeHuto k GC2 HE U3MEHSIIOCH B YCIOBUAX Aeduimra
a30Ta, 0 YeM CBUJIETEIBCTBYIOT JaHHbIE MO akTUBHOCTH PC1 u ®C2 B Tabn. 7.2, moaydeHHBIN
pe3ysbTaT yKa3blBaeT Ha yBEIMUYEHHE pazmepa cBeTocobuparomieil anteHHbl @C1 0THOCUTENBHO
®C2 B pe3ynbrare nepexoja u3 coctossHust 1 B cocrosuue 2. Ha puc. 7.5b noka3anbl CEKTpsI
@®X B TUCTOBBIX IKCTPAKTAX U3 KOHTPOJIbHBIX PACTEHHH, KOTOPbIE UCKYCCTBEHHO MEPEBOINUIH B
cocrosinue 1 (kpuBas 3) wnm cocrosiHue 2 (kpuBast 4). CoctosHue 1 OBIJIO MHAYIUPOBAHO
OCBEIICHHWEM JHCTa JalbHUM KpacHbIM cBeToM (cBeroM ®DC1), koTopelii crnocoOCTBYeT
okucnenuto [1X myna, a cocrosHue 2 - kpacHbIM cBeToM (cBeTtoM PC2), KOTOPBII NMPUBOAUT K
BoccTtaHoBieHuto 11X myna. M3 pucyHka BUIHO, 4TO MEpexo] U3 COCTOSIHUS 1 B coCcTOsiHHME 2 B

KOHTpOJIE COMPOBOXKAANICA pocToM aMmIuuTyasl nmuka @C1 mpumepHo Ha 15%. Cnextpel OX,
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U3MEPEHHBIE B SKCTPAKTAaX M3 TOJIOJAIONINX PACTCHUI IOCIE OCBEIICHHBIX AATBHUM KPACHBIM
(xpuBas 5) win KpacHbIM (KpuBas 6) CBETOM, IIpUBEACHBI Ha puc. 7.5B. B oTnuune oT KOHTpoJI,
aHaJIOTUYHAsl CBETOBas 00pabOTKa TOJOJAIOIIMX pPACTEHUHA MPAKTHUYECKH HE BIUsUIa Ha
cooTHouleHue Mexnay ammumurynamu nukoB ®Cl u 2, ykaspiBas Ha HHM3KYIO CIOCOOHOCTBH K
nepexoqy cocrosHui. IIpuBeneHHBIE  pe3yibTAaThl  CBUACTEIBCTBYIOT O TOM, 4TO
(doTocuHTETHYECKHE MEMOpaHbl B XJIOPOILIACTaX KOHTPOJIbHBIX U TOJIOJAIOIIUX PACTCHUM
HaXOJATCS B COCTOSIHUM | M 2, COOTBETCTBEHHO, U YTO B T'OJIOJIAIOIINX PACTEHUSX HAPYILIACTCS
MEXaHU3M 00paTHOro mepexona u3 cocrosHus 2 B cocrosHue 1. HeoOpatumelii mepexon B
cocrosiHue 2 Habmromancs takke B kiaerkax C. reinhardtii mpu nukyOamuu Ha cpene 0e3 cepsl
(puc. 3.5). HeobpatumocTs mporecca MOKeT ObITh 00YCIOBI€HA CTPYKTYPHBIMH U3MEHEHUSIMU

TUJIAKOUTHBIX MeMOpaH.

Jlanee Mbl HccrnenoBadM — aJbTEPHATUBHBIE IIYTH 3JEKTPOHHOTO TpaHCIOpTa B
XJIOPOIUIACTAX TOJOJAIOUIMX PAaCTEHUM, MEPEKIIOYEHUE Ha KOTOPBIE MOXKET KOMIIEHCHUPOBATh
penyLUpOBaHHBIM JUHEHHBIA TpaHcnopT. g ouenku LIOT mpoBoannu u3sMepeHHs pENOKC
nepexos10B P7oo B @C1 u I, ”HAYIUPOBAaHHBIX JAJIbHUM KPacHBIM CBETOM B aJIallTUPOBAHHBIX
K TEMHOTE JIMCThSIX KOHTPOJBHBIX W TOJOAAIOMIMX pacTeHuit (puc. 7.6). Kak ymomuHamsoch
panee, B ciy4ae BbiCOKOM aktuBHOCTH L[DT Hakomenue Pro0” Ha cBeTy mpoucxoauT Goee
MEJUICHHO 10 CPABHEHHIO C JIMHEWHBIM 3JIEKTPOHHBIM TPAHCIIOPTOM U3-3a BOCCTaHOBIIEHHS P7o0*
anekTpoHamu, mnoctymatonmMu B IIX myn ot BoccranosienHoro @®n wim HAJI(®)H. B
KOHTPOJIbHBIX JIUCThSIX KMHETUKA OKUCIEHHUS P700 XapakTepu3oBasiach OBICTPHIM OAHO(A3ZHBIM
MOJXBEMOM, BBIXOJSIIMM Ha YPOBEHb HACBHIICHUs PUMEPHO uepe3 1.5-2.0 ¢ nocne BKItOUeHuUs
nanbpHero kpacHoro csera (puc. 7.6A). Oxwucienue Pro0 B JHCTBSIX TOJNIOJAIOMINX PACTCHUI
MPOTEKAJIO 3HAUYUTEIBHO MEAJIEHHEE U HE BBIXOJWJIO Ha YPOBEHb HACBILIEHUS B TEUEHUE BCETO
nepuoja ocBelleHus. Takoil xapakTep KMHETHYECKOM KPUBOW CBUJETENIHCTBYET 00 aKTHBHOM
cocrosiHuu LIOT B ycnoBusx nepunura azora. Heo6XxoaumMo oTMETUTH, 4TO 3(PPEKT CHUKEHUS
CKOpOCTH OKHcIeHUs P7oo Ha CBeTy MOXKET ObITh 00ycioBlIeH TuMUTHpoBaHueM okucienus OC1
M3-32 YaCTUYHO BOCCTAHOBJIEHHOI'O COCTOSIHMS aKIENTOPOB AJIEKTPOHOB B CTPOME XJIOPOILIACTA
u/um 00HApYKEHHOTO HaMu CHIDKeHHs copepxkanuss ®HP (puc. 7.3). B cBow ouepens,
numutrpoBanue okucieHus @C1 m1omKHO CrTOCOOCTBOBATH MEPEKITIOYEHUIO TIOTOKA IJIEKTPOHOB

W3 JIMHEMHOI0 B IMKIMYECKUI PEIKUM.
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Time, s

Puc. 7.6. CBeTOMHAyNHUPOBaHHBIC peqoKC Tepexoanl Pz (A) u Il (B) B jmctesix mpopoctkoB P. vulgaris,

BhIpalieHHbIx Ha moHoH cpee (100%N) u B yenosusx neduiura azota (1%N).

W3mepenns mpoBoAwiy mpu oMoty criektpomerpa JTS-10.

[Mocnenyromiee 3a CBETOMHIYIIMPOBAHHBIM OKHCIEHHEM P7o0 BoccTaHoBieHHE Pro0” B
TEMHOTE IPOTEKAJI0 HECKOJIBKO OBICTPEE B TOJIONAOIIMX PACTEHUSX, YTO OTPAXKACT yBEIMUEHHUE
IIOTOKA 3JIEKTPOHOB U3 cTpoMbl B IIX myn B temuote. Ha puc. 7.6b npuBeneHsl Takke KpHUBBIE
CBETOMHAYLIUPOBAHHBIX PEJOKC mepexonoB Il B KOHTposie W B YCIOBHAX AepHIMTA a30Ta,

KOTOPBIC BBIABUIIN CXOJHBIC U3MCHCHH A C KPUBBIMU P700.
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Puc. 7.7. U3menenus temHoBoro Beixona ®X (F0) mocie BBIKIIOUEHUS aKTHHUYHOTO CBETA B JIUCTHSIX IPOPOCTKOB

P. vulgaris, Beipamennsix Ha monnoi cpene (100%N, 10 nueit) u B ycnoBusx aedurmra azora (1%N, 7 u 10 qHei).

W3mepenus npoBoawiu Ha npudope PAM-101.

ATNbTEepHAaTUBHBIM MOAXOA0M sl oueHku aktuBHocTH LOT sBnsercs knaccuueckuit
HPOTOKON MeTo1a ‘FO rise’, mo3BOJISIOINiT perHCTPHPOBATh U3MEHEHHUsI TeMHOBOTO Bbixoaa OX
(FO) cpa3y mocie BoikmroueHuss akTuHHYHOTO cBeta (Shikanai et al. 1998). CormacHo sTOMY
IPOTOKOJTY, TIOCJI€ BBIKJIIOUEHHUS! aKTHHUYHOTO CBETA MPOU3BOAATCS M3MepeHus: FO ¢ momolisio
Ca0bIX 30HIUPYIOIMIMX CBETOBBIX HMITYJIbCOB, OOJAJAIONIUX HE3HAUUTEIBHBIM AKTUHUYHBIM
apdexToM mpu cTaHgapTHOM ans npubopoB PAM wacrore momymsumu 600 ['u. B ciygae
HU3KoM aktuBHOCTH peakuuid L[OT nmyn IIX ocraercs B OKHUCIEHHOM COCTOSSHUU TIOCIHE
BBIKJIIOYEHHSI aKTMHUYHOTO CBeTa, a BeluuyuHa FO — Ha Hu3koMm ypoBHe. I[Ipu BbICOKOM
aktuBHOCTH [[DT mpoucxoaut BoccranoBienue 11X myna 3a cuet mpooIKarIMMXCs B TEMHOTE
peakuuii LIDT, yto npuBogut k pocty Fo. Takum obpazom, npu aktuBHoM LIDT Habmronaetcs
TPaH3UTOPHBIA POCT YpOBHS FO B TeueHHME HECKOJIBKUX CEKYH] IOCI]E BBIKIIOYEHHUS CBETa, a
3aTeM, II0 Mepe MCUEpIIaHHWs BOCCTAHOBHUTEIBHBIX HSKBUBAJIEHTOB B CTPOME XJIOPOIUIACTA,

MIPOUCXOIUT CHUXKEeHHE FO.

Ha puc. 7.7 MMPUBCACHBI U3MCHCHUA BCIIMYNHBI Fo mocite BBIKIIFOUEHNST aKTHHUYHOTO CBETA

B JIMCThAX KOHTPOJBHBIX W rojojamomux mo asory P. vulgaris. W3 pucyHka BHIHO, 4TO B
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KOHTPOJIbHBIX JIUCTBhSIX BEJIMYMHA FO MOCTENEeHHO CHUXajlach OT HOPMHPOBAHHOTO 3HAYEHUS
1.00, 3apuxcupoBaHHOTO Ccpa3y MOCJe BBIKIIOUEHUs aKTUHUYHOTO cBeTa, j0 0.95 yepe3 3 muH
TEMHOBOW MHKYOaIuu 0e3 GopMUpOBaHUs MPOMEKYTOYHOTO mrka. Hanpotus, m3menenust FO B
JUCTBAX TOJOJNAMOIIMX PACTEHHM BBIIBWIM MUK ¢ MakcumymoMm uepe3 20-30 c¢ mocne
BBIKJIIOUEHUs cBeTa. [Ipu 3TOM amIuiMTyaa nuka Bo3pacrajia B 3aBUCUMOCTH OT JUIMTEIbHOCTH
KYJIbTUBHPOBAHUS PACTEHUS B YCIOBUSAX a30THOro nedunura. Tak, ammurtyna nuka FO B
JUCTHSIX 7-THEBHBIX TOJIOJAIOIINX MPOPOCTKOB (haconm cocraBuna mpumepHo 1.04, a y 10-
nHeBHbIX pacteHuit — 1.07. IlpuBenennsie Ha puc. 7.6 u 7.7 3KCIEpUMEHTAIIbHBIE PE3YJIbTAThI
MOATBEPXKIAIOT Mpeanojoxenne o0 aktuBHOcTH peakiuii [[DT B P. vulgaris B ycnoBusix

A30THOI'O I'OJIOJJaHH .
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Puc. 7.8. 3mMeHeHns WHTEHCUBHOCTH MUHNMaIbHOH DX (FO) B MHCTRAX KOHTPOIBHBIX M TOJOAAIONINX PACTCHUH
P. vulgaris mpu TemHOBOW HHKyOanmuu B aHa3pOOHBIX ycrnoBUsX. Hauano aHa’poOHON HMHKyOanuMu OTMEYeHO

CTPENKOI.
H3mepenust IpOBOAMIN C UCTIONB30BaHUEM rpubopa PAM-101.

