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OBILIASA XAPAKTEPUCTUKA PABOTHBI

AKTyaJIbHOCTH MpoOJgeMbl. Ha BceM npoTsKeHUMM Mpollecca BereTaluyd pPacTeHUs
MOJIBEpKEHbI HETaTUBHOMY BO3JIEUCTBUIO CTPECCOBBIX (DaKTOPOB PANTMUHOMN MPUPOABI, YTO
NPUBOJIUT K CHIKEHHUIO MPOJYKTUBHOCTH 33 CUET MHTHOMpPOBaHUS pocTa U (HOTOCHUHTE3A.
N3ydyenue myTed MOBBIIEHUS YCTOMYMBOCTH PACTEHH K HEOJIArompusiTHBIM (akTopam
BHEIIHEH Cpelbl OTHOCUTCS K YHCIYy NPUOPUTETHBIX HAMpaBlIEeHUH COBPEMEHHOU
¢uznonorun pacrenuit. OHO CBSI3aHO C UMEHAMU psiJia U3BECTHBIX YUYEHBIX, B YACTHOCTH,
B.4. Anekcannposa, A.®. Turosa, Bn.B. Ky3nenosa, J.A. Berry, O. Bjérkman, N. Murata.

®dotocunrernueckuii anmapat (DPA) pacTeHud — oaHA W3 HaWbOOJEe YYBCTBUTEIBHBIX K
a0MOTHYECKOMY CTpPECCy KIIETOYHBIX CHUCTEM. XOTS (Qu3nosiornueckue, ouodusnueckue u
OMOXMMHYECKHE acmeKThl (oTocuHTe3a W (PYHKIMOHUPOBAHUA (HOTOCHCTEM MOAPOOHO
M3y4eHbl O1aroaaps UCCIeAOBAHUSIM U3BECTHBIX PoccuiickuX U 3apyOexHBIX y4eHbIX: A.A.
Kpacnosckoro, B.A. IllyBanora, A.b. Pyouna, H.B. Kapanersna, B.B. Knumosa, FO.C.
Kapniunosa, [Ix. bapGepa, [oBunmku u ap., - 3aKOHOMepHOCTH (opMHUpOBaHUs
ycrounBoct DA K HeONaronmpuaTHBIM BHEUIHUM (akTopaM W MEXaHU3M JIeHCTBUS
(U3H0I0T0-OMOXUMUYECKUX 3allUTHBIX PEaKIUid HCCIeOBaHbl HEIOCTAaTOYHO. Mexay
TeM, MOHMMaHHE OCHOBHBIX 3aKOHOMEpHOcTel (opMHUpOBaHUS cTpecc-ycronunBoctd PA
MO3BOJISIET BBISIBUTH HanOoJee 3(PPEeKTUBHBIE IMyTH MOBBIIICHHUS] YCTOWYUBOCTH PACTEHHUH K
CTpeccOoBbIM (hakTOpam, U, CIEIOBAaTEIbHO, CHU3UTh WX HETaTUBHOE [IEHCTBUE Ha
MPOTYKITMOHHBIN TIPOIIECC.

OHMM U3 KIIFOYEBBIX MyTEW MOBBIMICHUS cTpecc-ycTonuuBocT DA sBIAETCS, MO-HALIEMY
MHEHUIO, MCIOJIb30BaHUE HMHIYKTOPOB 3aIMTHBIX CUCTEM pPACTeHHM, TO ecTh (haKTOpOB,
aKTUBU3UPYIOIIUX €CTECTBEHHBIE CTpecc-3alluTHble MexaHu3Mmbl pacteHuil (Illakuposa,
2001).

NHaykTopoM MOXKET OBITh CJIa0blil MPEIIIECTBYIOMUNA CTPECC, KOTOPBIM HHIYIUPYET
YCTOMYMBOCTh K CTpeccy Jipyroro Tumna (kpocc-anantaius). Crnadblii cTpecc MOXKET ObITh
BbI3BaH HEOJAroNpUATHBIMU (aKTOpaMH BHEIIHEH Cpelbl, B YaCTHOCTH, MOBBIIICHHON
TEMIIEPaTypOid, pa3IMYHBIMU (PaKTOpaMU XMMHUYECKOW MPUPOJbI, TAKUMH KaK HEKOTOPHIE
perapaaHThl, Hampumep, xoiuHxjopun (XX) (Sheng et al.,, 2006) u dQuToropmMoHsl
(IHakupoBa, 2001; TutoB u np., 2006), a Taxke (PU3MYECKON MPHUPOJBI, HAMPUMED,
Y3KOTOJIOCHBIM KpacHBIM cBeToM (bymarosckuii, 2008). ®A yacTo urpaet KiItOUYeBYIO POJIb
B YCTOWYMBOCTH PACTeHHM K HEOJArompusITHHIM BHEUIHUM (aKTOpaM, OJHAKO MEXaHU3M
noBbIIeHUsT ycTounBocTd DA WHAYKTOpamMH 3alllUTHBIX CHUCTEM PACTEHH BO MHOTOM
OCTaeTCs HEBBISICHEHHBIM. VIMEIOTCS TONBKO €IMHUYHBIE PabOTHl MO CPABHUTEIHLHOMY
MCCJIEIOBAHUIO BIUSHUS UHIYKTOPOB PA3IMYHON MPUPOABI HA CTpecC-yCTOMYUBOCTh DA 1
uenoro pacrenust (Dat et al., 1998). MoxHO NpeANOIOKUTH, YTO OAHUM M3 Haubosee
OOIIMX MEXaHU3MOB JICUCTBHSI TAKUX UHAYKTOPOB SIBJISIETCS KPATKOBPEMEHHOE HAKOTUICHUE
akTuBHBIX (popm kucinopona (ADK), urparomux peryasiTopHO-CUTHAIBHYIO POJIb, a TaKKe,



B psne ciydaeB, - aOcuu3zoBod kucinotel (ABK) u aktuBHOU dopmbl putoxpoma (Dx).
Takoro pona uccnenoBaHuss MOIIM Obl OBITH IOJE3HBI JUISl LEJIECHAIPABICHHOIO OTOOpA
3¢ (HEKTUBHBIX UHAYKTOPOB, MOBBIIIAIOIINX CTPECC-YCTOMYMBOCTD PACTEHHIA.

Heas m_3amauu _ucciaenoBanms. [lenpio naHHONW paboOThl SABISUIOCH HCCIEIOBAHUE

peryJsiiuu CTPECcC-yCTOMYMBOCTH (DOTOCMHTETHYECKOIO armapara BBICHIMX PpAcTEHUH C
MTOMOIIBIO MHIYKTOPOB 3alIUTHBIX CUCTEM PACTCHUM.

Ha ocnoBe nutepatypubix manabix (Lingakumar, Kulandaivelu, 1993; Gilley, Fletcher,
1997) MbI ipenoIoKuiIn, 94To 3P(PEKTUBHBIMU MHAYKTOPAMH 3aLIUTHBIX CUCTEM SIBJISIOTCS
petapaanTsl xiopxonuaxioput (XXX) u XX, a takxe kpacHbiid cBeT (KC) B ciekTpanbHOMI
obnactu 620-660 M. [IpeacTaBisiyio HHTEpEC CPABHUTH IEUCTBUE ITUX PA3HBIX M0 NPUPOJIE
(dakTopoB MeEKIy CcOO0OM M C TPaJIULUMOHHBIM (PAKTOPOM, KOTOPBIM YBEIUYHMBAET CTpECC-
YCTOMYMBOCTh PACTEHUN — 3aKAIMBAIOLICH TEMIEPATypoil. bpuin n3ydeHsl yciaoBus, IpU
KOTOpPbIX JaHHble (AKTOphl MHIYHHUPYIOT TMOBBILIEHHYIO (TMIOHMKEHHYI0) CTpecc-
yCTOMYUBOCTh DA M HEKOTOPBIE ITyTH €€ PETyJISINH.

JI1st HOCTHKEHUs YKa3aHHOM 11e7TM OBbLIX MOCTABJICHBI CIICIYIOIINE 3a0auH:

1. W3yuuTh BIUSHUE HWHIAYKTOPOB 3AIUTHBIX CHCTEM pACTEHUHN (XJIOPXOJUHXJIOPHU],
xonuHxjopus, a Ttakke KC M 3akanuBaroliue NOBBILIEHHBIE TEMIIEpaTyphl) Ha
yctounBocTh MDA K BBICOKMM TemneparypaMm, Y®D-o0IydyeHUI0 U CBETYy BBICOKOU

HMHTCHCHUBHOCTH.

2. HWccnenoBath poJjib aHTHOKCHUJAHTHOM M (PUTOTOPMOHATIBHON CHUCTEM B TOBBIIICHUU

crpecc-ycronunBoct PA mpu AEHCTBUA HHIYKTOPOB 3AIUTHBIX CUCTEM PACTECHUM.

3. W3yuuts ponas H,O, B nepBUYHBIX OTBETHBIX peakuusix PA Ha JelCTBUE WHIYKTOPOB

3allIUTHBIX CUCTEM.

4. WccnenoBath poib (PUTOXPOMHOM CHCTEMBI B TMOBBIINICHUH CTpecc-ycTonuuBoctu DA
pacteHnil Kk Y @-paguanum.

5. W3yuuTth BAMSHUE KPATKOBPEMEHHOW TEIJIOBOM MpenoOpabOTKHU pacTeHUH MIIEHUIbI Ha
ycToMunBOoCTh MDA K TOBTOPHOMY TEIJIOBOMY CTPECCY M CBETY BBICOKOU
WHTCHCUBHOCTH, a TaKX€ Ha CKOpPOCTbh IIOCT-CTPECCOBOTO  BOCCTaHOBJICHUS

(hOTOCUHTETUYECKON aKTUBHOCTH.

Hayunasi HoBu3Ha. [IpoBeneHHbIe HCCIEIOBAaHUS TMO3BOJIMIIM BBISIBUTH PSAJl OOIMIMX H

cnenupuYecKux 3aKOHOMEPHOCTE Mo peryiasuuu ycroiunmBoctu DA K crpeccam
a0MOTHUYECKON MPHUPOABI MPU NEUCTBUM PA3NIMYHBIX /103 PAa3HBIX MO MPUPOJE UHIYKTOPOB

3alllUTHBIX CUCTEM paCTeHHﬁ.

1. BriepBble OOHapyKE€HO 3aIUTHOE IEHCTBUE MHAYKTOPOB 3alUTHBIX CHUCTEM pPAaCTEHUM:
KC nmskoi naTeHCMBHOCTH M perapaaHToB XXX m XX Ha DA BBICHIMX pACTEHUN IPHU
nercteuM Y @-paauanny U MOBBIIIEHHON TEMIIEPATYPBI.



2. YCTaHOBIEHO ydacTue aKTHUBHOU (opmbl GpuToxpoma B popmupoBanun Y D-3amuTHEIX
cucreM @A mpu npenodmyuenun pacteHuit KC. OOHapyxkeHa CBA3b MEXAY 3alllUTHBIM
neiicteuem KC mnporuB  Y®-pagmammm u KC-mHAYIMpPOBAaHHBIM  MOBBIIICHUEM
MEPOKCUJA3HON AaKTHMBHOCTH, a TAaKKE YBEIMYECHUEM COACPKAHUS KAPOTUHOUJIOB U
(b1aBOHOUIOB.

3. BriepBble ycTaHOBIIEHO, UTO NoBbllIeHHe Myna HyO, B mucThAX pacTeHuit, 00paboTaHHBIX
petapraHTHeIMH J03aMu XXX, a Takke o0mydyeHHbix KC ¢ A, =660 HM mnpenmecTByeT
YBEIIMYEHUIO cTpecc-ycTonunBoct DA, uro npennonaraer yyactue AP@K B moOBBIIEHUH
YCTOWYHBOCTH.

4. BnepBble BbIsIBJI€HA CBSI3b MEXAy KpaTkoBpemMeHHoW renepauueir H,O, npu temnoBom
3aKaJMBAHUM, IIOBBIICHUEM YPOBHS AHTUOKCHUJAHTHOM AaKTHBHOCTM H CKOpPOCTEHN
TEMHOBOTO JIbIXaHHUS B JHCThSIX, @ TaKXKe UUKINYECKOro (otodochopuanpoBaHus B
M30JIMPOBAHHBIX XJIOPOILIACTAX C OJHOM CTOPOHBI M MOBBIIMIEHHEM CTPECC-YCTOWYHNBOCTH
@A B 3aKaJICHHBIX PACTEHUSX C IPYTON CTOPOHBI.

5. YcTaHOBIEHO, YTO pa3Hble MO MPUPOAEC MHAYKTOPHI 3amuTHbIX cuctem: KC Huzkoun
MHTEHCUBHOCTH, peTapaanTtel XXX u XX, a Takke 3aKaJMBaIOIINE IOBBIIICHHBIC
TEMIIEpaTyphl, - y4acTBYIOT B (POPMUPOBAHMM TMOBBILIEHHOW cTpecc-ycroitunBoctn DA
aHAJIOIMYHBIM 00pa3oM — uepe3 TpaH3uTHoe nosbieHue myia H,O,, koTopoe HabmtoqaeTCs
P JTOCTaTOYHO BBICOKHMX J03aX HWHIYKTOpa M MPEIIIECTBYET IMOBBIILICHUIO AKTUBHOCTH
AHTUOKCUJIAHTHBIX (EPMEHTOB U  YBEIMYEHHIO COACPKAHUS  HU3KOMOJIEKYJISPHBIX
AHTUOKCHJIAHTOB.