Y  BBICIIMX  pacTeHWH  XJIOpOABIXaTelbHas  IeMb  MNPEJCTaBICHA  PEaKIUsSMH
HE(OTOXHUMHUYECKOTO BOCCTAHOBJIEHHS IIACTOXUHOHOB npu yuactuu HAJIH nermaporeHasbl u
peakmueii okucienus [1X kucmopoaom npu karaautudeckoit aktuBHoctu PTOX (Nixon 2000).
Jnist olieHKH HEPOTOXUMHUYECKOTO MyTH BoccTaHOBIeHU [1X mpoBoImiin U3MEpeHus mapaMerpa
FO B JHCTBSIX KOHTPOJBHBIX M TOJIONAIONIMX PACTCHUH B TEMHOTE B a’dpOOHBIX M aHaIPOOHBIX
ycnoBusx. Korna TucThst ”THKYOUPOBAIKCH B a3pOOHBIX YCIOBHUAX, TO BBIXOJ FO mpakTHYecku He
U3MEHSUICS B KOHTPOJIBHBIX M TOJOAAIONIMX oOpasiax B TeueHHe 1 4 mpeObIBaHHUsS B TEMHOTE,

oTpaxas MNPCUMYIICCTBCHHO OKHUCICHHOC COCTOSIHUC IIX ImyJa. I[aﬂee OTOT JKCICPUMCHT
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MOBTOPSUIM B aHa’pOOHBIX YCIOBUAX. [ 3Toro oOpas3ipl MpOJyBajlud a30TOM B TEUEHHE
HKCIEPUMEHTA U, TAKUM 00pa3oM, HHIHOMPOBaIM peakluio pe-okucienus [1X myna ¢ yuactuem
PTOX. B KOHTpPOJIEHBIX PAaCTEHUSX BeIMYMHA FO mpakTUyecKku HEe M3MEHsIach B TedeHue 15
MUH. TEMHOBOM MHKYOAIli B aHa pPOOHBIX YCIOBHSX, B TO BpeMsl KaK B JIMCThSIX T'OJOJAIOLINX
pactenuil ®X Bo3pacrana 6onee ueM Ha 30% 3a TOT ke mepuo Bpemenu (puc. 7.8). Aspauus
00pa3IoB U3 roJIOJAIOIIMX PACTEHUH MpHUBOAMIA K OBICTPOMY CHIKEHHMIO FO 10 HavalbHOTO
ypoBHs. llomydeHHbIe pe3yabTaThl CBUACTENBCTBYIOT 00 MHTEHCH(HKANUU Tpolecca
He(OTOXHUMHUECKOro BoccTaHoBieHHs [1X mysna B ycnoBHSX a30THOTO TOJIOJAHMS, YTO TAKXKe
HaOJI01aeTCsl B KJIETKaX TOJOJAIONIMX 10 Cepe MUKPOBOJOpOCiel. MexaHU3M 3TOro SBJICHUS
00yCJIOBJIEH, BEpOSATHO, MOBBIIEHHBIM cojepkanueM HAJ[(®)H B crpome xioporuacra B

TCMHOTC M3-3a JCTrpaJallii HAKOIUICHHBIX 3aIl1aCOB KpaxmaJia.

7.3. HepoTroxumunueckoe TymeHme

VY BBICIINX pacTeHHid Hepro3aBUcHMBIi KoMmoHeHT NPQ wurpaer xiroueByro poib mpu
ajantanuu K ctpeccoBsiM BosnerictBusM (byxos 2004, Horton 2014). Ha puc. 7.9 moka3zaHsl
WHAYKIIMOHHBIE KpuBbIe mapamerpa Quyopectennuu xjopodpumuia NPQ B mmcThax
KOHTPOJIbHBIX U TOJIOJIAIOIIUX 0 a30Ty pacTteHuil. B o6oux obpasmax Benmunna NPQ OwicTpo
Bo3pactana or 0 mo 1.7 B Teuenne 1.5 MHH mocie BKIIOYCHHS CBeTa MHTCHCHBHOCTHIO 300
MKkMonb GoToroB M2 ¢ L. [Tocye atoro 3nauerns NPQ B KOHTpOIIE IPAKTHYECKH HE H3MEHSITICH
JI0 KOHIIa SKCIIEPUMEHTa, B TO BpeMsl Kak B JHCThsIX rojofaroniux pacteHuit NPQ mpomomkano
BO3pacTaTh W JOCTUTajo 3HaYeHHs 2.5 Ha MATOW MUHYTE OCBEIEHUS, a 3aTeM MPAKTUYECKH He
u3MeHsutocb. HaOmomaembrii poct NPQ orpakaer reHepamuio TpaHCTHIakougHoro pH
IpagueHTa, KOTOPBIH KOHTPOJHUPYET BEIUYHHY TEIUIOBOH JAMCCHIIAINN YHEpruH B aHTeHHe DC2.
Hauanpueiii mogrem NPQ Obul OJMHAKOBBIM B KOHTPOJBHBIX W TONOAAIONIMX 00Opaslax,
CBUJICTENBCTBYSI O TOM, YTO CKOPOCTh TeHepalnuu pH rpamueHTta Ha CBETYy HE HU3MEHsETCS B
YCIIOBHSX a30THOTO TOJIOJAHHS TI0 CpaBHEHHIO C KOHTposieM. bornee Boicokmit ypoBerb NPQ B
rOJIOJIAIOIIUX PACTEHUAX OOYCJIOBJIEH, MO-BUAMMOMY, CIOCOOHOCTBIO K TeHepauuu Oosee

BeIcOKOTO pH rpamuenta B pesynsrare aktuBamuu [[DT (Suorsa et al. 2016).
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Puc. 7.9 Tunamuka cBeroBoit naaykuuu NPQ B nucthsix koutponbHbix (100% N) u ronogatorux mo asory (1% N)

moberos P. vulgaris.

H3mepenus nmpoBoawIy ¢ nomouibto npubopa PAM-101.
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Puc. 7.10. CgeroBbie 3aBucumoctu NPQ, m3mepenusie Ha nucthsix P. vulgaris B xoutpomsbix (100%N) u

rononaromux 1o azory (1%N) pacteHwuii.

W3mepenus mpoBOAuIIM ¢ HCTIONb30BanueM npubdopa PAM-101.
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Jlst mosmydeHust Oosee moJTHOW HHGOPMAIIMK O Pa3BUTHH HE(POTOXMMHUYECKOTO TYIICHHS
B anteHHe ®C2 MBI AONMOTHHUTENIBHO H3Mepsuin cBeToBble 3aBUCHMOCTH NPQ B aHCTBAX
KOHTPOJIbHBIX M TOJIOJAIOIIMX IO a30Ty NpopocTkoB Qacomu (puc. 7.10). Kak BumHO u3
PHUCYHKA, TOJOJAIONINE PACTeHUs XapaKTepU30BaJUCh Oojee BbicOkMMH 3HaueHusMu NPQ mo
CPaBHEHHUIO C KOHTPOJIEM B IIMPOKOM MHTEpBaje MHTEHCUBHOCTU cBera: oT 80 no 800 MKMOIIb
doronos M2 ¢cl. Hanbonpmras pazuuna B 3aavenusx NPQ nabmonanacek B uatepsaine [1OIID ot
100 mo 400, KOTOpbII COOTBETCTBYET €CTECTBEHHBIM BapHallUsIM B YMEPEHHBIX HIMPOTAX.
BuyTpu storo ceroBoro uurepBasia 3HaueHuss NPQ B roiojaroniux pacTeHHsIX MPEBBILIAIN
COOTBETCTBYIOIIIME 3HAUEHUSI B KOHTPOJIE MPUMEPHO B [1Ba pa3a. Takum oOpazom AeQUIUT a30Ta
UHAYLUUpPYET 3HA4YMTENbHOE YyBenuueHue pH-3aBucMMONM TeNaoBOW IUCCUIIALIMKM SHEPTUU B
anteHHe ®OC2 royofaroUUMX pacTeHU. OTH pe3yJbTaThl KapAMHAIBHO OTJIMYAIOTCS OT
MOJIYYEHHBIX Ha TOJOMAIONIMX [0 CEpe 3€NIEHBIX MHUKPOBOJOPOCIAX, Y KOTOPBIX 3aMETHO

CHIDKaeTCsl CrtocoOHOCTh K cBeToBoM reHepanuu NPQ (I'masa 4.2.1.).

Ta6numa. 7.3. CoaepskaHue OCHOBHBIX KCAHTO(HILIOB Ha enuHUIy Xi1 a (MMonb (Mois X a)t)
U YPOBEHb JIEIMOKCHAALNU KapOTHHOMJIOB KCAHTO(MWIUIOBOTO IMKIA B KOHTPOJIBHBIX U

rojoaromux mpopocrkax P. vulgaris.

B — BuomakcantuH, A — aHTepakcaHTWH, 3 — 3eakcaHTWH, H — HeokcanTuH, JI — moTeuH.

Benuunna ctanAapTHOrO OTKIOHEHUS He npesblimana 10%.

A+3)/
A B/Xna | A/Xna | 3/Xna | HXna | J/Xna | (B+tA+3)/Xna ( )
(B+A+3)
100%N 16 2 5 22 103 23 0.30
1%N 17 2 9 23 110 28 0.39

Haunbonee nzyuennsim Mexannsmom NPQ sBnsiercs pH-3aBucuMast perynsmusi coctaBa
KapoTHHOUI0B KcanTodmioBoro mukia (Havaux and Niyogi 1999, Jahns and Holzwarth 2012).
B Tabnuue 7.3 npuBeneHbl JaHHBIE MO COAEP>KAHUIO OCHOBHBIX KCAHTO(PUIUIOB HA €IUHHILY XII
a, a TaKKe YPOBHM JEdMOKCHUIAIMM KApOTHMHOUAOB KCAaHTO(PMIJIOBOIO IMKJIa B JHCTHIX

KOHTPOJIbHBIX W I'OJOJAIOIINUX I10 a30TYy paCTeHHﬁ, aIalTUPOBAaHHBIX K OCBCIUICHUIO B pOCTOBOﬁ
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kamepe. V3 mpuBeeHHBIX JaHHBIX BHHO, YTO COJCPKAHHE BHOJIAKCAHTUHA M aHTEPaKCAaHTHHA
OBLIO MNPUMEPHO OAMHAKOBBIM B JIUCTHAX KOHTPOJIbHBIX M T'OJOJANOIINUX paCTeHHﬁ, COCTaBJIAA
16-17 u 2 wmmoms (Moms X a)?, coorBerctBeHHO. OJHAKO COJEPKAHHE OCHOBHOTO
(OTO3aIUTHOrO KApOTHHOWIA 3CaKCAHTHHA OBUIO TOYTH B JBa pa3a BBIIIE B YCIOBHUAX
nepumuTa a30Ta, cocTaBnss 9 MMonb (Momb X1 a)l 1O CpaBHEHHIO C 5 B CTaHZApPTHBIX
ycinoBusix. HakoruieHne 3eakcaHTHHA B TOJIOJAOIINX PACTCHHUSIX MOXET OBITh OOYCIOBIICHO
reHepamueii 6osee BHICOKOTO TpaHCTHiIakouaHOro pH rpamuenTa Ha cBery. B nenowm, gedumut
a30Ta MHAYIIMPOBAJ YBEIMYCHUE OOIIIEro MmyJia KApOTHHOMIOB KCAHTO(PHILUTOBOTO LIUKIIA ¢ 23 110
28 mmoms (Mons Xn a). Kpome 3eakcaHTHHA B JTHCTBSX TOJOJAIONIMX PACTEHHI BO3pAcTaio
conepxanue moTenHa co 103 mo 110 mmons (mons Xu a)?! (rabn. 7.3), xoTopsli urpaer

BOXHYIO ()OTO3AIIMTHYIO M aHTHOKCHUIaHTHYO posib (Jahns and Holzwarth 2012).