HayuyHo-npakTHyecKasi 3HAYMMOCTbD. HpOBGI[CHHBIC HCCIICAOBaHHUA IIO3BOJAIOT IIOHATH

OCHOBHBIE 3aKOHOMEPHOCTH (OPMUPOBAHMS IMOBBIIIEHHON cTpecc-ycroitunBoct @A moj
NEHUCTBUEM paA3IMYHBIX MHIYKTOPOB 3alUTHBIX CHUCTEM XHUMHUYECKOM M (U3HUECKOU
pupobl: perapaanTbl XXX u XX, 3aKaJIMBaIOIME TEMIIEPATypbl U KPAaCHBIM CBET HU3KOU
MHTEHCUBHOCTH. lIpennokeHa kOHUENUHMs - MOBBILMIEHUE cTpecc-ycTonuuBocTH DA mpu
JNEUCTBUM  OTUX  HHIAYKTOPOB  MPOUCXOAUT  MYTEM  yBEIMYEHUS  AKTUBHOCTH
AHTUOKCUJIAHTHBIX ()EPMEHTOB U YPOBHSI HU3KOMOJIEKYJISIPHBIX aHTUOKCHIAHTOB, BEPOSTHO,
3a CY4eT TPAaH3UTHOI'O NOBBIIICHUS ITyJIOB CUTHAJIBHBIX MHTEPMEIMATOB, yYaCTBYIOIIUX B
dbopmupoBanuu ycroitunBoct: ADK, noHoB Ca” u ABK.

Pesynprarel Hammx wWCciaeNOBaHWM OBLTM HCIIONB30BAHBI JJISI CO3/IaHUS HOBBIX THUIIOB
CBETOIPEoOpa3yoNIMX MJICHOK HA OCHOBE HaHOpa3MepHbIX (poromromuHodopoB (BopoOres
u ap., 2008). beuio u3ydeno BiausHUE aonosnHuterabHoro KC, momyyaemoro OT CBeTO-
tpanchopmupytomux  1wieHok  ([lomucBeran, PaapJlaiit) ¢ pasHbIMuH  TUAMH
dhoTomroMUHODOPOB, HAa OCHOBE HEOPraHWYECKHX KOMIUIEKCOB  PEIKO3eMEIbHBIX
AJIEMEHTOB, U CBETOAMOJO0B Ha ¢oTocuHTe3 U pocT pactenuit (KocobOproxos u np., 2000;
Maptupocsa u ap., 2008). Ucnonp3oBanue Takux IUICHOK M CBETOJMOJOB MPHUBOJHUT K
CHI)KCHHIO (POTOMHTMOMPOBAHMS MPU BBICOKOM MHTEHCHUBHOCTU CBETa U K YBEJIMYEHUIO



COJIEp’)KaHUS B JIUCThSAX KAapOTHMHOMAOB. Hally KoHUIENuuH O TPaHCAYKIUH CBETOBOTO U
TEIJIOBOTO CUTHAJIOB B PACTUTEIBHOM KIETKE M MEXaHM3Max crpecc-ycronunBoctd DA
npenacrasieHbl B 0030pax (buonornueckue memopanst 2006, 2007; Photosynthesis Research
2008; Photochemistry Photobiology (C) 2009) u MoryT OBITh MCIIOJIB30BaHBI MPU YTCHUH
0a30BOr0 Kypca U CIElKYpCOB Mo (PU3NOJIOTUU PaCTEHUH B By3ax.

OcHOBHbIE 110JI0KEHHS], BLIHOCHMMbIE HA 3alIUTY:

1. XJIOpXOIMHXJIOPUA U XOIUHXJIOPUJ MOBBIIAIOT YCTOMYUBOCTh PA K YD-pagnannu u
TEIJIOBOMY CTpecCy. 3amuTHOe aercTBrue XXX CBA3aHO C YBEIMYCHUEM AKTUBHOCTH
AHTUOKCUIAHTHBIX ()EPMEHTOB U COJIEPKAHUSI HU3KOMOJIEKYJIIPHBIX AaHTUOKCUJAHTOB B
JUCThAX W XJIOpoIUIacTax. YBenuueHue ypoBHS ABK B JIIHCTBAX Takke MOXKET JaTh
BKJIaJ B MoOBbIlIeHUE cTpeccc-ycroitunBoctu DA. Iloswiienue coaepxanus H,O, B
JUCTBSAX pacTeHUl, 00paboTaHHbIX XXX, MPEAIIECTBYET POCTY CTPECC-YCTOMUMBOCTH
@A, uto cBuzaerenscTByeT 00 yuactun ADK B ee yBenuuenuu.

2. Tlpeno6nyuenue pactenuit KC HU3KOM MHTEHCUBHOCTH MOBBIIIAET YCTONYMBOCTh UX DA
K Y®-pagunaumu. 3amutHoe naeiictBue KC CBs3aHO € MOBBIIMIEHUEM NEPOKCHAAZHOU
AKTMBHOCTH W YBEJIIMYECHHUEM COAECPKaHUSA Y D-IOrIOMAIINX COEAUHEHNN B JTUCTHAX
pacrenuii. KiroueBbIMH CUTHAJIBHBIMA MHTEpMENHATAMU B TpaHcAyKuuu curHana KC
ABIIAIOTCS aKTUBHAs (hopMa GUTOXPOMA, a TIPU OTHOCUTEIBHO BBICOKUX /103aX KPAaCHOTO
cBera (~0.3-2 JIx cv™) - ADK.

3. KpaTkoBpeMEHHOE TEIUIOBOE 3aKaJMBAHME PACTEHUM MOBBIMIACT yCTOMUYMBOCTH DA K
BTOPUYHOMY TEIJIOBOMY CTpeccy U K (POTOMHIMOMPOBAHMIO. 3aKaJIMBAHUE NMPUBOAUT K
KpPaTKOBPEMEHHOMY ToBbIIeHUI0 Tiyda A®K, ¢ mnocneayromyM MOBBILIEHUEM
AKTUBHOCTH aHTUOKCUJAHTHBIX (PEPMEHTOB U CKOPOCTH TEMHOBOI'O JIbIXaHUS B JIUCTHAX,
a TakXkKe CKOpPOCTH IUKInYeckoro ¢otodochopuiupoBaHusi, 4TO OOYCIaBIUBAaECT
MTOBBIIEHUE CTpeCC-yCTOMYUBOCTH DA.

4. OnuH U3 KIIOYEBBIX MTyTeH MOBBIIEHHS cTpecc-ycToiunBocTr DA sBIIs€TCS YBEIUUYECHUE
YPOBHSI  aHTHOKCHJIAHTHOM  aKTUBHOCTH UM  COJEPKAaHHUS ~ HU3KOMOJEKYJISPHBIX
AHTHUOKCHUIAHTOB, peryiupyembix nmyjoMm ADK u Ipyrux CUrHaibHBIX MHTEPMEIUATOB,
oOpasyrommxcs mpu 00paboTKe pacTeHU HHAYKTOPAMHU 3aIIUTHBIX CUCTEM.

Anpo6anusi_pa6oTbl. OCHOBHBIE MaTepHallbl JTUCCEPTAlMA OBUIM TPEACTAaBICHBI Ha

Bcecoros. koud. «IlpeoOpazoBanue sHepru B (POTOCHMHTETUUECKHUX CHUCTEMax W HUX
mozemsix» (Ilymmuo, 1989); mexn. koud. «Dotocunte3 u ¢oroduonorus» (Ilymumno,
1991); 11l u V mexa. koHd. «Perynstopsl pocta u pa3BuTus pacteHuin» (Mocksa, 1995,
1999); X xourp. ¢enepauun EBpomneiickux oOumiectB ¢usmnonoroB pactenuit (Florence,
1996); XII mexn. koHrp. no ¢orodbuonoruu (San-Francisco, USA, 2000); XIII Western
Photosynthesis Conf. (Asilomar, California, USA, 2004); mexn. koHd. «Photosynthesis in
the Post-Genomic Era: Structure and Function of the Photosystems» (Ilymuno, 2006), 11



mexa. cumi. «Plant Growth Substances: Intracellular Hormonal Signaling and Applying in
Agriculture» (Kues, Ykpauna, 2007); VI cnesne obimiectBa ¢puznosioros pacrenunii Poccuu
«CoBpeMeHHast (pU3MOJIOTHsI pacTeHHl: OT MoJiekya 110 3kocucteM» (CoIkTbIBKap, 2007);
Mexa. koHD. PTAY-MCXA (Mocksa, 2009); mexna. cumin. «HoBble W HEeTpagUIIMOHHBIC
pacTeHusi U NepcrneKkTHBbl X ucnoyib3oBanus (Mocksa, IlymmnHo, 2003-2009), koHd. u
chesnax porodbuonoros Poccun (1996-2008).

JIMYHBIM BKJIAJ COMCKATEJ. I[I/ICCGpTaLII/IH BBIIIOJTHEHA CaMOCTOATEIbHO. OCHOBHEIC

TEOPETUYECKNE KOHUENUUU TPEJIOKEHbl couckareireM. B oOcyxJIeHuu AaHHBIX
yuactBoBanu: Kimmo B.B., Epoxun IO.E., Amnaxsepmue C.U., Jlagpirun B.I'.,
My3sadapos E.H., Xpuctua M.C. (U®IIb PAH, Ilymwuno), Ky3snenos E.J{. (MODAH,
Mocksa), byxos H.I'. (M®P, Mocksa), Murata N. (HauuoHanbHbI MHCTUTYT OOILIEH
o6uonoruu, SAnonus), Carpentier R. (KBeGekckuii ynuBepcurer, Kanaga) u np. ABTop
BBIpa)XaeT UM BCeM ITyOOKyI0 0J1aro/1apHOCTb.

Hyoankanuu. [1o maTepuanam auccepTauuu onyOIMKOBaHO 75 Hay4yHBIX paOoOT, U3 HUX 22

CTaTbU B OTCYECTBEHHBIX HAyYHBIX JXypHAJIaX, peKOMEHI0BaHHBIX B cnucke BAK, u 11 B
BEIYIIUX MEXAYHAapOJIHBIX JKypHajax, a Takxke MoHorpadus (Mysadapos u ap., 1995),
IIOJIyYEHO aBTOPCKOE CBUJETEILCTBO HA N300pETEHUE.

CrpykTypa auccepranuu. [luccepranust COCTOMT W3 BBEICHUS, 0030pa JHTEpaTypHl,

00BEKTOB U METOJIOB UCCIEIOBaHUs, 4 SKCIIEPUMEHTANIBHBIX TJ1aB, 3aKJII0YEHHSI, BBIBOJIOB U
CIIMCKA JIUTEPATYphl, BKItoyaromero 460 uctouHukoB, B ToM yucie 309 Ha aHrIMHACKOM
a3bike. PaboTa uznoxena Ha 330 cTpanuax, BKIoyaeT 78 pucyHKoB U 15 Tabmum.

OB30P JIMTEPATYPbI

O0630p nuTepaTypsl COCTOMT W3 5 pas3aenoB. B mepBoMm paszgene naHO pa3BepHYTOE
OTpeNIeNIEHne CTpecca, OKHUCIHUTEIBHOTO CTpecca, HWHIYKTOPOB CTPECC-3alIUTHBIX
MexaHu3MoB. Bo BTOpoM paszfene paccCMOTPEHBbI MHUIIEHU OKHCIUTEIBHOIO CTpecca,
obpazoBanue u poiap ADK npu JelcTBUM OKUCIUTEIBHOTO cTpecca Ha DA,
MPOAHATM3UPOBAHBI OCHOBHBIE 3alIUTHBIE MEXaHU3MbI MPOTUB PA3BUTHUS OKHUCIUTEIBHOTO
cTpecca, poJib CBETa, SHEPIETHUECKOTO olecreueHus U OanaHca MpPO/aHTUOKCHIAHTOB B
cTpecc-3anuTHbIX MexaHu3max. C omHou ctopoHbl A®DK 00mamarT MoOBpexaaronuM
JnencTBUeM, ¢ npyroil ctoponbl, ADK, ydacTBylOT B mepenaye CTPECCOBOrO CHUTHAla,
3amyckas ajnanTtuBHble MexaHusMmbl kieTku (bapaboit, 1991; Demmig-Adams, Adams,
2002), B uvactHoctu, Ha ypoBHe DA (EIl-Shintinawy et al., 2004). dpyrumu oOmumu
BTOPUYHBIME MECCCHPKEPAMHU B LIETH TPAHCAYKIHH CTPECCOBOTO CHTHANA MOTYT ObITh Ca’’
u ABK (Larkindale, Knight, 2002; TutoB u ap., 2006; Konymnaes, Kapner, 2009).