Jlanee MBI HCCIEIOBAIM BEPOSTHBIE (POTO3AMUTHBIE MEXAaHM3MBl B PEAKIIMOHHBIX
neaTpax @C2 roixoAammmx pacTeHHd, KOTOPbIe MOTYT OBITh CBSI3aHBI C M3MEHEHUSIMH PEIOKC
MOTEHIMAIOB XUHOHHBIX akientopo B MC2 (lvanov et al. 2008). {nst OLEeHKH H3MEHCHHIA
penokc noreHuuanos KBK, Qa u Qb B ®C2 ucnonb30Baiy METOA TEPMOTIOMHHECIICHIINH, KaK
ONKMCAHO NPUMEHUTENBHO K MUKpoBojopocisiM B ['naBe 4. Kak u y 3eneHbIx Bojopocieil, y
BBICIIMX PACTEHUN BBICOKOTEMIIEpPATYpHbI NUK ‘B’ TepMoitOMMHECHEHIMH OOBIYHO HMEET
makcumyM Tnipu 30-40°C u cBsizaH ¢ pexkoMOMHanmuen 3apsmoB B coctosHMH S2Qb7, a
HU3KOoTeMIlepaTtypHbli muk ‘Q’ ¢ makcumymom mnpu 10-20°C nHabmrogaercs B NPUCYTCTBUU
JMYpOHa M COOTBETCTBYET pekomOuHammu Mexay Sz cocrosauem KBK m Qa (Tyystjarvi and
Vass 2004). B mpenaparax THJIAKOWJAHBIX MeMOpaH, U30JHUPOBAHHBIX M3 JINCTHEB KOHTPOJIBHBIX
pacteHuii, MakcuMyM moJockl ‘B’ Habmronancs npu 40°C, a monocsr ‘Q’ - mpu 15°C (puc. 7.11).
B oOpasnax u3 rojojaromux pacTeHUi NojoxeHue nuka ‘Q’ MpakTUYecKH He OTJINYaJIoCh OT
TAaKOBOTO B KOHTpOJIE, B TO BpeMsi Kak MUK ‘B’ Obi1 cMemeH Ha 7°C B CTOPOHY MOHMKEHHS
TEMIIepaTypbl. DTH JaHHBIE CBUACTEIBCTBYIOT O TOM, 4YTO JAe(UIUT a30Ta HHAYIHPYET
OTpUULATENBHBIN CABUT penokc nmoreHnumana Qb, B To Bpems kak penokc nmorenmmans Qa n KBK
HE IMpeTepreBaloT M3MEeHeHuil. MojenupoBaHue KPHUBBIX TEPMOJIOMUHECIEHIIMH BbISBHIIO
CHIDKCHHUE CPEJHETOYEYHOro pefokc moreHnuana B mape Qb/Qb” ma 65 MB mo cpaBHeHwmio ¢

BenmurHO# B KonTpose (Antal et al. 2010).
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Puc. 7.11. KpuBble TepMOIIOMHHECLICHIIMK, U3MEPEHHBIE Ha Ipernaparax THIAKOMIHBIX MeMOpaH u3 JuctheB P.

vulgaris B mpucyrctuu 20 pM anyposa (nuk 'Q') u 6e3 muypona (muk 'B).

dacosp pactunu Ha nonHo# cpene (100%) u B yenoBusax aedunuta azota (1% N).

OueBHIHO, YTO M3MEHEHHE PeloKC MOoTeHIMana QD JOKHO MPHBOAUTH K CHHXKCHUIO
3NeKTpoHHOrO TpaHcmopra ¢ Qa Ha Qb u3-3a yMeHBIIECHHS YHEPreTHYECKOro 3a30pa MEXIy
TUMHU XUHOHaMHM. J[J1s1 mogpoOHOro Mcciae10BaHus 3JIEKTPOHHOTO TPAHCIOPTA HA aKIENTOPHOU
cropone ®C2 wm3Mepsuin KpuBble TeMHOBOro 3aryxanuss ®X (kpuBble pe-okucieHus Qa’).
W3mepeHuss mpoBOAWIM Ha Ipenaparax THJIAKOUAHBIX MEMOpaH U3 JIMCTHEB KOHTPOJIBHBIX U

roJIoJarIIuX pactenuit (puc. 7.12).

CpaBHeHHE MeXJy KPUBBIMHU BBISIBHIIO CHIDKEHHE CKOpocTH 3aryxaHus ®X B TeueHHe
ObicTpoil (a3pl B YCIOBUAX JepHUIMTAa a30Ta, B TO BpeMs KakK pas3iuuus MpPaKTUYECKH
OTCYTCTBOBAJIM B MEIJICHHOM (pa3e KUHETUKH, B TOM 4YHCIE B YCIOBHSIX HHTHOMPOBAHUS
3NIEKTPOHHOTO TpaHcmopta ¢ Qa Ha Qb muyponowm (cMm. BcraBky K puc. 7.12). Kak ynoMuHamoch
panee, ObICTpast ¢a3za KHHETUKU 3aTyXaHHUs BKIIFOYAET [BA KOMITIOHEHTA, OTPAKAIOIINX TTEPEHOC
anekTpoHa ¢ Qa” Ha Qb B mentpax ®C2 co CBsA3aHHBIM IUIACTOXMHOHOM U 0€3 CBS3aHHOTO
IUTACTOXMHOHA, a MeajieHHas ¢a3a oOycioBlieHa pekoMOMHanueil 3apsgoB mexay Qa u Sz
cocrosinueM KBK. Kak u y 3enenbix Bogopocieii, y BRICUINX pacCTeHHUI B MEJUIEHHOH ¢aze 4acTo

MIPUCYTCTBYET JONOJHUTEIbHBIN KOMIIOHEHT C BpEMEHEM KHU3HU oKkouto 100 mc.

200



1,0

0,6

0,4

Chl fluorescence

0,2

0,0

0,8

%Ooeg%

+DCMU

o
o

o

g

&

»
Dgs_c

100% N
o 1%N

0,001 0,01

0,1 1

10 100

Time, s (log)

Puc. 7.12. Kpusbie 3aryxanust ®X (kuHeTHku peokucienus Qa’) B THIaKOMIHBIX MeMOpaHax, H30JIMPOBaHHBIX M3

JIMCTHEB KOHTPOJIBHBIX M TOJIOJAIONIMX 10 a30Ty mpopocTtkoB P. vulgaris.

o0pasiax, oopadoraHHbix 20 MKM auypoHa.

Ha BcTaBke npuBencHBI KpUBBIE B

Tabmuna. 7.4. Pe3ynbraThl MYJIbTH3KCIOHEHIUAIBHOIO Pa3OKEHUS KMHETUYECKUX KPHUBBIX

3aryxanusa @ X, npuBeaeHHBIX HA puC. 7.12

beicTphIii Cpennnii MenneHHslit MenneHHsiit

KOMITOHEHT KOMIIOHEHT koMmmoHeHT (I) xommoneHT (1)

T, MC A, % 7, MC A, % 7, MC A % 7,C A %

100% N | 0.45 70 3.1 14 77 4 8.3 12.0
1% N 1.02 53 10.4 23 96 9 9.2 15.0

B Ta6J'II/II_IC 7.4 MNPUBCACHBI PEC3YJIbTATbl MYJIbTHIKCIIOHCHIHAJIBHOI'O Pa3JIOKCHUA

KMHETUYECKUX KPUBBIX, IPUBEICHHBIX Ha puC. 7.12. Pe3ynpTaThl pa3inoKeHUs BBISIBUIN YETHIpE
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KOMIIOHEHTa, BKJIIOYas MUHOPHBIA JONOJHUTENbHBIM MEUIEHHBIH KOMIIOHEHT |, ammiuTyzaa
KoToporo He npesbimana 10% ot Bennuunbl nepemenHord @X. M3 Tabnuisl BUAHO, YTO BpeMs
KU3HU OBICTPOTO KOMIIOHEHTa ObUIO B 2.5 pa3a Bblme, a cpeaHero — B 3.0 pasza BbIle B
npenaparax M3 IOJIOAIOUIMX PAaCTeHUH MO CPAaBHEHMIO ¢ KOHTPOJBbHBIMM, YTO COIJIACyeTCs ¢
OOHapy)KCHHBIMU U3MEHEHUsIMU CBOiicTB Qb-caiita. B THiakomgax M3 rojofaroliux pacTeHUil
aMIUTUTyAa ObICTPOrO KOMITOHEHTa Obuta Ha 17% HuKe, a aMIUIUTyJa CpPEJIHEro KOMIOHEHTa —
Ha 9% BbIIIE, YeM B KOHTpOJIE. DTH W3MEHEHUS MOXKHO OOBSICHUTH TeM, 4TO apPUHHOCTH
moutekyibl [1X k Qb-caiiTy cHikaeTcs B yCIIOBHSIX TOJIOJAHMS, B Pe3yJIbTaTe Yero BO3PACTaeT
nons ueHTpoB @C2, He copepkaimux cBsi3aHHbIN [1X B afanTupoBaHHOM K TEMHOTE COCTOSIHUMU.
V3MeHeHHs aMIUTUTY/Abl U BPEMEHH KU3HH MEIJICHHOTO KOMIOHEeHTa || B ycrmoBHsX romomaHus
OBLIM HE3HAYMTEJIbHBIMU, CBUJETENILCTBYS O IPAKTHUYECKOM OTCYTCTBUU WM3MEHEHUN CBOMCTB

KBK, Qa, a Taxke coaepxanns Qb-HeBoccTaHaBIMBAIOIINX IEHTPOB.

Takum 006pa3zoM, AeDUIMT a30Ta HHAYIUPYET CrelUprIecKkue n3MeHeH s cBoicTB Qb —
caiita ®C2, CeICTBUEM YEro SABISETCS CHIDKEHHE peoke moreHnuana Qb, ckopoctu mepeHoca
anekTpoHa ¢ Qa Ha Qb u koHcTaHThl cBsA3biBanus [1X ¢ @C2. DT U3MEHCHHS HE NMPUBOMIAT K
cHIKeHnio akTuBHOCTH @C2 (Tabmn. 7.2), HO MOTYT BHOCUTH BKJIaJl B HAOIIOIaEMOE B YCIOBHSIX
royiofanus yBenundenue napamerpa (1-gP), oTpakaroiee pocT BoccTaHOBIeHHOro Qa Ha CBETy
(puc. 7.4b). Heo6X0auMO OTMETHTH, YTO crenu(UYecKre M3MEHEHUs peaokc moTennuana Qb
HaOJIFOIaMCh KaK B KJIETKAX TOJIOAIONINX 110 Cepe MUKPOBOJOPOCIIEH, TaK M B TOJIOJAIOIINX 110
a30Ty pacTEeHHsX. JTO yKa3bIBaeT HA HAIMYME OMPEICIICHHON CBSI3M MEXAy cBoiicTBamu Qb-
caiiTa ¥ MHHEPAIbHBIM CTATyCOM OpraHu3Ma. MeXaHU3Mbl CHIKCHUS peoKe moteHnuana Qb B
YCIOBHUAX MHHEPAJIbHOIO TOJOJaHHUsS HE BIIOJHE IOHATHBL. B03MOXHO, HMHIYIUpPOBaHHbIE
CTPECCOM HW3MEHEHHS JMIHIHOTO COCTaBa THJIAKOMIHOW MEMOpaHBl W, B LEJIOM, OKPYKCHHUS
@®C2 oxa3pIBalOT BIMSHUE Ha CcBoOWcTBa caifta cBs3biBaHus [1X. JIMCKyCCHOHHBIM BONPOCOM
SIBJISICTCSl BO3MOJKHAsE CBs3b MEXIY HW3MEHEHUsiMH cBoicTB Qb-cBsi3biBaromiero caiita u

CHOCOOHOCTBIO K 6€30I1acCHOMY TYIIEHUIO 3Hepruu B eHTpax OC2.

B rosomaronux mo a3oTy pacTeHHSX HaApYyIIEHUS peloKC OallaHC B XJIOPOIUIACTE He
IOPUBOJAT K OKUCIUTEIBHOMY CTpPECCY, YTO MOKET OBITh OOYCIOBJIEHO IeHepalueil BHICOKOTO
NPQ, ¢oTo3amuTHRIMI W3MEHEHHMSIMA KapOTHHOMIHOTO COCTaBa M JIPYTHMMHU PETYISTOPHBIMU
npoueccamu. O4eBUIHO, YTO (DOTO3AIUTHBIE U3MEHEHUS JOJIKHBI MOBBIIATh PE3UCTEHTHOCTh
¢doTocuHTE3a K JECTPYKTUBOMY BO3JEHCTBHIO CBETa BBICOKOH MHTeHCHMBHOCTH. Ha puc. 7.13
IIPUBENEHBl KPHUBBIE CHUXKEHMS KUCIOpOA-BbIAeiAmomend aktuBHoctd @OC2, T.e. KpuBBIE
¢dboTouHrnOupoBaHus, B Mpenaparax THIAKOWTHBIX MEMOpaH W3 JIUCTHEB KOHTPOJIBHBIX U

rojomaromux  P.  wvulgaris mpu  ocBemenun  [IOIID  3500. KpuBbie wumenu
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MOHOAKCIOHEHIIMAJIBHBIM XapakTep M Pa3IMYaIUCh MO CKOPOCTH CHUXKEHHsSI akTUBHOCTH DC2.
Tak, B KOHTpOJbHBIX Npenaparax akTuBHOCTh PC2 manmana Ha 80% B TedyeHHe dHaca, a B
npenaparax M3 ToJOJAoIuX pacteHudd - Ha 60%. Habmiogaemoe CHMXKEHHE CKOPOCTH
(OTOMHrMOMPOBaHMSI B YCIOBHIX a30THOTO TOJIOJAHMSI COTJIAcyeTcsl ¢ AAHHBIMU IO YCUJICHUIO

MCXaHU3MOB (bOTOBaHII/ITHOFO XapakTepa.

100
o —&— 100% N
o\_ 80 + —O— 1% N
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2
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S 40t
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Puc. 7.13. Jlunamuka (OTOMHrHOMpPOBaHUS B IIpenapaTax TWIAKOWIHBIX MEMOpaH U3 JINCTHEB KOHTPOJIBHBIX

(100%N) u romogatomux (1%N) pactenuii P. vulgaris.

KpuBbie HOpMUpPOBaHBI HAa BEIMYMHY HadaiabHOI akTuBHOCTH PC2 (0 MuH).

Oo0cy:kaeHue pe3yabTaToB

Hacrosimas pabota npexacraBisgeT coOOW KOMIUIEKCHOE CPaBHUTEIBHOE HCCIIEAOBAaHHE
Mexanu3moB anantanuun ®CA 3e1eHbIX MUKPOBOJOPOCIEN U BBICHIMX PACTEHUHN K HEJOCTaTKY
BOXKHEHITMX OMOTEHHBIX JJIEMEHTOB B cpene. ['omonmatomme mo cepe kietku C. reinhardtii
XapaKTEpU3YIOTCS CHUKEHUEM CHHTEe3a OEJIKOB M aHAOOIMYECKHX MPOIECCOB, YTO MPUBOAUT K
HapYIICHUIO KJIETOYHOIO JIEJIEHUs U, COOTBETCTBEHHO, YMEHBIIIEHUIO TOTPEOHOCTH OpraHu3Ma B
NpoayKTax (poTocHHTE3a U 3anmacaHuio u30bITka yrieBoaoB (I'masa 3.1). B atux ycnosusix ®CA
CTaHOBUTCSA M30BITOUHBIM U IMOJIBEPraeTcsi CyIIECTBEHHOMY COKpalleHHio. B mepByio odepens,
cHIDKaeTcs cozepkanue Pybucko, B To Bpems kak [IBK B TunakoungHoit MmemOpaHe cTpaaaroT B

MEHbIIIEH CTeneHu. TakuM o0pa3oM, BO3HUKAET JOTOJHUTEIBHBIM JUCOAIAHC MEXIY
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reHepanueil BOCCTAHOBUTEIbHBIX 3KBHUBAJICHTOB B CBETOBBIX PEAKIHMSAX U UX MOTpeOJIeHHEM B
TEMHOBBIX MPOIECCAX, YTO HMHIYHHUPYET BOCCTAHOBJIICHHE MEPEHOCUYUKOB (POTOCHHTETUYECCKOU
OTL n nyna &g u HAJI(®) B ctpome. B pesynbrate 3TOr0, ¢ OJHON CTOPOHBI, BO3PACTAET
BbIXoJT ADK 1 BO3HUKAET OKUCIHUTENbHBIN cTpecc. C Ipyroil CTOPOHBI, CIBHUT PEAOKC OamaHca
CIOCOOCTBYIOT TMEPEKIIOYEHHUIO JJIEKTPOHHOTO TPAHCIOPTAa B LHUKIMYECKUNH PEXKUM  JUIS
noanepxkanusi cuateza AT®. OTHOBpEMEHHO B KJIETKaX aKTUBUPYETCS Psii TOMOJHUTEIbHBIX
(OTO3AMUTHBIX M PETYISATOPHBIX MpoieccoB. [lomyuyeHHbIe B paboTe pe3yibTaThl MO3BOJSIOT
clenaTh BBIBOJA O TOM, YTO OCHOBHbIMH MexaHu3Mamu anantaiuun @CA MukpoBogopociel K
nedunuty cepsl siBistoTcs: peopranmsanus OC2, nepepacnpenenenue sueprun Mexay OC2 u
@®Cl wu nepeHamnpaBiI€HHE IIOTOKOB 3JIEKTPOHHOI'O TpPAaHCIOpPTa B  XJOPOIUIACTE HA

aJIbTEPHATUBHBIC ITYTH.

KomnnekcHass peopranmszanuss ®C2 B rosiofamIIMx KIETKaxX BKIIOYAET IPOLIECCHI
nerpajaliMd ¥ (QYHKIMOHAJIBHOW MHAKTUBAlMM (OTOCUCTEMBI, a TaKXKe YMEHbILICHHE
HONIEPEYHOr0 CEYEHUs MOIVIOIIEHHUS M aKTHBALMIO IyTed Oe30MmacHON IUCCUMALUU SHEPruu
(I'maa 4). OueBuAHO, UTO CHIDKEHHE cojepkaHus u akTuBHOCTH ®C2 B ycioBusAX aucOanaHca
MEXJly NpolleccaMy MOIJIOMICHUS U YTHWIM3ALUU SHEPruu ocialbiasieT OKUCIUTENbHBIM cTpecc.
Coxkpamenue konuuectBa LeHTpoB PC2 MoxeT ObITh 0OYCIOBIEHO HapylIEHHEM IIpolecca
penapauuu (OTOCHCTEMBlI B YCIOBHSX CHM)KEHHUSI OEJIKOBOIO CHHTE3a U BBICOKOM reHepaiuu
A®K (I'maBa 3). IlpucyrcTBytomue B THJIAKOMJHOW MeMOpaHe Komiuiekcsl DC2
XapaKTEePU3YIOTCS MOHKEHHONW (QYHKIIMOHAIBHOM aKTUBHOCTHIO. B 4acTHOCTH, HaMU MOKa3aHo,
4TO HEJJOCTATOK cepbl MHAYyIupyeT nepexo] @C2 B cocTosiHME CO CTaOUIBHO BOCCTAHOBJICHHBIM
Qa, (¢opmMupoBaHME KOTOPOIO MOXXET OBITb CBSI3aHO OJIHOBPEMEHHO C  BBICOKOHU
BOCCTaHOBJIEHHOCTHIO myna [1X u yBennuenuem penokc norennuana Qa. Takke B ToJI0AArOIINX
KJIETKaX HapylIaeTcsl SHEPreTUYecKoe B3aMMOJCHCTBHE MEXAY aHTEHHBIMH KOMIUIEKCAMU U
neatpamu  ®C2  wu  HakammuBaroTess 1eHTpel  0e3  KBK.  ®ynknuwonamshsie  (QDb-
BOCCTaHABJIMBAOIINE) [ICHTPBI XapaKTEPU3YIOTCS CHIKCHUEM KOHCTAHTBI CKOPOCTH IepeHOca
anekTpoHoB ¢ Qa Ha Qb u apdunHocTH [1X Kk Qb-caiiTy, KOTOpBIE 00YCIOBICHB U3MEHEHHUSIMU
pPElOKC TOTEHIMATOB XWHOHHBIX aKIENTOPOB JJIEKTPOHOB. B 1enoM, moxoxkas crpaTerus
perynsauun ®C2 HabmogaeTcs y MUKPOBOJOPOCIEH B YCIOBHUSX a30THOTO TOJIOIaHUA, KOrJa
TaKXKe Hapyniaercss OajaHC MeXIy CBETOBBIMH W TEMHOBBIMU pPEAaKIHUSIMU (OTOCHHTE3A
(Uemepuc 1997). OcHOBHBIE OCOOCHHOCTH aJaNTally 3€JIeHBIX MUKPOBOJOPOCIEH K IeUIUTY
a30Ta ONpeAeNsAloTCs, MO-BUANMOMY, BO3MOKHOCTbIO HCIIOJI30BAHUS XJIOpO(HIIIa B KauecTBe
UCTOYHUKA a30Ta U 3aBHUCAT, B 3HAYUTEJIHbHOM Mepe, OT BUAOBOI NPUHAMJIECKHOCTH M THUIIA

nutanus (Garciaferris 1996, Yemepuc u np. 1996, IorocsH u np. 2012). B ornuume ot
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reTepoTpO(HBIX YCIOBUH, MPU aBTOTPOGHOM THUIIE TUTAHUS OOJBINYI0 poJib B peryssiuu [TT1D
urpaet NPQ.