PaccMoTpeHo crpecc-3aliuTHOE — ACHCTBUE psiia PEryJsTOPOB pPOCTa, B TOM YHUCIE
xonuHcogepxkamux coeauHennit  (XCC), perapmantoB XX wu XXX. HW3menenue

FOpMOHaJ'II)HO—I/IHFI/I6I/ITOpHOFO cTatyCa U YpPOBHA aHTHOKCHI[aHTHOI;'I AKTUBHOCTHU B JIUCTBHAX



PaCTEHH SBIISIIOTCA OAHUM M3 IyTEH peryyisinuu crpecc-ycronunBoctd GA mpu nericTBun

ITHUX COCTUHECHUH.

OH—CH,;—CH,— N*—(CH3);— CI’ ClI—CH,— CH,— N"— (CHg);—CI’
XonunHxnopwug XriopxonuHxnopua

B tpetbem pazpene paccMOTpeHbI MeXaHU3MBI ercTBUsl Y D-o00mydenus Ha DA pacteHuit
M 3alUTHOE JEHCTBHE OpaH)KEeBO-KpacHoro ceta B oOmactu 600-730 M mpu YO-
o0rydeHnH, posib akTUBHOM (opMbl puToxpoma (DX k) B MEXaHU3ME 3aIIUTHOTO ACHCTBHS
cBeTra. B derBepTOoM pasnene NMpoaHAIM3UPOBAHO BIMSHUE KPATKOBPEMEHHOM TEIJIOBOU
penoOopabOTKU pacTeHU Ha TEIIOYCTOWYUBOCTh U YCTOMUMBOCTH DA K CBETY BBICOKOU
WHTEHCUBHOCTH. B msiTOM pasznene naH aHamu3 OCOOCHHOCTEH (OTOMHTHOWPOBAHUS B
HUuaHOOAKTEepHUsX, pOJIb Karaja3bl-MEepOKCUAA3bl B  3alUTHOM JIEHCTBUUM TMPOTHUB
¢dorounrndbuponanus U NaCl-unayuupoBaHHOro (pOTOMHIUOMPOBAHHUS.

Brickazana rumoreza o TOM, 4TO NpU JEHCTBUU MHIAYKTOPOB Pa3iIUyHON mpuponsl Ha DA
pacTeHuil 00mKM 3BEHOM (OPMHUPOBAHUS TMOBBIMIEHHONW cTpecc-ycroiunBoctd DA
SIBJISIETCSL TPAH3WUTHOE TOBbIIEHHE coaepxkanus ADK, 1muTo30J6HOrO Ca’" u ABK B
JUCTBSIX M XJIOPOIUIACTaX, BCIEICTBUE YETrO BO3PACTAET AKTUBHOCTh AHTHOKCHJAAHTHBIX

(dbepMEHTOB U COep>KaHNE€ HU3KOMOJIEKYISPHBIX 3aIIUTHBIX COCTMHEHUH.
MATEPHUAJIBI U METO/bI

B marepuanax m mMeTojax ONMucaHbl OOBEKThI, CXEMbl IKCIIEPUMEHTOB M HU3MEPUTEIIbHBIC
METOMKH. B s3KcniepruMeHTax MCIOIb30BaHbI JINCThS BHICIINX PacTeHUH (MIeHHIa, (acob,
IIMAHAT U cajaT), 3eJeHble MUKPOBOAOPOCIM M LHaHOOakTepuu. JlJIs OLEHKH CTpecc-
YCTOWYMBOCTH HCIOJIb30BAHbl HECKOJBKO CTpecC-MHIyLHUpyommx ¢akropos: 1) —
KpaTKkoBpeMeHHOe (00biuHO 20 MMH) BO3ZCHCTBUE BBICOKOM TemmepaTypbl; 2) — CBET
BBICOKOW MHTEHCUBHOCTH * nporpes, = NaCl; 3) — Y®-o0nyueHnue.

HeiictBue ctpecc-(hakTOpoB U MHAYKTOPOB YCTOMYMBOCTH Ha PacTeHHs ObLJIO M3YyUYEHO IO
CJIETyIOLIUM CXEMaM:

1. Beicnime pacTeHus: KpaTKOBPEMEHHBIM MPOTPEB; KPATKOBPEMEHHBIM MPOTPEB —> CBET

pa3IMYHOM MHTEHCHUBHOCTH; CBET BBICOKOW HWHTEHCHUBHOCTH; 00paboTKa pacTeHUI
XOJIMHCOJIEPKAIMMHU COEUHEHUSIMU MM HU3KOMHTEHCUBHBIM CBETOM B BUIMMOM 00JacTu
—>Y® unu kpatkoBpemeHHbIH TemnoBoit ctpecc; YD—>KC. CrpeccoBbie (pakTopbl: Mporpes
npu 39-44°C (20 mun); YO-A (365 um, 20 Br M2, 0.5-1 q); YO-B (300 am, 0.45-5 Bt M'z);
YO-C (254 um, 6 Bt M™); 6emsiit ceer (100-400 Bt m™).

2. LlnanoGakTepuu: cBeT BhICOKOI naTeHCcHBHOCTH (100-600 BT M) * comesoit ctpece (0.5
M NaCl).



Brnusnue XX n XXX n3yyanu Ha npopocTkax (paconu u mieHuusl. B skcnepuMeHnTax Ha
dacomu XX m XXX (0.002-0.6%) BBOAMIM C HMUTATEIBHBIM PACTBOPOM WJIM MPOBOAMIN
00paboTKy nucTheB pacTBOpoM 3TuX petapaantoB (0.01-5%). B ombiTax Ha mineHwUIie
WCIIOJIb30BAJIM CEMEHA, 3aMOUYEHHBIE B PAacTBOpax peTapiaHToB. Y D-3alUTHOE JEHCTBHE
npeaoOaydeHusl pa3HbIX JJIMH BOJH u3ydanu Ha 8-10-gH. mpopocTkax canata U Ha
MOJTHOCTBIO Pa3BUTHIX JUCThAX ImmuHaTa. Mcnone3oBanmu KC ¢ A,=625, 660 u 690 uM, a
takke nanbHui KpacHbeii cBeT (JKC) ¢ A,=730 am u cBetr ¢ A,=570, 470 u 400 M,
KOTOPBIM TOJIy4aJIl C TMOMOIIBIO CBETOIUOMOB, JIMOO OT JIaMN HaKaJMBaHUs, HCIOJIb3Ys
nHTepdepeHronnbie cBeTOGMIBTPEL. [IpOoaoMKUTETLHOCT O0MydYeHUsT OT 5 MHUH 110 4 9
Mpyu UHTEHCUBHOCTH cBeTa 1-10 Bt M2, VICTIONB30BaIM KaK OTHOCHUTEIBHO BHICOKHE TO3EI
KC (0.3-2 JIxx cM™), oGiydast OT/IEICHHBIE JINCTHS, Tak u Huskue 10361 KC (0.05 Ik cm™),
o0Jyyasi caMu pacTEHUs.

s oueHku coctosiHus @A B CTPECCOBBIX M HOPMAIbHBIX (DU3HOJOTUYECKUX YCIOBHUSIX
WCIIOJIB30BAIM METOABI TIEpeMeHHON U 3amemnieHHon ¢ayopecuenunu (3dim) xmopoduina
(Xn) a, a Takxke uzMepsu ckopocTh razooomena CO, (Biel et al., 2009). AktuBHocts OC2
oueHuBasii 1o ortHomenuro F/F,, rtne F, — QorounayuupoBanHoe u3MEHEHUE
¢yopecuenuun Xn a, a F,, — MakcumalibHas MHTEHCUBHOCTH (iryopecueHuuu. Kpome
toro, onpeneisiu otHowenue (I,—D)/D, rae 1,,— MakcumanbHasi aMmiIuTyna ObICTPON WIIH
MeeHHoi komnoHeHThl 3dn X a, a D — munuManeHas ammiutyga 3®@n. Coaepxanue
dboTocuHTeTHYECKUX (XTI @ U 8, KAPOTUHOUIBI) U Y D-TOrI0mAIMX (MPEUMYIIECTBEHHO
¢naBonouasl;  Mirecki, Teramura, 1984) TUIMEHTOB OIpeAeNsiIM, HMCHOIb3YS
CHEKTPOPOTOMETPUYECKUNA METOJA. AHTHOKCHAAHTHYIO aKTUBHOCTh OLIGHUBAJIU TIO
U3MEHEHUIO AKTUBHOCTH CYyNEPOKCUAANCMYTa3bl (copn, NIEPOKCUA3BI,
ackopOatnepokcunassl (Acll), rmyratnonpeaykrasel (I'P), xaranaser (bamaxnuna u np.,
2005), a Taxxe 1o coJep KaHUI0 KapOTUHOUIOB U Y D-TIOTJIOMIAOITUX MTUTMEHTOB. Y POBEHb
OKHUCJIMTEJILHOTO CTpecca OIEHUBAIM MO HAKOIUICHUIO  IPOJIYKTOB, PEArMPYIOIIUX C
TrobapoutypoBoit kucioroit (TEK), a takxe mo obpazoBanuro H,O, ¢ momoipo MeToaa
OMOJIOMUHECHEHIIMU. Bplgenenne STuieHa H3ydadd B OSKCHEPUMEHTax C XJIOPEJUIon
Chlorella pyrenoidosa Pringh 82T. Conepxanue cBOOOAHBIX (PUTOTOPMOHOB IIUTOKUHUHOB,
ru60epenuHoB 1 ABK onpenensiiy ¢ noMoup0 UMMYHO(PEPMEHTHOTO aHAIM3A.

PE3YJIBTATBHI U OBCYXJIEHUE
1. XXX 1 XX noBbIAKT YCTOHNYUBOCTh PA k YD-pajuanuu ¥ TEIUIOBOMY CTpeccy

XXX ABISETCA pEeTapAaHTOM, KOTOPBIM HCIIOIB3YETCS B PACTEHUEBOACTBE. Bmecte co
CBOMM aHajioroM XX OH 3alllMIIAeT PACTeHUs] OT HEraTUBHOIO JCUCTBUS aOMOTUYECKHUX
ctpeccoB (Grossmann, 1992; [IpyccakoBa u ap., 1993; Fletcher et al., 2000; Sheng et al.,
2006; Zhao et al.,, 2007). OgHako, Mallo M3BECTHO O TOM, Kak MpenoOpadOTKa 3TUMH
COCIMHEHUSIMU BIIMSIET HA CTPECC-YCTOMYUBOCTE DA.



Bausinne XX n XXX Ha poct, akTUBHOCTHL DA U coaep:kaHue NMTMEHTOB HA YPOBHE
KJIeTKH (MHKPOBOAOPOC/IM) W 1eJ0ro pacreHus. MexaHU3Mbl pa3BUTHS CTpecc-
YCTOMYMBOCTH U aAaNnTaluu (POTOCUHTE3UPYIOUIUX OPraHU3MOB BO MHOT'OM OIPEAEIISIOTCS
BIUSIHUEM peryisitopoB pocta Ha DA, cocraB (POTOCUMHTETHUYECKHX IUTMEHTOB,
TOPMOHAJIbHO-UHTMOUTOPHBIM OalaHC M, B KOHEYHOM HTOT€, Ha POCT ATHX OPraHHU3MOB.
Hamu Obu1o nzyuyeHo BnusiHue XX Ha pocT, aKTUBHOCTh @A M MUTMEHTHBIM COCTaB KIETOK
Chlamydomonas reinhardtii 8 5 n 10-gu. kynptypax. Ilpu [XX]>1 MM o6HapyxeHo
yMeHbLIEHHE (OTOCHHTETHYeCKOoro BbiaeneHus O,, axtuBHoctd PC2, copepxaHus
xjiopoduia U CKOPOCTU JENEHUs KJIETOK, YTO, BEPOSTHO, CBSI3aHO C JECTPYKLHEH
MeMOpaH XJIOpOIUIACTOB, MHAYUMpPOBaHHOM mnpucytctBueM XX (puc. 1). Orcrona Obua
CIeNaH BBIBOJ, 4YTO peTapAaHTHoe jnelictBue XX Ha kietku Chlamydomonas
COIMPOBOKIAETCS Pa3BUTUEM B HUX CIA00T0 OKUCIUTENIBHOTO CTpecca.

B Beicmx pacteHusix o0Opabotka XXX u XX TakKe BbI3bIBala pPAa3BUTUE C€IAO0Oro
OKHUCJIMTEJIBHOTO CTpecca M perapiaHTHble 3ddextel. B  pesynabrare o0paboTku
HaOTI0JAJIOCh 3aMETHOE YMEHBIIEHHE BBICOTHI pacTeHUil (aconm, a TakXke IUIOMAAN U
CBIPOTO Beca JIMCThEB, TOrJa KakK CyXoil Bec JHMCTbheB Bo3pacTai (Tadin. 1). [lpu Huzkoit
koHueHTpaunu XXX (0.08 MM) petapaanTHbie 3 (HEKTbl TPAKTUUECKH HE HAOTIOJAIIH.

O6pabotka pacrenuit (acomu u mmeHuIbl XXX U XX TpPUBOAWIA K YBEIUYCHUIO
COJICpXKaHUS B JTUCTHAX (POTOCHHTETUUECKUX U Y D-MOTIOMAIONUX TUTMEHTOB (Tabu. 1 u
2). Ilo-BuauMOMy, pOCT 3THX IOKa3aTejed SBISETCS CJIEICTBUEM YCUJIEHHOIO CHHTE3a
xynopodumia (Sankhla et al., 1985; Kobzar et al., 1999) u Gonee BBICOKON IMJIOTHOCTH
XJIOPOTUIacTOB Ha enunuily miomaau aucta (Khalil, 1995).

Puc. 1. Bausaue o6pabotku XX Ha
CTpYKTYpy Kietok Chlamydomonas
reinhardltii. DJEKTpOHHbBIE
MUKpodoTorpadun KJIETOK,
BbIpalleHHbIX 0e3 (A) u B
npucytctBud 1.7 u 17 MM XX (b u
B, coorBercTtBeHHO) B TeueHue 10
cyT. Kc — kierounas crenka, Xi —
xjoporact, K — kpaxman, II —
nupeHous, OI' — ocMmuoduabHas
riodyna, E — tunakounsl, S — sapo
(JIageirus u ap., 2001).

PerapnantHoe nelictBue XXX Takke OOHApYyKEHO MpHU JIMCTOBOM 00pabOTKE pacTeHMid
¢daconu (0.1-1% XXX) u o6padotku cemsH nmueHuIs (0.5-1% XXX).

beuio uccnenosano BnusHue npenodpadotku pactennit XXX u XX Ha ycToiunBocTh @A
HACTOSAIMX JIMCThEB pacTeHuil ¢acomu k Y@P-B-o0iayueHuio UM KpaTKOBPEMEHHOMY
HarpeBanuto (Kreslavski et al., 2001), a Takxke Ha ycroiunBocTh k Y®-C npenaparos
tunakouaHbix MemOpan (IITM), BblAeNeHHBIX M3 JIMCThEB MPeaoOpadOTaHHBIX PACTEHU
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(puc. 2). Ilocae Temnosoii 06paborku pactenuit (43°C, 6 mun) aktuBHocTh PC2 mamana,
3aTeM IOCTENIEHHO BOCCTAaHABJIMBAalIach B TeueHHe 2-3 cyTok. B 1O ke Bpems B XXX-
00pabOTaHHBIX pACTEHHUSX, KaK MEpBUYHASI TEIUIOyCTOWYUBOCTb, TaK M CKOPOCThb
BoccTaHoBIeHUST akTUBHOCTH PC2 ObUM BbIle. AHAJOTHYHBIE JAaHHBIE O 3al[MTHOM
nercteur XX Ha @A pacTeHuil Orypua, HOABEPrHYTHIX JEHCTBUIO HU3KHUX TEMIIEPATyD,

Tabmuma 1. Bmusaue obpabotkn XX m XXX, a Takke YOD-B (YD) Ha comepxkanne Xi (a+b),
kapotunouioB (Kap), murmenros, nornomatonmx Y@ (II1Y), mnomane (I1n.) 1 oTHOCUTENBHOE
coliepkaHue cyxoro BemiectBa HactosmuxX nucThbeB (CBJI) 11-mH. pactenuit dacomn. XXX wmu
XX B KOHEUHBIX KOHIEHTpanusx 1.6 MM u 19 MM, COOTBETCTBEHHO, BHOCHJIA C MUTATEIbHBIM
pactBopoM. OrtnenenHble nucTha mnoaepranu Y D-obmyyenuro, 3atem omnpenensau CBJI u
IUIOMIA/Ib JIUCThEB, a 4epe3 48 4 BbICPKUBAHHWS B TEMHOTE AaHAIM3UPOBAIM HA COJACPKAHHE
nurmMeHToB (£SE; n=3). EOII — equannb ontud. wioTH. npu A,=327 aM (Kreslavski et al., 2001).

[Tapamerp BapuanTsl 00paboTku acoau
Kontpoins YO XXX XXX+YO XX XX+YO
X1 (a+6), mr ' c.B.| 1.10 (0.04) [ 0.89 (0.05)[1.27 (0.04)| 1.05 (0.035)* [0.98 (0.04)*| 0.83 (0.03)
Kap, MKT' T C.B. 156 (11) | 124 (10)* | 184 (19)* | 161 (12)** 143 (8)* 111(7)
[y, EOIT ' 0.86 (0.06) | 1.06 (0.08)[1.26 (0.10)| 1.27 (0.10) | 1.10(0.08) | 1.14(0.07)
1., cM” 23.0 (4.0) |22.0(3.0)*| 9.5(1.4) 10.0 (1.6) 15.5(3) -
CBJL % 8.8(0.5) | 8.9(0.5)* |10.0(0.6)| 9.6(0.7) 9.2 (0.6)* -

*- He3HAUYMTEJIbHAS Pa3HUIA MEXTy KOHTpOJIeM | onbIToM (p>0.05).

Jlnctba NucTbn MembpaHsbl

Puc. 2. Biuusaue

08 IPOIpSS veB| YEC XXX, XX u

g’ /8':-£_ pas3HbIX

| o S ,“-Q._______@‘ 8“.“. CTPECCOPOB Ha

U_E 06 ri) /,a‘/l g{-.,ﬁ “~\§ akTuBHOCTH DC2.
= {g’, - é"'-'-'-f.'..i?. i:\ IIpopocTku
L o4 Ny | ] dacomu Harpesau
' —— \ ‘Q‘Q\Q rpu 40°C (20 mum)
:--o-:- : N, .ﬂ_.ﬁ\OKD i oOnydanu Y O-

02{ . Sorer 4 A B o B. IITM  wus

' ' ' ' - - ' ; — JIUCTHEB

0 20 40 604 0 20 40 604 0O 2 4  6wmuH HPOPOCTKOB

obmywamu  Y®-C.
1-6e3 o00pabotok, 2-6e3 mnpemobpadbotkm XCC, 3 u 4- mnpemobpadborka XCC. BapuaHThI:
0.6%XXX—mporpes; 0.04%XXX (3) unu 0.002%XXX(4)—>YD-B; 0.6%XX—>YVD-C.

ObUTH TIOTyuYeHbl B pabote (Sheng et al., 2006). Y®-o0ayueHne IUCTheB (AcOIU TaKKe
NPUBOAWIO K CHIDKEHHIO akTuBHOCTH PC2, KOTOpOEe 3aMETHO YCHIMBAJIOCH B TPOIECCE
BBIJICP)KUBAHUST OTACICHHBIX JUCTHEB B TEMHOTE, TOTJA Kak B MpeaoOpadoTaHHBIX XXX
pacTteHusx cHmxkeHne akTuBHOCTH PC2 ObLIIO0 3HAYUTEITHFHO MEHbIIIEe (puC. 2).
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Tabmumna 2. Bousaue o6pabdorkun XXX (0.75%) Ha comepxkanue xiopoduiuia, KApOTHHOUAOB U
[ITY (mpeumymiecTBeHHO (h1aBOHOWIBI) B JTHCThX 10-TH. pacTeHui mieHHIb. PasHuia Mexmy
OTIBITOM U KOHTPOJIEM BO BceX BapuaHTax aoctoBepHa (p<0.05) (Kpecnasckwii u ap., 201006).

KonTponb XXX
[TapameTp a0C. eIMHUIIBI abc. eMHUILIBI % K KOHTPOJIIO
X (a+b), Mrr’ c.B. 1.9 (0.1) 2.5(0.1) 132
Kap, mrr' .. 0.45 (0.02) 0.58 (0.03) 129
IITY, EOIT ! 0.58 (0.014) 0.65 (0.013) 112

MBbI npeAnoIOKUINA, YTO OJHOW W3 KIIFOYEBBIX MPHUYMH 3alIUTHOrO AeHCTBUA XX M XXX
SBJISIETCS CTAOMJIM3alMs TUIAKOMJHBIX MEMOpaH U COXpaHEHHWE MX IEJIOCTHOCTU B
YCIIOBUSIX OKHCIIUTENIBHOTO cTpecca. JlelcTBUTENbHO, yCTOMUMBOCTD [ITM, BhIICIIEHHBIX U3
aucTheB 00paboTaHHbIXx XX pacteHuid ¢aconu, k obinydenutro Y®-C Obuia BbllIe
yctouuBocTH IITM 13 KOHTpOJIbHBIX pacTeHuit (puc. 2).

OtHocHTENbHAs MaKCHUMallbHAs aMIUIMTYJa MEJIEHHON KOMMIOHEHThl 3P Takxke najana
mocjie TepMOOOpabOTKH, a Ha CBETY BHOBb BOCCTaHaBIWBalach, mpuiueM y XXX-
00paboTaHHBIX pacTeHU (hacoiM BOCCTAHOBJIEHHE LUIO OBICTpEE, YeEM Y HE0OpaOOTaHHBIX
(puc. 3). 3®n cBszaHa ¢ oOpaTHOUl pekomOuHarued 3apsnoB B @C2, a ee MenneHHas
KOMIIOHEHTa B OCHOBHOM OTpakaeT u3MeHeHnuss ApH Ha tunakouansix MemOpanax (Bigler,
Schreiber, 1990). Takum o6pa3om, obpaborka pactenuid XCC NPUBOAMT K MEHbIIEMY
CHIIKEHHUIO U 0oJiee OBICTPOMY BOCCTAHOBJICHHUIO (POTOXMMHYECKON akTUBHOCTH DPC2, Kak
ee KBaHTOBOU 3((hEeKTUBHOCTHU, TaK U CBETO-UHAYIIUPOBAHHON BemnunuHbI ApH.

100 @*.. Puc. 3. Brnusaue nuctoBoil npenobpadbotkn XXX
80 - é’/’ —Q—————— -0 (0.6%) Ha MemIEHHYIO KOMIIOHEHTY 3D
o / ; 4| TIPOPOCTKOB ()acony, TOJABEPTHYTBIX TEIIOBOMY

crpeccy mpu 43°C (6 mun). Yepes 2 cyT. mocie

(I,-D)/D

40 ceeliese KOHTPOMB 00paboTKu MIPOPOCTKU npgrp_?BanH u
2 | —e— nporpes sKcroHupoBanu Ha cBety (30 LE M ¢) B TeueHue
24 y.

—-0— XXX+nporpes
0 L . . ,
0 5 10

15 20 25 AHaAJOTMYHbIE pE3yJbTaThl OBLIM TMOJIYYEHBI

Bpewms nocne nporpesa, 4 IIpU HU3Y4YCHHUMU BJIIMAHUA 3aMadMBaHUA CCMSIH

nmweHnnbl B 0.5-1% XXX nmm 5% XX Ha nepBuunyto teroycroitunBocth @C2 n Ha

CKOPOCTb IOCT-CTPECCOBOIO  CBCTO-MHAYLUPOBAHHOI'O BOCCTAHOBJIICHHA AKTUBHOCTHU

(dboTocuHTE3a B MEPBBIX JUCThAX mineHuIlbl (KpecnaBckuii u ap., 20106). B 06padoTanHbIX

TaKHM 06p330M IMPOPOCTKAxX MNIIICHUIIBI Ha6moz[am/1 IMOBBIIIICHUEC HGpBH‘IHOﬁ

TETUIOYCTOMYMBOCTH TpemapaToB MeMOpaH THJIAKOWIOB, BBINICICHHBIX W3 JIMCTHEB
o6paboTanHbIX pacTeHuil (Tabdm. 3). CHmxenne akTuBHOCTH DTL] ObUIO 3HAYUTEIBHO HIDKE

B IIpemnapaTax u3 pacTeHuid, oopadoTaHHbIX XXX.
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B nureparype (Bode, Wild, 1984) BbickazaHO NHpPEANOIOKEHHE O TOM, YTO B JIHCTBAX
pacTeHuil miIeHubl, o0paboraHHbIXx XXX, pa3BUBaeTCs OKHUCIMUTEIBHBIM cTpecc,
MO00HBIN CTpeccy MpH 3acyxe. DTa UJes Halla MOATBEPKIACHUE B ONbITaX ¢ HATUBHBIMU
nucThsaMu ¢daconu, oopadoranHpiMu XXX. CoriacHO HAIllMM JaHHBIM MPU KOHIIEHTpAIUU
XXX, BbI3bIBaIOINICH 3aMeTHBIN perapaaHTHbIN 3QdekT (0.75%), Habmroganu CHIKCHUE
aktuBHOCcTH DC2, yBenuueHHe TEeMHOBOIO JbixaHus u coxaepxkanus H,O, (puc. 4). Ilpu
3TOM TeroycTounBocTh @A nucTheB uepe3 1.5-4 cyTok Oblia 3aMETHO MOBBIIIEHA, a
TpaH3UTHOE MOBHINIeHHE ypoBHsS H,0,, mpeaimiectBoBano cHmkeHU0 akTuBHOCTH PC 2 u
YBEIIMYEHUIO TemioycTtoiunBocTy DA.