B romomarommx mo cepe kierkax C. reinhardtii Bo3pactaeT sKkcmpeccus T'EHOB,
komupyrommx LHCSR (Gonzalez-Ballester et al. 2010, Toepel et al. 2013), Ho mpu 3TOoM
CHIDKAeTCs cBeToBas MHAyKIusA NPQ u Hapymiaercs BuojakcaHTHHOBBIM nukia (I'maBa 4.2).
OmnpezneneHHyio poib B (OTO3AIIUTE MOTYT HrpaTh H3MEHEHHS CTPYKTYyphl M COCTaBa
nepugepuyeckoro kommiekca @C2, B KOTOPOM MPOUCXOIUT 3aMEIICHHE OJHUX CyObeTUHHIL
npyrumu (Nguyen et al. 2008), BospacraeT cojep:kaHHe KapOTHHOWIOB BHOJIAKCAHTHHA M
JIOTEWHA, W 3Ha4uTeNabHO yBenuumBaeTcs Bbixon ®X ([maa 4.2). B ronomaromux KieTKax
TaK)K€ OCYILIECTBIISIETCA IEPEeXoJ]l M3 COCTOSAHHMA | B COCTOAHME 2, WHAYLUPOBAHHBIN
BocctanoBnenueM [1X myma (Wykoff et al. 1998), urpatormumii poTO3aIUTHYIO POJIb B 3€ICHBIX
Bogopocisx (Allorent et al. 2013). IIpu 3ToM cocTosiHHE 2 B TOJOJAIOIIMX KICTKAX SBISACTCS
HEOOPATUMBIM, YTO MOKET OBITh CBS3aHO C MEPECTPOUKON TUIIAKOMIHBIX MEMOpaH, CHIKEHHUEM
CTIKHMHTA U HapyUICHUEM SHEPreTHYECKOrO B3aUMOJCHCTBUS MEXKIY aHTEHHBIMH KOMIUIEKCAMHU
u peakuuoHHbIMM LeHTpamu (I'maBa 3.2 u 4.1). OOHapyxkeHHbIi Hamu nepexox Qa B
BBICOKOIIOTEHIIMATbHYI0O  (opMy  MOXeT  o0nagatb  (OTONMPOTEKTOPHOH  (PYHKIIMEH,
HAIPaBIIEHHOW Ha CHWXXEHHE BEPOATHOCTH OOpa30BaHMs TPUILIETHBIX COCTOSHUN X1 U

CHHIJICTHOTO KHCIIOpOJa IpU peKOMOMHALIMK MEPBUYHO pa3jeicHHbIX 3apsaoB (Fufezan et al.

2007).

Nurubuposanne JIDT B romogaromux mo cepe KIETKaX MHUKPOBOJOPOCIECH MPUBOIUT K
NIEpPEepacpPECIICHNI0 TIOTOKOB JIEKTPOHOB B XJIOPOIUIACTE B TOJb3Y AJIbTEPHATUBHBIX IyTEH
(CmaBa 3.2). Ilpexxme Bcero, mpoucxoaut aktuBaius (DT, yemy cmocoOCTByeT HM3MEHEHHE
JHEepreTHYecKoro OamaHca Mexay AByMs ¢(ortocucremamu B noibly PCIl. Kak wu3BecTHO,
aktuBHBIN [[DT moseimaer ornomenne ATO/HAI(D)H B kieTke, 4TO Jiydile COOTBETCTBYET
MeTaboNIMYeCKUM TMOTpeOHOCTAM B YCIOBUAX cTpecca. K anbTepHaTUBHBIM MYTSAM B
xmoporutacte C. reinhardtii Takxke OTHOCATCSI CBETOMHIYITUPOBAHHBIE MPOIECCHI, IPOTEKAIOIITNE
npu ydacTuu gepMeHToB peakuuu Memiepa, ¢guaBonporenHoB FIVA u FlvB u xomnonentos
xjopozasixarenbHoi nenu (puc. 1.5). O4eBUAHO, YTO MHTMOMPOBAHME MOTOKA AJIEKTPOHOB Ha
COz2 B rojojaronux KieTKax MPUBOIUT K POCTY CKOPOCTH IMOTJIONIEHUSI KUCIOpOa Ha CBETY, a
Jierpajalys HaKOIUICHHBIX 3alacoB Kpaxmalla — K YBEJIIMYEHHUIO XJIOPOJBIXaHUS B TEMHOTE.
N3yueHne cOCTOSHUS KOMIIOHEHTOB ITMKJIOB ‘BOJa-BOJIa’ B TOJIONAIOMIMX IO cepe Kierkax C.
reinhardtii BeisBUIO CHIKeHME akTHBHOCTH W copepskanust COJl, xartanasel, FIVA u FIvB, a
Tak)Xe He3HauuTeabHbIH pocT aktuBHOCTH PTOX (I'maBa 3.2). Ilpm 3TOM cepHOE TOJIOJaHHUE

UHIyIUPYET POCT COAepKaHMs ackopbaTa u ackopOar-niepokcuiasHyto aktuBHOCTH (Salbitani et
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al. 2015, Nagy et al. 2016). B menom, uMeromnmecs 3KCIePUMEHTAIbHBIE JaHHBIE TTO3BOJISIOT
IPENONI0XKNUTh, YTO OKHCIHMTEIBbHBIN CTpecc B YCIOBUAX aeduuuTa cepbl OOYCIOBICH B
OoJbIIEH CTENEHU NeHepalurell CylepoKCcHl aHUOH pajaukana Ha ceety B @CI1, B To BpeMs Kak
00pa30BaHUE CHHIJIETHOI'O BO30YXAEHHOro COCTOsHUS Kuciopoaa B PC2 urpaer MeHbLIYIO

POJIb U3-3a KOMILIEKca (POTO3amuUTHBIX repectpoek OC2.

CpaBHEHUE OCHOBHBIX (PM3HOJOTMUECKUX XAPAKTEPUCTHUK 3€JICHBIX MUKPOBOAOPOCIEH U
BBICHIMX PACTEHUH B YCIOBHUAX OMOTCHHOTO TOJOAAHUS BBIABWIO TaKHe OOIIME YepThI, Kak
[I0JIaBJICHUE POCTA, HAKOIUIEHWE 3HAYUTENIbHBIX 3aracoB yrieBoaoB U cokpamienue @CA. Ilpu
stoM cokpamenne @®CA y ronopamommx MHKPOBOJIOPOCIEH OOYCIOBIEHO HapylleHUEM
(YHKLMOHAIBHON aKTUBHOCTH U Jlerpajialiieil OCHOBHBIX (DPOTOCHHTETUYECKUX KOMILUIEKCOB, B
TO BpeMs KAK y BBICIIMX PACTEHHM, B OCHOBHOM, CHHXXAE€TCS KOJIMYECTBO XJIOPOIUIACTOB B
KJIeTkax Me3odwnia iucta. B rojoparomumx mo azory mpopoctkax P. vulgaris Tak e, Kak Uy
BOJIOpOCIIeH, HapylaeTcs: 6agaHCc MeXy CBETOBBIMU U TEMHOBBIMU peakUusMU (OoToCUHTE3a,
UHAYIUpyommii  BocctaHoBieHue ¢orocunrernyeckon DTL[ (I'maBa 7.1). OTm HapymeHus
KOMIICHCUPYIOTCS aKTHBAaIMEH CXOXHX (OTO3AMIMTHBIX W PETYISTOPHBIX TIPOLECCOB B
XJIOpOIUIacTe, BKJIOYas HE(POTOXMMHUYECKOE TYIIEHHE, HAaKOIUIEHHE KapOTHMHOUIOB C
(OTO3aIUTHBIMU M AaHTUOKCUIAHTHBIMU CBOWCTBAMH, NEPEXO0]] U3 COCTOSIHUA | B COCTOsIHUE 2 U
aktuBannio [[OT. OCHOBHBIM OTJIMYMEM TOJIONAIOIIMX BBICIIMX PACTEHHM OT BOIOPOCIEH
ABJIIETCS TOJHOCTBIO AaKTUBHOE COCTOSIHUE KOMIOHEHTOB (orocunrernueckod OTL[ wu
OTCYTCTBHE OKHCIMTENBHOrO crtpecca. [[o-BHIMMOMY, BO3MOYKHOCTh PETYISLUN KOJINYECTBA
XJIOPOIUIACTOB M pa3BUTHE BbICOKOro NPQ Ha cBeTy MO3BOJIAIOT B 3HAYUTENIBHOM CTENEHU

aZlaliITUpOBAaTh (I)OTOCI/IHTEB K peaAynunupoOBaHHBIM HOTpe6HOCT5{M ToJIOJAroIIeTo OpraHrui3ma.

HexoTopble abuoTHyeckue crpecchl MOTYT MHAyHHpoBaTh m3MmeHeHuss ®CA, cxoxue c
TEeMH, KOTOpble HAONIOAAIOTCS TpU JIePHUIUTE MAaKpOIJIEMEHTOB. Tak, BO3AeHCTBHE
HEONTHUMAJbHBIX TEMIepaTyp, AepuiuTa BoAbI (3acyxa, 3aCOJIEHHe, OCMOTUYECKUH CTpecc) Ha
(OTOCHHTE3 3aUaCTyI0 XapaKTePHU3yeTCs MIEPEX0JI0M U3 COCTOSHHS | B COCTOSIHUE 2, aKTUBAIIUEH
DT, pocrom NPQ, HakomieHHeM (OTO3AMUTHBIX KAapOTHHOUIOB W AaHTUOKCHUIAHTOB,
U3MEHEHHMSIMM  PEJOKC IOTEHIMAIOB XWHOHHBIX akumentopoB B DOC2 wu  npyrumu
comytcTByromumu nepectpoiikamu ®CA (Astrom et al. 1998, Cousins et al. 2002, Salvucci et
al. 2004, Ensminger et al. 2006, Chaves et al. 2009, Zhang and Sharkey 2009, Codporora u mp.
2014, Zia et al. 2016, Lima Neto et al. 2017). B orauume OT JEHCTBUSA H30BITOYHOM
OCBEILEHHOCTH, TIEPBUYHON MHIICHBIO KOTOPOH SIBISIOTCS KOMIIOHEHTBHI (DOTOCHHTETHYECKON

OTII, BeImeHa3BaHHBIE a0MOTHYECKHE (AKTOPhI MHAKTUBUPYIOT, B MEPBYIO OYEpeIh, MPOIece
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accummwisinu CO2. DTO yKa3bIBaeT Ha IEHTPAJIbHYIO POJIb WHAKTUBALIUM TEMHOBBIX pPEAKIIHM

¢doTtocunTe3a B HOpMUPOBaHUM KOMIUIEKCHOTO (POTOCHHTETHYECKOTO OTBETA HA CTPECC.