HeiicrBue XXX u XX Ha aKTHMBHOCTH AHTHOKCHIAHTHBIX (pepMEHTOB M YpPOBEeHb
HU3KOMOJIEKYJISIDHBIX AHTHOKCHAAHTOB. II3BECTHO, dYTO pa3BUTHE YMEPEHHOTO
OKHUCJIMTEIBHOTO CTPECCa B paCTEHUSAX OOBIYHO COMPOBOKIAETCS MOBBIILIEHUEM aKTUBHOCTHU

KJIFOUEBBIX aHTUOKCUIAHTHBIX (pepmenToB (Mittler, 2002). JlelicTBUTENBHO, aKTUBHOCTH

—_—
—
o

/ N - 0,76

/
; |
_% % —=0—== 0.75%XXXX
100 "% ----....,%..-----'%"""" == 0.03%XXX % 0,74

H202, % TemHoBoe AbixaHue, % AktusHoCcTb ®C2 (F\/F )
+ 0,82
o 130 /r’{}\\
5 /o - 0,80
Q / \
S - 0,78
) / $ ;
|-
=
X

— KOHTpONb

T T T T T

0 20 40 0 20 40 60 80 0 20 40 60 80
Bpemsa nocne obpaboTku, Y

Puc. 4. Jlunamuka nusmenenus mnyna H,O,, TeMHOBOTO AbIxaHusl U POTOXUMUYECKONH aKTUBHOCTH
@®C2 B nucthsax 10-g1. paconu mocne nucrosoit 06padoTku XXX (0.03% u 0.75%).

COJ, Acll u I'P, onpenenennsie B nuctbsix, COJ] u mepokcuaassl - B Ipenaparax
TUJIAKOMJIHBIX MeMOpaH, ObulH BbIlIE B npeaoopadoTanHbix XX mnn XXX pacTeHusx, 1o
CpPaBHEHHUIO C KOHTpOJbHBIMU (Tabn. 4 u 5). Boiee Toro, mMoOBBHINIEHHAs AKTUBHOCTH
(epMEHTOB COXpaHAJach W MOCJE Pa3BUTHUA OKHUCIUTENBHOIO CTpecca, BbI3BaHHOro Yd-
pamuanueii (Kreslavski et al., 2001).

Ha ocHoBe mony4eHHBIX TaHHBIX MOKHO 3aKJIIOUNTh, YTO AHTMOKCUJAHTHAs aKTUBHOCTH B
XJIOpPOIUIACTaX M3 JIMCTbEB OOpabOTaHHBIX PACTEHHI BbIIIE, YEM B KOHTPOJIbHBIX. ITO
MMPOMCXOAUT 3a CYET NOBBIMIEHHOW axkTUBHOCTH mnepokcupas, COJl wm  apyrux
AHTUOKCU/JIAHTHBIX (PEPMEHTOB, a TaKK€ BCIEJACTBUE YyBEJIMYEHHUS COJIEpKaHUs
KapoTUHOUAOB U Y D-noraomarimmux TMrMeHTOB, KOTOPbIE C OJJHOM CTOPOHBI UTPAOT POJIb
BHyTpeHHero ¢unptpa 1pu Y®-o0myuyeHUH, C Jpyroil CTOPOHBI  SIBJISIOTCA
antuokcunantamu (Cuttriss, Pogson, 2004). 3amutHOE NEUCTBHUE 3TUX MUTMEHTOB H
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MOBBIILICHUE YPOBHS AHTHUOKCHIAHTHON AKTUBHOCTH OOBSCHSIIOT TAaKXKe IOBBIIICHHYIO
cTpecc-ycrounBocth PC2 B mpemapaTax THIAKOMIHBIX MEMOpaH, BBIAEICHHBIX U3
JUCThEB pacTeHuid, o0padoTanHbIx XCC no cpaBHEHUIO ¢ HEOOPaOOTaHHBIMH.

Tabmuua 3. Broustaue o6pabotku pactrenmii XXX (0.75%) Ha TemIoyCTOHYMBOCTH IpemapaToB
THJIAKOMJIHBIX MEMOpaH, BBIJENIEHHBIX U3 JUCTbeB 11-1H. pacTenuit mmeHunsl. AKTUBHOCTh DTL]
OTIpPEeNIeIST  IyTeM BOCCTaHOBIIEHUs nuxiopdeHonmuaaopenona (AXDUD). VYcroitunBocth
OIICHUBAJIM KaK OTHOIIEHHE aKTHBHOCTEN mocie mnporpesa npu 40°C B TeyeHwe 5 MHH U JIO
nporpesa (%) (n=3) (Kpecnasckuii u ap., 20100).

Bapuant +20°C +41°C, 5 mus. | OTHOIIEHHE aKTUBHOCTEH
Kountpoinb 100 7014 0.70+4
XXX 7515 6916 0.92+5

Tabmuma 4. Bnusaue o6pabotkn XXX (1.6 MM) u Y®-B Ha akTUBHOCTh aHTHOKCHUIAHTHBIX
depmentoB (COJ, Acll u TI'P), a Taxxke Ha coaepxkaHue aOciu3oBoii kuciaoTel (ABK),
ru06epemmHoB (I'K;-momoOHeix BemecTB) u nutokuHUHOB (3+3P), (mMomb/T chlporo Beca) B
mucthax 11-gH. pacteHuit daconu. AxkTUBHOCTH (GEpMEHTOB JaHbl Ha 1 T Oenka. YcioBus
BbIpanuBaHus 1 00paboTku kak B Taba. 1 (n=2) (Kreslavski et al., 2001).

[TapameTtp KonTpons YO®-B XXX XXX+YVOD
COJ, % x KOHTPOJIO 100 (5) 237 (14) 130 (9) 254 (20)
Acll, % x KOHTpOIIO 100 (9) 126 (7)* 122 (8)* 140 (7)
I'P, % x kKoHTpOMIIO 100 (8) 130 (7) 135 (7) 178 (7)
ABK, nmons 1! 72 (7) 50 (4) 154 (20) 60 (5)
I'u66., mMob T 0.91(0.02) | 0.57(0.03) | 0.34(0.05) | 0.23(0.01)
[WT., IMOJIB I’ 0.33(0.01) | 0.32(0.02) | 0.46(0.01) | 0.43(0.02)

* He3HAuYMTENbHAs pa3HUIA MEXIy KOHTposieM 1 BapuanTamMu XXX u YO-B (p>0.05).

Tabmuua 5. Bnusaue o6pabotkn XX (0.6%) Ha aktuBHOocTh COJ] M mepokcuiasbl B Impenapartax
THJIAKOMIHBIX MEMOpaH, BBIJICIEHHBIX W3  JHUCTbeB 11-mH. pacteHmid ¢aconmn. AKTHBHOCTB
paccuuThiBayK Ha |1 T Genka. Y CcoBHs BeIpaluBaHus B 00pabOTKH, KaK B TaoI. 1.

[Tapamertp XX, % K KOHTPOJIIO
coLq 120 (7)
[Tepoxcunaza 234 (22)

[ToBbIlIeHHAsT aKTUBHOCTh AHTHOKCHUAAHTHBIX (epmenToB B XCC-00paboTaHHBIX
pacTeHHsIX MOXXET TPOSBIATbCI B ObICTpOM U 0ojiee CYIIECTBEHHOM YCUJICHUHU
AQHTUOKCUJIAHTHOM AaKTUBHOCTH B OTBET Ha JIEWCTBHUE CTpeccopa. B 3Toi cBsizu OBLIO
u3y4eHo BiusHUEe XXX U TEIJIOBOW MpeaoOpaboTKu Ha aKTUBHOCTH (DEPMEHTOB T'BasKOJ-
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3aucumoit (I'3) mepokcupasel U Acll, ompeneneHHbIX B MEPBBIX JIUCTHAX PACTEHUM
HIIEHKIBI Tocle TemroBoro crpecca mnpu 40°C (puc. 5). B pesynsrate HarpeBaHus
oOHapyxeH Oonee ObIcTpbiii pocT akTuBHOCTH AcIl m I'3 mepokcunasel B MUCThIX XXX-
npenoOpadOTaHHBIX, a TAaKXKE 3aKAJICHHBIX TEIJIOBOM MpenoOpabOTKON pacTeHHil 1o
CPaBHEHHIO C KOHTPOJIbHBIMH, HEOOpaOOTaHHBIMU pacTeHusiMU. B 00paboTaHHBIX
BapuaHTax BIIOCIEACTBUM Habmoganock M 0Oojiee OBICTpOE CHUYKEHUE AKTUBHOCTH
(epMEHTOB, YTO CBHICTEIBCTBYET O OoJbIIel 3(h(HEeKTUBHOCTH aHTHOKCUAAHTHOW CHCTEMBI
B JIMCTBAX  OOpaOOTaHHBIX pACTEHWH, YTO B 3HAYUTEIHHOW CTETEHU OIpeaeyseT

MOBBIIIIEHHYO TerIoycTonunBocTh A (puc. 2, 3 u 5).

N3BecTHO, 4TO B psife cilydaeB yBeJIMUEHUE YPOBHS HUTOKMHUHOB (UepHsaases, 1997, 2005)
u ABK (Liu, Huang, 2002; TamanoBa, 2009) nmaer BKJIaa B YBEJIMYECHHE CTpeECC-

CTOMYHBOCTHU aCTCHHH B
'3 nepokcuaasa Ackopbarnepokcugasa y p i

YaCTHOCTH 3aCyXOyCTONYMBOCTH
115 - —— 1
—-——0=- 2 Puc. 5. Bnustaue npeno6pabotkn XXX

(0.75%) wnm 3akanuBanms npu 40°C
(20 MuH) Ha W3MEHECHHE AKTHUBHOCTH
I'3 nepokcunaszel u Acll B nuctesax 10-
TTH. MIPOPOCTKOB TIIICHHUIIBI,
MOJIBEPTHYTHIX ~ TEIUIOBOMY  CTpPECCY
(40°C, 20 mun): 1 — mporpes; 2 —

w
o
_-;.:

—_ -
oy s
o o

100
§\

AKTUBHOCTLCTb, % K KOHTpOnto

9 N % XXX+mporpeB; 3 — 3aKkajJuBaHUE
—— — +mporpeB. Jlns 3akanuBaHus TOCHE

0 5 10 15 20 25 0 5 10 15 20 25  peppuynoro mnporpea mnpu 40°C
Bpems nocne nporpesa, 4 pacTeHus BBIACP)KUBAIIA Ha CBETY 24 4

(Kpecnasckuii u ap., 20100).

U TEPMOYCTOMYMBOCTHU. bbuto n3ydeHo Biusiane XXX Ha coaepkanne ABK, IMTOKMHMHOB
U TUOOEPEsIMHOB B HACTOSIIMX JIUCThsIX (aconu, oOmyueHHbx YD-B (Tabn. 4).
Copnepxanue ABK M UWTOKMHHUHOB B JIMCTBAX MPOPOCTKOB, 00paboTaHHbIX XXX, ObLIO
BbIIlIE, & YpPOBEHb T'MOOEPEISIMHOB HHUXKE, 4YeM B HEOOpaOOTaHHBIX, 3Ta TEHJEHUUS
coxpansuiacb U Bo BpeMsi Y ®-o0myuenus. [lpu Huzkoit koHueHtpauuu XXX (0.08 mM)
yBenuuenue coaepxkanus ABK u nossiienue ycrouuBocty k Y ®-B He Habmonanu (puc.
2). TloBbimenHoe coaepxkanue ABK ¥ HUTOKMHUHOB B JIUCThAX OOpaOOTAHHBIX PACTEHUM
MOET OTYaCTH OOBSACHITH TMOBBIINIEHHYIO ycTOMYMBOCTE DPC2 3THX pacTeHuit kK YO-
00JIy4eHHUIO U BBICOKOH TeMmeparype.