VY HEKOTOPHIX MHKPOOPTaHM3MOB IPOTOHBI MOTYT BBINOJHATH (PYHKLIHUIO aKIENTopa
9JIEKTPOHOB B ycioBusix naeduiura kuciaopoga (Boichenko et al. 2004). Cpenu aspoOHBIX
(OTOCUHTETUKOB TOJILKO HEKOTOPBIE 3€JIEHbIE MUKPOBOJOPOCIU U IUAHOOAKTEpUH 00JIaaroT
CIIOCOOHOCTBIO CHHTE3UpPOBATH BOJOPOJ MPU TOMOIIU CIEHHUATU3UPOBAHHBIX (EPMEHTOB
aHaspoOHoro merabosnusma — ruaporenas (Vignais and Billoud 2007). denomeH IMTEILHOTO
BBIJICJICHUS BOJIOPO/Ia Tostoatoiei Kyinprypoii C. reinhardtii B 3akpbiTom ¢poToOHopeakTope Ha
CBETY TECHO CBS3aH C (POTOCHHTETUYECKUM TPAHCIIOPTOM DJIEKTPOHOB U SBIISETCS PE3yIbTaTOM
CHUHEPreTHYECKOro JIEHCTBUS IBYX CTPECCOBBIX (haKTOPOB: JIehUIIMTa MUHEPATLHOTO MUTAaHUS U
aHaspoOHbIX ycioBuit (I'maBa 5.1). [IpumepHO Yepe3 CyTKH MMOCje Hayaila MHKYOAlud KIIETOK
0e3 cepbl B 3aKpbITOM KYJIBTUBAaTOPE MPOMCXOJUT CAMOIPOHM3BOJIBHOE YCTAHOBIICHHE
ana’pobubix ycmosuii (Melis et al. 2000). Oxgxako aktuBHOCTE DC2 MOXKET UMETh JOCTATOYHO
BbICOKHME 3HaueHus, nocturaromme 80% OT BeNMUMHBI B CTaHAAPTHBIX YCIOBHUSIX POCTA,
HEMOCPECTBEHHO TMepe/ IMOJHBIM TOrJomeHrneM Kuciopoaa B Kyibrype ([nmaBa 5.1). Dto
CBHUJICTEJILCTBYET O TOM, YTO IMEPEXO0J] B aHa’poOM03 OOYCIIOBJIEH HE CTOJBKO MHAKTHUBAIHEH
®C2, ckonpko WHTHOMpoBaHueM IMKiIa KanbBuHa, B pe3ylnbTare 4ero BO3PacTaeT MOTOK
JJIEKTPOHOB Ha KHUCIOPOA Ha cBeTy. B MOMEHT, Korja coiepXaHHe KUCIOpoJa B cCpele
CTaHOBUTCS NMPAKTUYECKH HYJEBBIM, MPOUCXOIUT OblcTpas uHakTuBanus ®C2. OueBuAHO, 4TO
ATOT MPOIECC OOYCIOBJICH MPAKTUYECKU TMOJHBIM BOCCTaHOBIeHHEeM myia [1X, Gi1okupoBKOi
peokucinenuss PC2 U, COOTBETCTBEHHO, mepexoaoM Qa B MOJHOCTHIO BOCCTAHOBJIEHHOE
COCTOSIHME Ha cBeTy. B cBoro ouepenp, aHa’poOHBIE YCIOBHMS WHAYLHPYIOT THAPOT€HA3HYIO
aKTUBHOCTh W BBIACTICHHE BOJOPOJa Ha CBETY, YTO NMPUBOIUT K YaCTUYHOMY PEOKHUCICHHUIO
dotocunternueckoir DT u peakruBanuun OC2. B pesynbrate mepeHoca 3yekTpoHoB ¢ OC2
(Bozbl) Ha ruaporenasy (H') B xyoporiacte royiofaromieil KIeTKH 0CyIIECTBISETC OHOPOTOIN3
BoJbl. Ilpn 3TOM CHHTE3UpOBaHHBIM BOJOPOA BBIIENSIETCS M3 KIETKM BO BHEIIHIOIO Cpeny,
MO3BOJISIST YTUIIM3UPOBATh U30BITOK AJIEKTPOHOB U NMPOTOHOB, a KUCIOPOJ BOCCTAHABIMBACTCS B
nporeccax JAbIXaHUS W TICEBAOIMKINYECKOrO TpaHCIopTa B xjoporuiacte. [lo-Buaumomy,
MeXxay mporeccamu (HoTooOpa3oBaHUsS KHUCIOpOJa W BOJOPOJa B aHadpoOHOH (ase cepHOro
roJOJaHUsl YCTaHABIMBAIOTCSA cOallaHCUPOBAHHBIE PELMIIPOKHBIE OTHOIIEHUs. Tak, BbICOKas
aKTUBHOCTh THAPOTEHA3bl JIOJDKHA MPUBOAMTH K 3HAUUTENBHOMY peokHciaeHuto myna I1X,
JONOJTHUTENBHOM peakTuBaunu O C2 1 yBEIMYECHHIO COIEPKAHUS KUCIOPO/a B KIETKE, KOTOPBII

OKa3bIBae€T MHTUOMTOpPHOE JeiicTBME Ha TujporeHasy. B pesyiabTare mpoucxoauT
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BocctaHoBieHue [IX mymna, 3akpbiTue @C2, CHUKEHUE COJEpPIKAHUS KUCIOpOJa B KIETKE, H,

COOTBCTCTBCHHO, pCaKTUBALIUA TUAPOIrCHA3HI.

[TpoBenenHsbIil B HAaCTOsIIEH pab0Te MHTMOMTOPHBINA aHAIN3 BBISIBUI TECHYIO CBS3b MEXKIY
¢doroobpazoBanueM Bopopona u DT, mpomeccamu AbIXaHUS, dHEPrU3alHed THUIAKOUIHBIX
meMOpan (I'maBa 5.2). B wactHocTH, moka3ano, uro [[DT gomoaHuUTENbHO aKTUBUPYETCS MPHU
nepexojie ToNamleld KyJlbTypbl B aHa’poOMO3 M OKa3bIBA€T 3HAYMTENIbHOE HHTHOUTOpPHOE
neiictBue Ha (HOTONPOMYKIHMIO BOJIOPONA, CBUAETENBCTBYS O KOHKYPEHTHBIX OTHOLICHHUSX
MEXy pEaKUsIMH [UKINYECKOTO MyTH U THAPOTeHa30i 32 BOCCTaHOBIEHHBIN (heppenokcut. B
CBOI0 O4Yepelp, OTCYTCTBUE AKTHMBHOM TIMAPOreHa3bl B KJIETKE MNpUBOAUT K pocty L[OT-

3aBUCUMOTO (hoTodoCchHOopUIupOBaHHUS HA aHAPOOHOU cTamuu cepHoro roioaanus (I'masa 5.3).

[Tpu nepexone rojxoparoueil KyJlbTypbl B aHa3pOOHbIC YCIOBUS MPOUCXOJUT IIOJHOE
BOCCTAHOBJICHHE TICPEHOCUMKOB (poTocHHTEeTHYEeCKOW | jabixareinpbHord DTII, uro mpuBOIUT K
CHIDKEHHMIO CKOPOCTEM BCEX OKHCIMTEIbHO-BOCCTAHOBUTENBHBIX pEAaKUUA B KIETKE W,
coOoTBeTCTBEHHO, cuHTe3a AT®. ®oroolOpa3zoBaHHEe BOJOpPOAA COMPOBOKIAETCS HYAaCTUUHOU
peakTuBanueil (POTOCMHTETHUECKOro 3neKTpoHHoro TpaHcnopra u  PC2, crnocoOCTBYA
dorodochopunupoBanmio. Beiaensemslit porocucTeMoit 2 KMCIOPO MOXKET YTUIM3UPOBAThCS
B pEaKLUAX KJIETOYHOI'O JAbIXaHUs, YTO MMO3BOJISIET PEaKTUBUPOBATh MUTOXOHApHabHyt0 DT u,
BO3MOXKHO, OKa3bIBaeT BIMSHUE Ha (yHKIMOHaNIbHOE cocTosiHus 1ukiaa Kpebca. Bonee Toro,
IPOAYKIMST BOAOPOJA CONPOBOXKIAETCS BBIBEJEHUEM IIPOTOHOB W3 KIETKH, YTO HIPaeT
MOJIOKUTETBHYIO POJIb TPU 3aKUCICHUU Cpelbl MpoaykTamu Opoxenus. Mcxoas w3 3Toro,
MO’KHO TPEANONIOKHUTh, YTO WHIYLUPOBAHHbBIE T'MIPOT€HA3HOM aKTHBHOCTBHIO MeTaboInyecKue
M3MEHEHHUs JOJDKHBI OKa3bIBaTh IMOJIOXKUTEJIbHOE NEHCTBUE Ha (PU3MOJIOTUYECKOE COCTOSHUE
KJIETOK. B moib3y 3TOro mpenmnooKeHus CBHUIETENIBCTBYIOT IOIYYEHHBIE HAaMU JIAaHHBIE O
CHW)KEHHMH JKU3HECIOCOOHOCTH KyibTypbl u aktuBHOocTH PC2 B myrante C. reinhardtii 6e3
THJPOTEHA3HOW aKTUBHOCTM Ha aHa’poOHOo# cramuu cepHoro romoxaanus ([maBa 5.3).
HeoxxunanueiM siBisieTcst TOT (DaKkT, YTO OTCYTCTBUE THIPOr€HA3HOW aKTUBHOCTH B KJIETKaxX He
NOPUBOJAUT K CHIDKeHHIO coaepkaHusi AT® Ha aHa’poOHON cTajuu ToJI0JaHMs, a, HA0O0OpoT,
yBEIMYMBAaET €ro. BeposTHo, 3TO cBsi3aHO ¢ Oonee BbICOKOH ckopocThio LOT wu
dboTodochopunupoBanus, a TaKKe CO CHIDKeHHEM noTpedsiennss AT®D B KIeTKax B OTCYTCTBHE
TUAPOTEHA3HONW aKTUBHOCTU. B CBSI3M ¢ BBIABICHHOW pPOJIbIO (POTOOOpA3OBaHUS BOAOPOJA B
aJanTaluy TOJIO/AONIe KJIETKH K aHa’pOOHBIM YCIOBHSIM BaXXHBIM SBIISI€TCS BOMNpPOC 00
aKTyaJbHOCTH HTOTO MpOIIecca B €CTECTBEHHBIX YCIOBHUSIX OOMTaHUsA. JJocTOBEpHOrO OTBETa Ha
TOT BoOMpoc He cymecTByer. I[IpenmonoxurenbHo, ¢(oTooOpazoBaHHE BOJOPOJIA MOMKET

MMPOTCKATh Ha MO3JHUX CTAAUAX LBCTCHHA MHKpOBO}IOpOCJ’IGﬁ HJIN IIPU JTOKAJIBHOM CKOIIJICHUH
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KJIICTOK, KOrjga BbICOKasd INNIOTHOCTH IIOIYJIALUA CHOCO6CTByeT HUCUCPIIAaHUIO OCHOBHBIX

MMUTATCIIBHBIX 3JICMCHTOB B CPCIC oOuTaHUS U «BBICAAHUTIO» KHUCJIIOPOAA.