[Ipeanonaraercs, yro HakomueHue ABK sBnsercs oAHMUM M3 TPUITEPHBIX MEXAaHU3MOB
(¢bopMHpOBaHUSI ~ MOBBIILIEHHOM  CTPECC-yCTOMYMBOCTM  PAacTeHHM, B  YacTHOCTHU
teroycrorunBoctd  (TutoB  u ap., 2006), XOTd  KOHKPETHBIE  MEXaHU3MBI
¢ynkunonupoBanus ABK mnoka nescusl (Larkindale, Huang, 2004). Bo3moxHO, 4TO
noBbiieHue coaepkanust ABK mpuBonut x mHaykuuu oOpaszoBanust ADK (Hung et al.,
2005; Hu et al., 2006) u cnenuduyeckux ans ABK ctpeccoBbix 6enkos (ILlakuposa. 2001).
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CHukeHue QOTOCMHTETHYECKONW aKTUBHOCTH U MOBBIIIEHHE aHTUOKCUIAHTHON aKTUBHOCTHU
B Ipenaparax TUJIAKOMAHBIX MEMOpaH — BC€ 3TO MPHU3HAKH OKHUCIMTEIBHOIO CTpecca,
Pa3BUBAIOIIETOCS B XJIOPOIUIACTaX. DKCIEPUMEHTHI ¢ 00padoTkoi auctheB XXX (0.1-1%)
u npsmoe omnpezaenenue ypoBHs H,O, B nucthsx (puc. 4) mokazaiad, YTO HMOBBILIEHUIO
ctpecc-ycrounBoct DA dyepe3 1.5-4 cytok mnocne npenoOpabOTKU NpPEaIIeCTBYET
ycuneHHoe oOpazoBanue H,O, (burst) u poct TemHOBOro nbixanus. I[lo-Buaumomy,
npenoopadorka XXX wmimm XX npuBoauT K reHepauun A®DK, xoTopple aKTUBUPYIOT
AQHTHUOKCH/IAHTHYIO CUCTEMY, YTO MPUBOIUT KIIETKY B COCTOSIHHUE C TMOBBILIEHHOWN cTpecc-
ycronunBocThio  PA. Mpbl mpegnaraeM CIEAYIOU[YI0 CXEMy IIOBBIIICHUS CTpecc-
ycrounBoctt DA mnpu peiictBun XCC Ha pacrenus: XXX(XX) — ABK/H;0,
(OKMCIIUTENBHBIA CTPECC) —> CHUTHAJIbHbIE OEJIIKM —> MOBBIIIECHHBI CUHTE3 OEIKOB U
HU3KOMOJIEKYJIIPHBIX COEIUHEHUH, YYacTBYIOIIMX B CTPECC-3AIIUTHBIX pPEAKIUAX —>
noBeItieHue crpecc-ycronunBoctu @A (Kreslavski et al., 2001; Kpecnasckuii u ap., 2007a;
Sheng et al., 2006; Kpecnasckuii u ap., 20100).

[ToBbiiennas ycroiuuBoctsh @A pactenuii, oo0padoranubix XXX unu XX, K HarpeBaHUIO U
Y®-001y4eHUI0O MOXKET OOBICHITHCS YBEIMYEHWEM AaKTUBHOCTH AHTHUOKCHUIAHTHBIX
(bepMeHTOB, a TaKXe IyJa HU3KOMOJEKYsIpHbIX aHTuokcuaaHToB (Kreslavski et al., 2001;
Sheng et al., 2006), koropoe, 10 HalIUM JaHHBIM, MHULUUpYyeTcs oOpa3zoBanueM H,O,
vw/unu, Bo3MoxkHO, ABK. HakomieHue OCMOTHYECKM aAKTHBHBIX BEIHIECTB, K KOTOPBIM
OTHOCATCS TPOAYKThl paznoxkeHuss XXX nu XX - 6eraun u nponud (Sheng et al., 2006),

TaK>K€ MOYKET BHOCHUTH BKJIAJ[ B IIOBBIIEHUE CTPECC-yCTONUNBOCTH DA.
2. IlpenobayyeHue KpacHbIM CBETOM MOBBIIIAET YCTONYNBOCTH DA Kk YD-paauanuu

U3BectHo, uTo Y® m3nmydeHHE MOBPEKIACT PA3TUYHBIE MOJEKYJIbl MUIICHH W CHCTEMBI
DA, ocoberno @C2, mpexzae Bcero Takue KOMNoHEHTHI Kak Qu, Qp, PQ u 6enok D1 (Kolli
et al., 1998; Babu et al., 1999). C npyroii croponsl, Y ®-paauaiiusi akTUBHPYET pa3IHIHbIC
3anuTHBIE cucTeMbl DA, ycninuBaeT cuHTe3 (OTO3ANIUTHBIX COCTUHEHHIA, MOTIIOMIAFOIINX
YO. IIpu 3TOM BO3pacTaeT aKTUBHOCTb W/WIM CHHTE3 AHTUOKCHUAAHTHBIX (PEPMEHTOB, U
MIPOUCXOJIUT HAKOIUIEHUE HU3KOMOJIEKYISIPHBIX aHTHOKcHAaHToB (Strid et al., 1994; Hader
et al., 2003; ComnoBuenko, Mep3msik, 2008). Baxuyto pons B ¢otozanute @A ot YO-
paauanuy W/WiM B Tporeccax (OTOpEeaKTUBAIMM MOXKET UTpaTh BUAWMBIA CBET HHU3KOU
WHTEHCUBHOCTH, B yacTHOCTH, B cuHeu (Han et al., 2001; Héder et al., 2003) u xpacHoit
obnactu cnektpa (Joshi et al., 1991; Biswal et al., 2003), koTopble MOryT NIelCTBOBaThH
yepe3 GoTOpeLenTopbl CHHETO CBETa — (KPUIITOXPOMBI M (POTOTPOIMHBI) U KPACHOTO CBETA -
dutoxpomel. Ilpenmonaraercs, uyro KC wungynupyer mnepexon ¢uTtoxpomMa B
(usnonornyeckn akTtuBHyro (opmy (DPxjx), KOTOpas MOLACPKUBAET CIPYKTYpy H
aKTUBHOCTH XJIOPOIUTACTOB BO BPEMsI CTAPEHHSI JINCTHEB, a TAKXKE MPEHOXpaHseT X OT
nerpanauuu (Joshi et al., 1991; Lingakumar, Kulandaivelu, 1993; Biswal et al., 2003).
BMecte ¢ Tem wumeercs Malo JaHHBIX W TEOPETHUECKUX pa3paboOTOK O TOM, Kak
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dbopmupyroTcsi Mexanu3Mmbl 3ammtHOro gAeiictBus KC mnpotuB Y ®D-uHAyIHUPOBAHHOTO
MHTHOUpOBaHUs (OTOCUHTE3a, Kakhe (POTOPELENnTOpbl M CHUTHAJIbHbIE WHTEPMEIUATHI, a
TaK)K€ CTpecc-3allluTHble cucteMbl DA, Takue KaKk aHTHUOKCHJIAHTHAs, Y4YacTBYIOT B
npouecce GOpMHUPOBAHUS U PETYJISLUN 3aALUTHBIX MEXAHU3MOB.

Opnum u3 BaxkHedmmx QoropeuentopoB KC sBnsercs puroxpom, KOTOpBIA SBISETCA,
MpeXxAe BCEro, JAaTyukoMm kadectBa cBera (Smith, 1986). Ponp sToro dotopeuentopa
0O0JIbIIIE BCETO MCCIIEIOBAHA B «KJIACCHUECKHX» (PUTOXPOM-KOHTPOJIUPYEMBIX peakuusax. B
3TOM ciy4ae npu nocienoBaTesbHOM oOnydeHnn KC ¢ Ay,=660 um (5-10 muH), 3atem
JOKC ¢ Apax=730 M (5-10 mun), perymnsropusie 3¢dextst KC caumarorca (Kendrick,
Kronenberg, 1994).

[penodonyyenne KC 3ammmaer ¢oToCMHTeTHYECKHMEe THMIMeHTHI 0T Y®-
HHAYUUPOBAHHOM Jerpagauuu. M3BeCTHO, 4TO B JIUCTHSAX PACTCHUM, MOMENICHHBIX B
TEMHOTY, MOXeT HaOmogaTthcsi ctapenue (Biswal, Biswal, 1984; Biswal et al., 2003),
KOTOpOE MposiBIIsieTcs B mocTeneHHou norepe Xu u 0enkoB. Kak Y®-B, tak u YO-A moryr
yckopsath, a KC u/mnu cuHuii cBeT 3amemiaTh crapeHue nuctbeB (Biswal et al., 2003).

Onnako, mexanusM aeiictBusg KC Bo MHOTOM He sICEH.

Ponp ®@x 1 BO3MOXHBIX MHTEpMEAUATOB 3amuTHOTO AeiicTBust KC Oblia n3yueHa Ha JBYX
OCHOBHBIX OOBEKTAX - OTHEICHHBIX HACTOAIIMX M HATHBHBIX CEMSIONBHBIX JIHCThAX,
KOTOpPbIE 4YacTO MCHOJB3YIOTCA s HcchefoBaHus crapeHus. Ilpu piureabHOM
BbIIEPKMBAHUM PACTEHMI cajaTa B TeMHOTE (>2 cyT.) HaOJIOJad CTapeHUE JIMCTHEB,
KOTOpOE MPOSIBIISIOCh B TOCTENIEHHOM Jierpaganuu Xi (a+6) u kapotuHouaos. O0mydeHue
pactenuit Y® npuBoAmio Kk 6ojiee OBICTPOI erpajaiii MUTMEHTOB B TEMHOTE, OCOOCHHO
y pacTeHMii, BhIpAIEHHbIX Ha caboM cBeTy (Tabm. 6). [Ipu npenobirydeHnn IpOpOCTKOB
KC (Ay=660 uM, 8 MuH) HaOMIOJANM YAaCTUYHOE CHIDKEHHE CKOPOCTH Jerpajaliiu
MUTMEHTOB, KOTOPYIO BbI3biBasio Y d-00myuenue (puc. 6), Toraa kak cam no cedbe KC (6e3
Y®) okaspiBan He3HauuTenbHOe BhusHue. [locnenyromee oOmydenune mucteeB JKC
(Ay=730 um) nosmHOCTRIO cHUMANO 3amuTHOe nerictBue KC (1abma. 6), 4To CBUIETENBCTBYET
00 yuactun ®@x B kauecTBe ¢oTopernentopa. Bec ceMsaI0IbHBIX JIUCTHEB CHIKAJICS TTOCIIE
Y®-A-06mnydenus, HO notepu Beca Obutn HUXKe npu npenodaydenun KC (KC—-VY®), yto
YKa3bIBa€T Ha MHTErPAJIbHOE Pa3BUTHE OKUCIUTEILHOTO CTpEcca B JIMCTHSIX, O0OJyUEHHBIX
Y@, u MeHbIINI YPOBEHb CTpecca B JUCThAX, npenodiayueHHsix KC. Ha apyrom oObekre
VICCIIEIOBAHHIT - OT/IENCHHBIX JIMCThSAX IIMHHATA, TIPH Gonee jumrensHoM KC-061yuenun
(2 4) oOHapyXeHbl aHAJOTWYHBbIE 3aKOHOMEpPHOCTH: Tnpenodmydenue muctbeB KC
yMEHBIIAIO NoTepH XJI U KAPOTUHOUOB.

Cuuraercs, 4TO BaXHYIO POJb B IpoLecce Jerpajauud XJ B JHUCTbSIX HUIPAIOT
nporeonutudeckue gepmentsl (Pjon et al., 1992), a oOpazoBanue HekoTopbix ADK, mo-
BUIUMOMY, UHAyUUpYeT uX cuHTte3. CienoBaTenbHO, YdD-00ydyeHHe, UHAYLHPYIOIIEe
oOpa3zoBanue A®K, MoXeT NPHUBOAUTH K YCHIECHHUIO Jerpajaiuu (OTOCHHTETHYECKHX
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nurMeHToB. OOHapy)KCHHOE HaMH IOBBINICHHE aHTHOKCUIAHTHONW aKTUBHOCTH B JIUCTHSX
pactenuii, npenoodmydeHHsix KC, Hao00poT, BEposATHO, obOecmeunBaeT 3amuTy XJ OT
nerpanauuu (Kpecnasckuii u nip., 2009).

IMurmenTsol, norjomawmue Y®. B 3aBUCHMOCTH OT CBETOBBIX YCIIOBUUM BbIpalllMBaHUA U
1036l Y ®-00ydyeHrne NMpUBOAMIO KAaK K YBEJIMYEHHIO, TAaK M YMEHBILIECHUIO COJEp:KaHUs
nurMenToB, norjomfaronmx Y® (III1Y) B naucTesix canara ¥ mMNUHATA. JTH TUTMEHTHI
SBJISIIOTCS TipenmyItnecTBeHHO (iaBoHouaamu (Mirecki, Teramura, 1984). IIpegoGpaboTtka
KC npuBonuna x Bo3pactanuto ypoBHsi IIITY (tabGa. 6), BepositHo, BcneactBue KC-
WHIyLUMPOBAaHHOTO MX CHUHTE3a. BreiBog cormacyercs ¢ pocroMm myina [IIIY B aucTesx,
00yueHHBIX 01HUM ToJibko KC, KoTOpOe mposiBisieTcst mocie HeKOTOpou ar-gasbl.

Tabmuma 6. [letictue npenodmyuenuss KC u JIKC, a takxe Y®-A Ha copepxanue (Ha 1 T cbporo
Beca) (OTOCUHTETUYECKUX MUTMEHTOB M MUIMEHTOB, noriomatomux YO (III1VY), a takxke ceipoii
BEC Mapbl CEMsJOJbHBIX JIUCTheB 10-IH. pacTeHuM canara, BBIPALIEHHBIX MpPU Ppa3HOU
WHTEHCUBHOCTHU CBeTa. Bce mapaMeTphl ompeesisiy mociie 00IydeHus: paCTCHU U BbIICPKUBAHUS
ux B TeMHoTe (T) B Teuenue 2 wiu 26 4. [Xna (a+6)] cocraBnsiina B koHTpose anast Ne 2, Ne 3, Ne 4 —
04, 0.5 u 0.7 mr r'l, coorBercTBeHHO. [IIIY ompenensnu B eaMHUIax ONTHUYECKOM IUIOTHOCTH.
Bpewms YO skcnozunuu — 50 u 100 mun (Kpecnasckuit u ap., 2009).