B Hactosmee Bpemsi HaydHbI HMHTEpeC K (PEHOMEHY IIMTEIBHOTrO (OoTOOOpa30BaHMA
BOJIOPOJIa  3€JCHBIMH  MHKPOBOJIOPOCTSIMH ~ OOYCJIOBJIEH IIOMCKOM BO3MOXXHBIX —ITyTeH
NPOMBIIIICHHOTO MPOM3BOJCTBA 3TOTO JKOJOTMYECKHM YHCTOTO HMCTOYHHKA JHEPIHU C
ucnonb3oBanueM (oroomopeakropo (Torzillo et al. 2014). Pazpaborka MmOAXOI0B K
ONTHMHU3AIMKM BbIXoJa Bojgopona B kierkax C. reinhardtii HanpaBieHa, B 3HAYUTEIBLHON
CTETICHH, Ha TECTHPOBAHNE HOBBIX NMPOTOKOJIOB MOJyYEHHSI TOJIOAIOMINX KYIbTYp M Pa3IHIHBIX
sKcrepuMeHTaIbHbIX yeaoBuii (Antal 2015, 2018). B gannoit pabore mokaszano, 4to kietku C.
reinhardtii, ¥MMOOMIM30BaHHBIE B TOHKMX albIMHATHBIX INIEHKAaX, CIOCOOHBI K Ooiee
IPOIOJDKUTEIFHOMY BBIJICIICHHIO BOJIOPOJAa B YCIOBUSAX CEPHOTO TOJIOAHUS MO CPAaBHEHHIO C
cycneH3uoHHON KynbTypoil (I'maBa 6.1). MexaHu3Mbl 3TOro sIBJI€HUS OOYCJIOBJIEHBI, IO-
BUIMMOMY, BBICOKOH 3(PQekTuBHOCThI0 DC2-HE3aBUCUMOrO IyTH MNPOJAYKIUU BOJAOPOAA,
00ECIIEYCHHOTO 3HAYUTEIPHBIMU 3allacaMd U BBICOKOW CKOPOCTBIO JeTpajalliyd KpaxMaia.
BrsiBiieHa BaxxHas poJib CIIEKTPATIBHBIX XapaKTEPUCTUK CBETA B Ka4eCTBE (haKTOpa, BIHSIOLIETO
Ha CKOPOCTh M TPOJOJDKUTENLHOCTh (POTOOOpA30BaHUsSI BOJOPOJA TOJOAAIOIIUMHU KIIETKAMHU.
Tak, ocBemieHHE KyJIbTYpbl MOHOXpomarudeckuM cBeroM @OCI1 TOBBINIAET CKOPOCTh U
JUTUTEIILHOCTh (POTOMPOIYKIIMU BOJOPO/IA MO CpaBHEHUIO co cBeToM DC2 3a cueT crabuian3aliu
KOMITOHEHTOB (hoTrocuHTeTHUecKOor DTL] 1 yBenudeHus: CKOPOCTH 3JIEKTPOHHOTO TOTOKA Yepe3
@®CI1. CpaBHUTENbHBIN aHaNU3 JNEWCTBUS HENOCTAaTKAa CEpbl M MarHus BBISBWJI TOBBIIICHUE
¢doTroobpa3zoBaHMs BOAOPOJA TOJOJAIOIMIMMU IO MarHUIO KJIETKaMU 3a CYeT YBEJIMYEHUs
IPOIOJDKUTEIBHOCTH MPOAYKTUBHOIO TMEpHoJa. IDTO CBA3aHO C TE€M, YTO AEPHUIMUT MarHus
OKa3bIBaET B IIEJIOM OoJiee MATKOE JECTPYKTHBHOE BO3JIEHCTBHE HA METa0O0JIM3M BOJOPOCIEBBIX
KJIETOK, 4eM Je(uuT cepbl. OTIMYUTEIHHON YepTOi MarHUEBOTO TOJIOAAHHUS SBISIETCS BEICOKAs
aktuBHOCTH, PC2 Ha CTaguM BBIIEICHUS BOJOPOJA, YTO, MO-BUIUMOMY, TTOJOKHUTEIBHO BIUSET
Ha oburee (pU3HOIOrHYecKoe COCTOSHUE KIIETOK 3a CUET MOJJEepPKAHUS OTIACNBHBIX ‘adpOOHBIX’
METa0OJIMUECKUX MyTeH B XJIOPOIUIACTe U MUTOXOHIpHsX. [lodydyeHHble B paboTe pe3ysbTaThl
YKa3bIBAlOT Ha TO, YTO 3(PPeKTHBHAS Nerpagaius Kpaxmaia, BEICOKas OCTaTOYHAss aKTHBHOCTD
®C2, BBICOKAasT CKOpPOCTh YTWJIM3aLMM KHciopona, orcyrcteue [[OT m mpemmymiecTtBeHHOE
B030yxaeHre ®C1 ABIAIOTCS OCHOBHBIMH (haKTOpaMH, CTUMYIHPYIOIIMMH BBIXOJI BOAOPOAA Ha

aHa3p06H0171 cTaguu roJIoJaHHus.
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3akJIloueHue

[Tonumanue (QyHIAMEHTAIBHBIX OCHOB PETYISIIMUA (DOTOCHHTE3a MPEAIoiaraeT BIIAJCHUE
uHpopmanmelt 00 oOmeM U cClOeUUadbHOM XapakTepe CTPYKTYpHO-(DYHKIIMOHAIBHBIX
nepectpoek @CA B OTBET Ha BO3/CICTBHE Ba)XKHBIX aOMOTUYECKHX CTPECCOBBIX (PAKTOPOB B
pasHbIX (DOTOCHMHTE3MPYIOUIMX OpraHu3Max. B CBsA3u C 3TUM B HacTosmied pabore cC
MCIIOJIb30BAHUEM CPABHUTEIBHOTO IIOAXOAA M CXOAHBIX METOJOB HCCIIEIOBAIM XapakTep
BO3/ICUCTBUSI MUHEPAIBHOTO CTpecca Ha (PM3MOJIOTHYECKOE COCTOSHUE U (POTOCHHTETHUYECKYIO
CIIOCOOHOCTBH 3€JICHBIX MHUKPOBOJOpOCTed U BbicuX pacteHuil. [loigydeHHble pe3ynbTaThl
MO3BOJIMJIM PACKPBITH 0a30Bble MEXaHU3Mbl (DOTOCHMHTETHUECKOTO OTBETa Ha CTpecc, Cpeau
KOTOPBIX BOXXHYIO pojib urpaet peaokc cocrosiuue I1X myna. [TokasaHo, 4TO B HCCIIEIOBAaHHBIX
opranuszMax Je(UIUT OCHOBHBIX MAaKpO3JEMEHTOB HHIYLHUPYET 3HAUYUTEIBHOE COKpalleHHEe
OCA, noxoxxue U3MEHEHUS SHEPreTUUYeCKOro U peloKc OallaHca, M aKTUBAIUIO psifa CXOMHBIX
(bOTO3AIUTHBIX U PETyIATOPHBIX MEXAaHU3MOB. BBISBICHBI MeXaHU3MbI CHEHUPUIECKON
Moaupuxanuun @C2 B MUKPOBOAOPOCISIX, Cpeiu KOTOpbix — mepexoq PC2 B cOCTOSIHHE CO
CTaOMJIbHO BOCCTaHOBJICHHBIM QA M HampaBlieHHbIC M3MEHEHHUs pelokc noTeHnuanos Qa u Qb,

KOTOPBIE€ HOCST (POTO3AIIUTHBIN XapakTep.

B pabore uccienoBanbl MeXaHU3MbI (POTOOOPA30BaHUS BOJIOPOIA TOJIOIAIOIIMMHU KIETKAMHU,
B TOM YHCJI€ CBSI3b THJIPOTCHA3HOMN PEaKIUu C 3JICKTPOH-TPAHCIIOPTHBIMU IMOTOKAMU B KJIETKE U
ocobennoctu perymsanun [1T1O Ha craguu Goronmpoaykimu Bogoposaa. [lokazano, 4ro mporece
¢doTo0Opa3zoBaHMs BOJOPOAA MOXKET MIPaTh AJANTAIMOHHYIO POJb B YCIOBHUSX MHHEPAIHLHOTO
CTpecca, TIOCKOJIbKY OKa3bIBaeT IMOJIOKUTEIBHOE BO3CHCTBUE Ha (DOTO3AIIUTHBIC CBOWCTBA U
KU3HECTIOCOOHOCTh  KJIETOK.  [IpakThueckuii uHTepec K  (OTOMPOIYKIMUA  BOJIOPOJIA
NOJpa3yMeBaeT pa3padOTKy HOBBIX MOJIXOJOB K ONTHMH3ALMHU MpPOIEcca C IENbI0 peaTn3ainu
BO3MOXKHOCTH TIOJMYYEHHsI Ta3a B NPOMBIIUICHHBIX MacmrTabax. B Hactosmedr pabote
0/1I00paHBbI YCIIOBHUS ISt IPOAOKUTETHHOTO ¢doroobpazoBaHus BO/IOpO/Ia
UMMOOMIN30BaHHBIMU KynbTypamu C. reinhardtii u BbIsSBICHBI MEXaHU3MbBI CTUMYJIHPYIOLIETO
apdeKTa MarHHEeBOTO TOJIOJAHWS Ha BBIIEICHUE BOJOPOJAa IO CPAaBHEHHIO C CEPHBIM
rojoganveM. llomydeHHBIe — pe3yibTaThl  TMO3BOJIWJIM  ONPENCIUTh  METa0OIHUYECKHE
Monudukanuu, crnocoOcTByomue (oTooOpa3oBaHUIO  BOAOPOJA, UYTO MOXKET  OBITh

HCIIOJIb30BAHO HJIA MMOJYUCHUA BBICOKOIIPOAYKTUBHBIX ITAMMOB.

B pamkax guccepranmuu pa3paOoTaHbl METOABI MOHUTOPMHIA COCTOSIHUSL KYJIBTYP
MHUKpOBOJIOpociel B ¢oroOumopeakTope, MOIXOABI S ONpeleNeHus JJIMH  BOJIH,

Bo3Oyxmaromux mnpeumyinectBeHHO DPC1 wmm OC2, u cozmana moapoOHas Monte-Kapio
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mozens IIIIPD, mosponstonias aHaIM3UPOBATh SKCIEPHMEHTAJIbHBIE KHHETUYECKHE KPHUBBIE.
Hcnonb30BaH KOMIUIEKCHBIM TOAXOJ JUIA OLEHKH (yHKIMOHAIBHOTO coctosiHus DC2,
BKJIIOUYAIOLIMI U3MEPEHNE U aHAJIN3 KHHETUUECKUX KpUBBIX MHAYKLINU DX Ha BbicOKOM ([1DIID
2000-3000) u ouens BeicokoM (>10000) cBeTy, KpuBbIX 3aTyxaHus ®X B MHKO- HAHOCEKYHIHOM
Juana3oHe, KpublX penakcauuu ®X B HMHTEpBaJle OT MHMKPOCEKYHJ IO CEKYHI M KPHUBBIX

okucieHus P70o. DTH METOBI MOTYT OBITH UCIIOJIB30BAHBI B OMOTEXHOJIOTUH MUKPOBOIOPOCIICH.

BbiBOABI

1. lehuuT OCHOBHBIX 3JEMEHTOB MHHEPAJIHHOIO MUTAHUS Y 3€JIEHBIX MHUKPOBOAOpPOCIEH U
BBICUIMX pAcT€HUIl NPUBOAUT K HapyLUIeHHIO OajgaHca MeEXJy CBETOBBIMU M TEMHOBBIMHU
peakuusMu (OTOCHHTE3a U OTBETHOM aKTMBALMM KOMILUIEKCa (POTO3AIIUTHBIX MEXaHU3MOB U
CHUCTEMBl JMHAMHYECKOM pEryjsillMd 3JEKTPOHHBIX IIOTOKOB B XJIOPOIUIACTE, LIEHTPAJIBHBIM

3BEHOM KOTOpoH siBisiercs [1X myn.

2. V roaojaromux MUKPOBOAOPOCIEH BaXHYIO pOjb B ajalTalid K MUHEPaIbHOMY CTpecCy
urpaet nzbuparensHas nerpananus komrnonentos [P, pyaknuonanshas peopranuzamus OC2
U IepeKiIodYeHue (HOTOCUHTETHMUYECKOro 3JEKTPOHHOTO TpPAaHCIOpPTa C OCHOBHOIO Ha
albTEpHATUBHBIE IIyTH, B TO BpPEMs KaK Yy BBICIIMX PAacTEHUH OCHOBHOE 3HAYCHHE HMEET

perymsiuus IeleHust xaoporuiactoB U poct NPQ.

3. XapakTepHsble i1 MUHEPAIBHOTO TroJiofgaHusi MexaHu3sMbl Moaudukanuu OC2 B KIeTKax
3€JIEHbIX MHUKPOBOJOpPOCIEH BKIIOYAIOT cTabmiu3anuio (Qa B BOCCTAHOBIEHHOM COCTOSIHHH,
pazobmenue CCK M peakunMoHHBIX LEHTpoB, AecTpykuuio KBK u HanpaBieHHble M3MEHEHUs

penokc noreHuuanoB Qa u Qb goro3amUTHOrO Xapakrepa.

4, cDOTOO61:)2130B8.HI/I€ BOAOpPOda TOJOHAAOIIMMHU 3CJICHBIMHA MHKPOBOAOPOCIIAIMU  ABJISICTCSA
aZlalITAllMOHHBIM MCXAaHU3MOM, YIIYUIIAOIIUM (1)0TO3aIJ_[I/ITHLIe CBOMCTBA M YKU3HECIIOCOOHOCTH

KJICTOK.