Neo |UHT. cBeta,| Okcmos. | T, [TapameTpsl YO-A KC»VY®* KCHAKC—H»>YD
on.| Brwm? VO-A, MuH| 9 Vo K KOHTPOTIO
1 0.5 50 2 | Kaporunouasr | 97.5 (2.0)* | 98.0(2.0) -
X7 (a+e) 96.5 (3.0)* | 97.0(3.0) -
2 0.5 50 26 ChIpoii Bec 95.5 (1.0) 100 (0.5) 98.0 (0.08)*
Kaporunouast | 83.5(3.1) 97.5 (2.5) 86.0 (2.6)
X1 (at6) 82.5(3.2) 96.0 (3.6) 84.0 (2.3)
3 1.5 50 26 | Kaporunouner | 89.0 (2.1) | 101.0(2.5) -
X7 (a+e) 91.5(1.5) | 100.1 (1.5) -
15100% 97.0 (2.0) | 106.0 (2.0)
4 10 100 26 | Kapotunounast | 93.0 (1.6) | 100.0 (1.7)
X1 (at6) 92.0 (1.3) 99.0 (1.2) -

*- HEIOCTOBEPHAs pa3HUIIA MEXIY ONBITOM U KoHTposieM (p>0.05). Bo Bcex BapuaHTax HET

pasHHIBI MeXK Ty KOHTposieM U (KC—VY D).

doTocuHTeTHYECKAsA akTUBHOCTH. B Hamux (KoG3ape u np., 1997,1999; Kobzar et al.,
1998; Kpecnagckuii u np., 2004a, 2009) u npyrux paborax (Lingakumar, Kulandaivelu,
1993; Bossalandro et al., 2001; Biswal et al., 2003; KoncranturoBa u np., 2004) mokaszaHo,
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e ' Puc. 6. ®ororpaduu 8-1H.

Z 4 pacTeHuii canara,
npeno0TyyeHHbIX KC,
3areM Y®-A, WM TOIBKO
VY®-A, BblIEpKAaHHBIX B
TEMHOTE B TEYEHHUE 5 CYT.
HcxogHo mo0 o00paboTok
F,/F;=3.5£0.1. UYepe3 5
cyr. otHomenue F,/F,
cHmwxkainoch 10 3.0+0.2 B

. KOHTpOJIE W B BapHaHTE
KCH»>VY®, u mo 1.5£0.3 B
Bapuanre Y.

KOHTPOJIb Yo KC-YO© 4TO KC HU3KOU

MHTEHCUBHOCTH
Monuduimpyet aeiicteue Y d-paananuu Ha pocT, POTOCUHTE3 U HAKOIUIEHUE XJIOpOodua.
Opnako HescHO, Kak pasBuBaeTcs 3amuTHoe geiictBue KC, kakue curHaibHbie
WHTEepPMEIUAThl y4acTBYIOT B (POPMHPOBAHHMH TMOBBIIIEHHON ycToiunmBOoCTH DA kK YO-
paguanuu. J{ns pereHus 3Toi 3aa4u ObUTH POBEEHBI IKCIIEPUMEHTHI 110 UCCIIET0BAHUIO
neiictBust Y @-panuanuu Ha GOTOCMHTETHUECKYIO aKTUBHOCTh U PA3BUTHE OKUCIUTEIHLHOTO
cTpecca B JIMCThAX cajlaTa U B OT/AEJIEHHBIX JINCThIX IIMUHATA, (Paconu u psaOUHBI, a TaKxKe
M0 M3yYEHHUIO 3aUTHOTO JieiicTBus npefoonydenuss KC. B pesynbrare 00iydeHus TMCTHEB
Y®-A/B u nocnenyromero Mx BbIIEPKUBAaHUS B TEMHOTE HAOIIOIaIM WHTHMOWPOBAaHHE
aktuBHoctu DC2 (puc. 7, 8) M yCHIEHUE MEPEKUCHOTO OKHUCICHMS JIUMUIOB (CM.
nuccepTanuio). Hanbonee cymecTBeHHO cCHIbKaach nocie Y d-o0myyueHns OTHOCUTENIbHAS
amrmutyaa oeicTpoit (~100 Mc) kommoHeHThI 3D (puc. 7), KoTopas OTpa)kaeT aKTUBHOCTD
3JIEKTPOHHOTO TpaHCIopTa Ha akienTopHoi cropone ®C2 (Lambrev, Golstev, 1999).

Puc. 7. Bnusnue o6nyuenus KC Ha ammiurygy

161, KOHTpOnb obicTpoit koMmoHeHThl 3®n (I,-D)/D B oTaeneHHbIX
12 1 KC JAUCThsAX mmnuHata. OTaeneHHble TUcThs 00myudan KC
' B teuenme 0; 0.5; 1; 2; 4 u (KC). Ilocne kaxmoro
Q 03/, YKa3aHHOTO TIPOMEXYTKAa BPEMEHH YacTh JIUCTHEB,
D.E i| Vo obomyuennsix KC, mnozasepramu VYD-A-o0iryueHuro
= 02 il /& ------------ 4 (KC+Y®). pyryro gacth oOny4dasin Tosibko YD, 6e3
: 7 KC npenobnyuenus (Y®). Konrponr — 06e3

,ﬁ_ KC-yo »

o1 A==t —— LT % 00Ty 9eHHMiA.
00 0 ) ) 3 4 3amutHoe aeiicteue KC nposiBisiinocs uepes 1-2 4
Bpems obnyyerusa KC, y U BbIpaXaJioCb B MCHLBIICM CHUKCHUHA 3TOH

KOMIOHEHTHI B Y ®-00TyYeHHBIX JTHCTHAX.

O6napyxeno aBa Tuna 3ammtHoro Aevicteus KC npu aeiictBun Y O-paguanuu: OJUH THUIT
peakuuii (KpecnaBckuit u ap., 2001, 2004a) HaGmrogany Mpyu OTHOCUTENLHO JTUTEILHOM
(>1 ) obmyueHnn u ymepeHHbIX g03ax KC (~0.3-2 Ik cm™) (puc. 8, 9). Ipenobiyuenne
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KC (KC—»VY®) yactuyHo cHHMMaNO WHruHOUpymomiee naeiicteue Y@, a mociemyromiee
o0nyuenue JIKC, B cBoro ouepenn, caumaino 3pdext KC.

Camo o6myuenne KC BbI3bIBaNIO CHMKEHUE OBICTPOIl (puc. 7, 8) U MEUIEHHONH KOMITOHEHTHI
3®n. Oty U3MeHeHUsl HaOIIOAANUMCh HE MEHee, yeM yepe3 | 4 mocne o0ayyeHus: JTMCThEB
KC BcneactBue, kak Mbl IpejrnosiaraeM, TpaH3uTHoro nosbimieHus myna H,O, B KC-
00JTy4eHHBIX JIUCThSIX ¢ MakcuMyMoM uepe3 0.5 4 (puc. 9).

I[perﬁ THUII 3allIUTHBIX peaKm/Iﬁ HN3Y4YCH Ha HAaTUBHLBIX CCMANOJIbHBIX JIUCTBAX CaljilaTa IIpH

KPaTKOBPEMEHHOM 00utyueHnH (5-10 muH) 1 Hu3Ko# go3e (0.05 Ik cv™) KC (puc. 10).

B skcnepumentax Obuio oOHapykeHO YD-HHIYyHUpPOBaHHOE CHMXXKEeHHE ckopocTH (P,) u
sa¢dextuBnocTH (F,-Fi)/Fg, rne Fo— cranmonapHslil ypoBeHb ¢uiyopecueHunu, (POTOCUHTE3a
u 3ammtHoe neiictBue KC. Yactuunas obpatumocts 3¢gdexkra KC npu mocnemyromem
o6myuennn JIKC 1 Hu3Kast HHTEHCHBHOCTB (1-2 BT M) CBHICTEIBCTBYIOT

Puc. 8. Briusaue cBetoBbix npenodpadotok (KC u

KC—>JIKC) u obOmydenuss Y®-A OTIeNeHHBIX T
=
JMCTHEB  IINMHATA Ha  aKTHUBHOCTH DC2, 07 . Q
HU3MEPEHHYIO Tocie 24 4 BbIICPKUBAHUS JTUCTHEB \
B TeMHOTe. Bapwantel oOmydenws: YD-A (40 LE %
mun) (Y®), KC (2 ), KCHY®D, a rtawke > 0.6 1 § Yo
KC>AKC—»Y®. Konrpons (K) HeoOmyueHHBIC x <
JIUCTBSI. 05 %
-
\ ///
WL LN 2 &
K KC KC KC-OKC
o 16 1
0
T 14
5 KC Puc. 9. Bimsirue oGmyuenns KC (2 4, 1.5 Br M7,
O& 1.2 1 660 um) Ha coxepxkanne H;O, B OTAEIEHHBIX
T 10 [ ] JTUCThSIX mmuHATa. KOHTpOIb — HEOOy4YCHHBIC
I KOHTPOSb ! JUCTBSL.
0,8 - . : ,
0 1 2 3 4
Bpemsi 0bnyyeHus, o mposeieHun  knaccmueckor  KC/IKC

00paTUMON HU3KOIHEPTETHUUECKON PEaKIMU, CBOWCTBEHHOM OOBIYHO (DOTOCTAOMIHLHOMY
®xB (Kpecnasckuii, Anmnaxsepaues, 2006).

ZamurtHoe neiictBue KC, olieHeHHOE M0 U3MEHEHHIO ObICTPON KOMIOHEHTHI 3D B IUCTHIX
IIIMHATA TIPH OTHOCHTEIBHO BBICOKHX 033X (~0.3-3 JK cM™’), He HaOMOJAIOCh B
MPUCYTCTBUU UHTHOUTOpA OEIKOBOTO cHHTe3a TuHKoMuIMHA (0.4 MM) (cM. auccepTaiuio).
Otcroma cneayer, 4To CHUHTE3 de novo OEIKOB UTpaeT ONpENeiICHHYIO POJib B 3alIUTHOM
NEHUCTBUY TPe 100y deHUS.

[Ipenobmydenue mpu TeX ke A03aX ApyruMu amuHaMmu BoH (A,=540 u 570, 690, u 730 ™)
HE MPUBOAWUJIO K 3aMETHOMY IMPOSIBIEHUIO 3allUTHOTO 3¢¢dekra npu aedctBun Y D-A-
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paguanuu. ITO COrIacyeTcsl ¢ y4acTUEM B 3alllUTHOM JACHCTBUU MPEAO0TyUeHUsS] aKTUBHOM
dhopmbl puToXpoma, mpeanoaoxkuTensno, OxB.

beuo Taxke uzydyeHo Yd-zammutHoe aeiictBue KC mpu onHOBpeMEHHOM OOTy4YEHUH
nmuctbeB KC u Y®-pagnanueii. 1 B atom cinyuae KC yacTuuHO CHUMall MHAYLIUPOBAHHOE
Y@ unrubupoBanue aktuBHoctd PC2, uro mpeanonaraer koMmiviekcHoe BiausHue KC B
amure DA. 3ammrtHoe nedictBue KC Obulo Hambosee BBIPaXKEHO IMOCIE JIOCTATOYHO
JUTUTEIbHOM TEMHOBOM JKCIIO3HMIIMU PACTEHUM 10 OOJyUYEHH, UYTO, BEPOSITHO, CBS3AHO C

yMeHbIIEHUEM Yo DXk B 3TUX YCIOBUSAX.