5. AxtuBHocTh ®C2 B cycnensumoHHoil kynbrype C. reinhardtii Ha ana’poOHOM cTaauu
TOJOJAHUS PErylupyercss B 3aBUCUMOCTH OT penokc coctosHus [IX mynma, koropoe
onpenensercss OamaHcoM MeEXIy OOpa3oBaHHMEM BOJAOpOJA TUAPOreHa30i, 00pazoBaHHEM
kuciaopona B ®OC2, nceBAOUMKINYECKUMH IYTSIMHU 3JEKTPOHHOTO TPAHCIOPTA U JABIXAHHEM.

Mexny dhotoobpazoBanuem Bojopoaa u LT cymecTByroT KOHKYPEHTHBIC OTHOIIICHUS.
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6. MmmoOunmzamnus kierok C. reinhardtii B ambruHaTHBIX IUICHKAaX, 3aMEIICHUE CEPHOTO
TOoJIOJaHUs HAa MAarHueBOC U OCBCIHICHHUC KyJIbTprI CBCTOM, IOIJI0OIIaCMbIM HpeI/IMYH_ICCTBeHHO
®C1, npomyieBaroT nepruo GOTONMPOAYKIIUUA BOJOPOJIA 32 CUET TMOJOKHUTEIBHOTO BO3/ICHCTBUS

Ha (bOTOCI/IHTe?» u 0611[66 (bHBPIOHOFI/I‘IeCKOG COCTOSIHHUE KIICTOK.

7. Pa3zpaborana u Bepuduiupopana Monre-Kapiio mozaens [111D, no3Bossitonias aHaIu3upoBaTh
KpHUBBIE CBETOBOM MHAYKIIMU M TEMHOBOTO 3aTyxaHus @X, a takxke penokc nepexoas P700 B

Pa3IMYHBIX SKCIICPUMCHTAJIbHBIX YCJIOBHAX.
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[Tpunoxenune A

TaGJ'II/IL[a. HapaMeTpH MOJCIN U UX BCINYHUHBI. OI_IGHO‘-IHBIG 3HAYCHUS ObLIU OIMPCACIICHLI B XO/I€

TCCTUPOBAHUA MOACIIN.

Ha3zBanue nmapamerpa mojenu Bennuuna Ccpiika
1 |Koncranrta ckopocTu nepexoaa So — Si 5x10%c?
2 |KoncraHTa cKopocTH mepexoaa S1 —S; 3x10%ct
3 |KoncranTa ckopocTtu nepexona Sz —Ss 1x10%1 Razeghifard et al. (1997)
KoHncranTa ckopocti nepexona Sz — (Sa)
4 3x10%c¢?
—So
5 |KoncTanTa ckopocTu mepexoaa Sz — Si 150 ¢
6 |Koncranra ckopoctu nepexoaa Sz — Sz 90 ¢ OueHo4YHOE 3HAUYECHHE
7 |KoncranTta ckopocTtH nepexoia Si1 — So 14 ¢t
KoHcTanTa ckopocTu BoccTaHOBIIeHHs Pggo”
8 5x10"¢t
TUPO3UHOM Yz
Brettel et al. (1984)
KoHcTaHTa cCKOpOCTH TIepeHOca IEKTPOHA C .
9 . 1.7 x 10%¢”
Peso Ha Yz
KoHcTaHTa CKOpOCTH NMEPBUYHOTO pa3IeICHUS
10 |3apsnoB (1Psso Pheo = Pego*Pheo’) B ®C2 ¢ 3.0x10%?
okuciaeHHbIM Qa
KoHcTaHTa ckopocTH peKOMOMHAINH
11| nepBuuno pasaeneHHsx 3apanos (Pego'Pheo” |3.0 x 108¢ ™t
. Dau (1994
- Pggo Pheo) B ®C2 ¢ okucnennsiv Qa ( )
KoHcTaHnTa CKOpOCTH IEPBUYHOTO pa3iesICHHsI )
12 4.8x10%¢
3aps0B B @C2 ¢ BoccTaHOBIIEHHBIM Qa
KoHcTaHTa ckopocTH peKOMOMHALIUH
13| nepBuuHO pa3neneHHbIX 3apsaaoB B PC2 ¢ 3.4x108¢t

BOCCTaHOBJICHHBIM Qa
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KoHcTaHTa CKOpOCTH TIepeHOca IEKTPOHA C

14 23 x10%*
Pheo na Qa
KoncTanTa ckopocTy epeHoca 31eKTPOHa C
15 3500 ¢!
Qa ma Qb
KoHcTaHTa CKOpOCTH TIEpeHOCca IEKTPOHA C
16 200c¢™
Qb na Qa
KoHcTaHTa CKOpOCTH TIepeHOCca IEKTPOHA C
17 2000 ¢t
Qa ma Qb
Haumann and Junge (1994),
KoncTanTa ckopocTy iepeHoca 31eKTPOHa C
18 50 ¢t Golbeck and Kok (1979),
Qb? na Qa )
reviewed by Lazar (1999,
KoncranTa ckopoctu auccorpanuu QbHz ¢
19 1500 ¢ * 2003)
Qb-cBs3pIBaromero caiira
KoncranTa ckopoctr cBsizbiBanus [1X ¢ Qb
20 1500 ¢
caiToM
KoncranTa ckopoctu auccoranuu Qb ¢ Qb
21 P 1500 ¢
caiita
KoHcTaHTa cCKOpOCTH O€3bI3Ty9aTeIbHOM
peKOM6I/IHaIII/II/I NEPBHUYHO pa3aCICHHBIX
22 3x108¢t Dau (1994)
3apsiioB B 1ieHTpe @C2 ¢ BOCCTaHOBIIEHHBIM
Qa
Haveman and Mathis
KoHcTaHTa CKOpOCTH TPSMON PEKOMOMHAITIH
23 . . 1 x10%c™ (1976), Renger and Wolff
mexy Pego” 1 Qa” (Pego'Qa” = PsgoQa)
(1976)
KoHcTaHTa CKOPOCTH H3TydaTeabHOM Rabinovich and Govindjee
24 6.7x10"¢c?
ne3aktuBaimu sHepruu B CCK2 (1969)
KoHcTaHTa CKOPOCTH TETUIOBOM TUCCHUITAITAN )
25 1.0 x 108c™  |Trissl and Lavergne (1995)
OHCPIrur B aHTCHHE
Lazar and Pospisil (1999),
CkopocTb rereparuu Bo3oyxaenus B ©C2
26 k.=3000 ¢ Lazar (2003) (model

(Takoe e 3HaueHue B3aTo ans OCI)

estimates)
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KoncTanTa ckopocTu TyIIeHHs! 3J€KTPOHHOTO

27 1 x10"ct Gorbunov et al. (2011)
B030Y)1eHus X cocTossHueM Pego”
KoncTanTa ckopocTu nepeHoca Bo30yKIeHUS
28 |c CCK2 Ha Psgo (Takoe jxe 3HaUCHHE B3STO JJIS
aHajorunyHou peakiuu B OC1)
24 x 10" ¢t |Holzwarth et al. (2006)
KoncranTa ckopocTu nepeHoca Bo30yKICHUs
29 |c Psgo B CCK2 (Takoe sxe 3HaYCHHUE B3SITO IS
aHasiornyHoi peakuuu B ®C1)
Coortnomenne mexay cocrossHusiMu KBK Sy
0.75:0.25 Kok et al. (1970)
U So B yCIIOBUSX TEMHOBOM ajanTaiiu
Lavergne and Briantais
Cootrormenne mexay @C2 f u o Tuna 35:65
(1996)
[TporienT QB-HEBOCCTAHABIIMBAIOIINX IICHTPOB
7.0, 20 % Tomek et al. (2003)
B (porocucremax o u f THna
BeposTHOCTB SHEPreTHYECKOro OOMEHa B
100% Lazar and Jablonsky (2009)
CYIEePKOMILICKCE
[Mpouent ®C2 ¢ HezanonHeHHBIM Qb caiiTom
20% OueHo4HOE 3HAUYECHHE
aJaNTUPOBAHHOM K TEMHOTE COCTOSIHUH
30 | Cxopoctb oomena [1X mexay mymnom 1 u 2 150 ¢! OueHo4YHOE 3HAUYECHHE
Koncranra ckopoctu okucnenus PQH2 B Qo
31 100 ¢ Crofts et al. (1993)
caiire Ut Def
KoncTanTa ckopocTu nepeHoca 31eKTpoHa ¢ .
32 _ 5x10%¢c" OILEHOYHOE 3HAYEHHE
it b Ha ces3annsiii [1X B Qi caiite
Koncranra ckopoctu cBsizbiBanus [1X ¢ Qi
33 ) 1500 ¢ OneHouyHOe 3HaUEHNE
caritom u BeicBoOOxkaeHU [TXH> ¢ QI caiita
KoncTaHTa ckopocTu nepeHoca 3IeKTpoHa ¢
34 3x10%ct Hope (2000)
Oelka  Ke Ha CBsI3aHHBIN [111
KoncranTa ckopoctu cBsi3biBanus [ u )
35 1700 ¢~ OrneHoYHOE 3HAUCHUE

BBICBOOOXKIeHUs 1111 co cBI3BIBaroLIEro caiita
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Ha nut bg/f

36 | Koncranta ckopoctu cpsisbiBanus i c ®C1 - [1.7 x 108 ¢
KoncranTa ckopoctu BeicBoOoxaeHus 111 ¢

37 6.7x10%¢c™?
caiita cBa3piBanusi B OC1

38| Koncranra ckopoctu cBsi3biBanms I ¢ ®C1 |4 x 108 ¢!

Nordling et al. (1991),

39 Koncranra ckopoctu aucconuanuu I ¢ 54 %103 Hope et al. (1994), Drepper
caiita cBaspiBanus B OCl et al. (1996), Hope (2000)
KoHcTanTa ckopocTu nepeHoca 3J1eKTpoHa ¢

40 3.8x10%c™t
M za P7oo*

KoncranTta ckopocTu nepeHoca 3J1eKTpoHa ¢

41 45x10%c™?
P700 Ha Il
KoHcTanTa CKOpOCTH MEPBUYHOTO pa3ieieHuUs

42 . 4x10M ¢
3apsoB B OC1 (*Pro0"Ao > P7oo *Ar)

KoncTanTa CKOpOCTH PEKOMOMHAIMH Brettel (1997), Brettel and
43| nepBuyHO pasnenenHbix 3apsaaos B PC1 (Proo (2.3 x 10" ¢t |Leibl (2001), Holzwarth et
*Ao > Pr00"Ao) al. (2006)
KoHcTaHTa ckopocTu nepeHoca 3JIeKTpoHa ¢
44 2.0x10°c™?
Ao B IyJ1 aK1ienTopoB
KoHcTaHTa cKOpOCTH nepeHoca 3JIeKTPOHa U3 ]

45 3.0x 107 ¢t [Setif (2001, 2006)
nyna akienTopoB B @C1 Ha okucineHHbIi O
KoHcTaHTa CKOPOCTH CBSA3BIBAaHUSA

46 1500 ¢!
okucneHHoro ®xa c ®ClI
KoHcTanTa cCKOpOCTH BBICBOOOXKACHUS

47 1500 ¢ *

BoccTaHOBJIeHHOr0 @11 ¢ PCl1
KoncTanTa ckopocTu nepeHoca 3JIeKTpoHa ¢

48 25¢t OneHOYHOE 3HAYECHUE
®C1 Ha kHuCI0pO]

KoHcTaHnTa cKopoCcTH nepeHoca 3JIeKTpOHa ¢

49 15¢
BoccTanoBnenHoro ®n B I[TX myn 2 (LIDT)

KoHcTaHTHI cCKOpOCTH HE(POTOXMMHUIECKOTO
50 25¢t

BoccTaHoBNeHus/okucienus [1X myna 2
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