Poab ¢uroropmonoB B 3amutTHOM aeiictBun KC. Ha ocHOBaHWU MOJTyYEeHHBIX JaHHBIX
M0 CBETOBOW PEryJsiMU POCTa XJOPEJJIbl U BBIJIEICHUS ITHIIEHA B KJIETOYHOU CyCIEH3UU
ObLJIO BBICKA3aHO MpenanonoxeHue, yto POx-nmogoOHBI (poTopenenTop peryiaupyer poct
xjopemibl U obpazoBanue stwieHa (Kpecnasckuit u ap., 1988, 1989; Kreslavski et al.,
1997). Ilpu sTom HabnroAanu yBenuueHue ypoBHs stuiieHa npu neiicteun KC (10-30 mun)

5
25 h 129 I . Puc. 10. Bnusaue mnpenoGmyuenus 10-aH.

pactenuii canata KC (660 um), a taxke KC
u JKC (mo &8 MuH) 1O cXeme
KC—»IKCH»VY®D Ha YO-A-
WHIYIIUPOBAHHOE CHIDKCHHE HETTO-

.‘
X

'_
4

5

XX

.,

5%

PP
LK

P, pyoms re”
T
SRR

AVl

PSS dorocuntesa P,, u orHomenue (Fp-Fs)/Fs.
0 Pacrenus, Bbliep:kaHHbIE B TeMHOTE 16 u,
5y 294 00JTy4aay U BHOBb BBIICPKHUBAIH B TEMHOTE
" 20 I Yo 5 nmm 29 u (Kpecnasckuii u ap., 2009).
—
w’ 32
,_,'_E B
~ L8 g ’ U CHATHE 3TOro 3 PeKTa MocaeayrImm
% 5 oonyuennem JIKC (puc. 11), uro
K, K, KC KC-OKC  cpoiicTBeHHO HHU3KODHEPTETHUECKIM

npoueccaMm, koHtpoaupyembiM OxB. Ha ocnoBanuu nurepatypusix (Meller et al., 2002) u
HAllMX JAHHBIX TO0 PETYJSIUU BBIACICHUS OTWICHAa HK30IM€HHBIMU (UTOTOPMOHAMU
(Kpecnasckuii u ap., 1988) BbickazaHO NPeNNONI0KEHUE, 4TO KaK DX i, TaK U SHIAOTCHHBIE
IUTOKUHUHBI UTPAIOT POJIb MHTEPMEIUATOB, Yepe3 KOTophle peanusyercs BiausHue KC u
JIKC Ha BblJeNeHHE STUJIEHA. DTO TakXKe corjacyercss ¢ OOHapy>KEHHOH Koppesiuen
MEXKAY OTHOCUTEIbHBIM YpOBHEM DXjx M YPOBHEM LHUTOKMHUHOB, OOpa3ylOIIUXCS B
JUCTBAX MIIEHUIIBI B mporiecce ux 3eneHeHus (Kpecnasckuii u ap., 20046; Kreslavski et al.,
2005). BepostHo, omauM u3 myTeu BiusHUA Ha KieTky KC (mpu MCXOAHO HHU3KOM ITyJie
Oxj) ABasercs nosblmieHUe myna Pxjgx, 4TO NPUBOAUT K M3MEHEHHIO TOPMOHAIBHOIO
OanaHca.

Pojsib coOTHOmIEHHS] MPO-/aHTHOKCHUAAHTOB B 3amuTHOM aeiictBuu KC. V3menenue
PO-/aHTUOKCUAAHTHOTO PABHOBECHS SIBISIETCSI OAHUM M3 HeCTeM(PUUECKUX MPU3HAKOB
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ctpeccoBoii peakuuu (BecemoBa u ap., 1993), B uactHoctu mnpu YD-00myueHUu
(Frohnmeyer, Staiger, 2003). [lomumo »3TOro, B HaCTOSIIEE BpEMs BBICKA3bIBACTCS
MPEIIOJIOKEHHE O TOM, YTO 3TO COOTHOIICHHE SBJSETCS TaKKe HHCTPYMEHTOM, C
MIOMOIIBI0 KOTOPOTO KJIETKa MOXKET PeryJupoBaTh MHOTHE MPOIECCHl POCTa U a/IalTallun
(Dat et al., 2000; Pastori, Foyer, 2002), a Takxe pearupoBaTh Ha JEUCTBHE HEKOTOPBIX
sK30reHHBIX (uToropmoHoB (Dat et al.,1998; Pei et al., 2000). MbI monbITAIUCH CBS3ATH
oOHapykeHHBbIe 3ammTHBe 3dektei KC ¢ uHAyKOHed CHHTe3a aHTHOKCHIAHTHBIX
(hepMEHTOB, KOTOpBIC YacTO CIIyXaT BaXXHBIM 3BCHOM B HEUTpaJM3AIlMH OKHUCIUTEIBHOTO

ctpecca B pactenusix (Allen, 1995).

OgHuM U3  KIIIOYEBBIX AHTHUOKCUJAHTHBIX (pepMeHTOB mpu Y D-MHAYUHMPOBAHHOM

OKHCITUTEIILHOM CTpecce siBsieTcs nepokcuaasza (Rao et al., 1996), koropast obnagaer

& 10 ﬂ*KC Puc. 11. Bmustrne KC (1 Bt M) ¢ Ay=660 HM u
s
5 08 o nocneaytomero JKC Ha BblgeneHue 3TuieHa
©
é 06 | !,’ \ knerkamu xsopesisl (KC/IAKC). Kontpons — 6e3
E % \\ obmyuennst KC u JIKC. HcxomHas TUIOTHOCTh
044{ I .

s ! Q\\ (OHTPOTD (n,)=70.5 x 10° xnerok Ha 1 ma (Kpecnapckuii u
@ J .
5 02 -—8‘—"——‘8-’::;;’. np., 1988; Kreslavski et al., 1997).
=t KC/OKC  ~0~-—0
2001 e

20 40 &0 80 1% mupokoit cyGcTpaTHON CHEHHGUIHOCTBIO U

Bpemsa, muH

criocoOHa KaTaJIM3UPOBATH pCaKunun

OKHCIICHUS] PA3IUYHBIX OPTaHUYECKHX COCIWHEHWH. AKTHUBHOCTh TEPOKCHUIA3bl TAKKE
MOXET peryaupoBaThCs (GUTOXpoMHON cuctemoir (Sharma et al., 1976) u YV®. DOt
pe3ynbTaThl  MOATBEPXKIAIOTCS  HAIIMMU  JAaHHBIMH 110  HMCCJICIOBAHHWIO  BIIMSTHHS
npenodnydenus Y ®-A u KC Ha nepokcua3Hy0 aKTUBHOCTD B JIUCThSIX IINKWHATA, KOTOpas
MOBBIIIANACH MpakTHUuecku cpaszy mnocie Y®d-obmyuenus (puc. 12). Kpome Toro, sl
Habmonanu cuaeprusM B aeiictBuu KC u YO, a Takxke yacTUUHYI0 00paTUMOCTh 3¢ deKTa
KC AKC,

ctumyiupytomem aeiictBun KC  Ha  mepokcuaasHyro

IIOCJICAYIOIITUM O6Hy‘{eHI/IeM 4qTO Ipcamojiaract  yd4acTue dx Kk B

AKTUBHOCTh. AHAJOTMYHbIE
3aKOHOMEPHOCTU OBUIM OOHApy>KEHbI MPU HUCCIECTOBAHUU MEPOKCHUIA3HON AKTUBHOCTH B
npernapaTax THJIAKOUJTHBIX MeMOpaH, BbIIeNIEHHBIX U3 00aydeHHbIX YD-A, a takxke u3z KC-

HpeI[O6J'IyLIeHHBIX JUCTBCB cajlaTa.

VYuactue ®@Xxjx B MHAYKIMU MEPOKCHIA3HOM aKTUBHOCTU TaKXke COIVIACYETCsl C HAalIUMU
JTAHHBIMH, TIOJYYCHHBIMH Ha 3THOJUPOBAHHBIX 7-8-IH. MpopocTKax miieHuibl. [locnoe mx
npenooaydenus KC ¢ A,,=660 um (7.5 muH) Bciena 3a jar-dga3zoi HaOI01a7I0Ch OBICTpOE
YBEIIMYCHUE TICPOKCUIA3HONW aKTUBHOCTH B JIUCTHSIX, KOTOPOE OBLIO YaCTUYHO OOPaTUMO
JKC (JIrobumos, Kpecnasckuii, 2008).
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Takum 00pa3oM, HaMHM YCTaHOBJIEHO, 4YTO HWHAYKIUS cTpecc-ycTonuuBoctH DA K
noBpexaaroemMy neictsuio Y@ cBsizaHa ¢ aktupauue Ox B pe3ynbTare npenooydeHus
pactenuit KC ¢ A,=625 u 660 HM, a Takke C YCUJICHHUEM aKTUBHOCTH aHTHOKCHUJAHTHOM
CUCTEMBI, BKJIIOUAIOLIEH KaK aHTUOKCHUJIAHTHbIE (DEPMEHTHI, TaK U HU3KOMOJIEKYJISPHBIE
aHTHOKcHIaHThl. K mocienmHuMm Takke OTHocsATca Y D-mormjomaroniue (oTo3aiiuTHbIC
nurMeHTsbl ¢puiaBoHou bl U kapotuHousl (Takeuchi, 1996).

MpI1 npenmnonaraeM, YTO aKTUBALMS TEPOKCHUIA3bl M JPYTMX aHTHOKCHIAHTHBIX (PEPMEHTOB
¢ mnomoumbto KC MOXeT NpOUCXOAUTh MyTEM, ONHUCAHHBIM I TPAHCIYyKUUU
(UTOXPOMHOIO CHUrHaja 4epe3 akTupaluio (akTtopoB TpaHckpuniuu tuna PIF3,
oOecreynBarouX NpsAMyI0 (OTOPEryJIsiuI0O SKCIpeccuu 3aluTHBIX reHoB (KpecnaBckuii u
ap., 1993; Kpecnasckuii, Amnaxsepaues, 2006) u yepe3 TpaH3UTHOE MOBBIIIEHUE YPOBHS

NucTba wnuHaTa NT™M Puc. 12. Dddext
pea00TydeHuUs JIUCTHEB

mmuHaTa KC w/umm [IKC Ha
MEPOKCHUIA3HYI0 aKTUBHOCTD
B OTHCJICHHBIX  JIUCTHSIX,
00myueHHBIX YO-A (YD) u
HEOOTyYCHHBIX CBETOM
(KOHTpONB), a TaKke B
% mpemnapaTax — THUJIAKOHMIHBIX

% ’l’ MeMOpaH (ITT™M),
100 4 5 .

T T T f T T T 1 T : T T : : - BBIJICJICHHBIX U3 JINCTHCB.
KC KC KC KC KC-OKC KC

2y 24y o 24

~J
a
o

1

1

1
<
©

% K KOHTPOJIO
]
(=]
(=]
|

150 + .

ceobomgmoro  Ca®* B
ruto3one. Kak npu YO, tak u KC 00myueHHn akTHBHOCTH MEPOKCHAA3bI, MOXKET OBITH
MOBBIIICHA 32 CUET YCHJIEHHOTO CHHTE3a CyOCTpaToB MEPOKCUIa3bl, HAIpUMep, PEeHOIBHBIX
COCMHEHNH, B YacTHOCTH (raBOHOMAOB. CUMTAETCs, YTO TMOBBIIICHHE YPOBHS
(b1aBOHOMJIOB NMPOMCXOAMUT YEPE3 CBETO-MHAYLMpPOBaHHYIO0 aktuBanuio DAJl um xankoH-
cuntasbl (Gaspar et al., 1982; Wade et al., 2001). [Ipu orHOCUTENBHO BBICOKHX n03ax KC
npu oOJy4YyeHUU B TEMHOTE MOTYT HaOtonaThes nosbiieHue ypoBHs ADK, m akTuBanus
3alMTHBIX KieTouyHblx cucteM (Lubart et al., 1997; CangeB u ap., 2003). Ot naHHBIE
COTJIaCYIOTCSI ¢ HaOJII0AaeMbIM HaMU TPAH3UTHBIM, C MAaKCUMYMOM oOpa3zoBanus depe3 0.5
y, nosbilieHueM mnyna H,0O,, KoTopoe MNpeAlecTBOBaIO MOBBIIIEHUIO MEPOKCUAAZHOU
AKTUBHOCTHU U CHIKEHHIO akTuBHOCTH DC2 mpu anuTensHoM npeaodmydenuu auctbeB KC
(puc. 9). Ipu Beicoknx go3ax KC (>5 [k cM™>) HabIronany Goliee 3HAYHTEIHOE CHIDKCHHS
akTuBHOCTH @C2 u nonmxenue ycrounBoct OC2 x Y D-A-paauanum.

YcraHoBIeHO, uTo 00pa3zoBaHue DX COMPOBOXKAAECTCS YBEINUEHUEM YPOBHS CTPECCOBOTO
ropmona stmieHa (Kreslavski et al., 1997), a Takke aKTHBHOCTH NEpOKCHAA3bl U IIyja
KapOTHHOHMJIOB W IUTMEHTOB, momiomarmux Y@ (mpernMymecTBeHHO (IIaBOHOHIBI),
koropble 3amumarT @A or ADPK u npoxykros I1OJI (Kpecnasckuit u np., 2009). Ilo
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HalllUM AOAaHHBIM ITOBBIIICHHAA AHTHUOKCHUAAHTHAA AKTUBHOCTbL MHAYLHHUPYCTCA BCIICACTBHUC

TpaH3uTHOrO yBenuuenus myina H,O,.

Ha ocHOBe nosydyeHHBIX JaHHBIX MOXHO MPEANOJIONKUTh, YTO B €CTECTBEHHBIX YCIOBHIX
3allMTHOE JEHCTBUE BUAMMOIro cBeTa OT Y®-uznydeHus, HHTUOUPYIOIIETO0 pPOCT H
(OTOCHHTE3 pacTeHMid, MPOSBIAETCS B 3HAUMTENBbHON cTeneHu Onarofaps MOTJIOLIEHUIO
ceetra B obnactu 620-670 um (KC), koTopas ctumynupyeT o0pa3oBaHue aKTUBHOU (popmbl
dutoxpoma. B nonmyaeHHoe BpeMsi U B COTHEUHBIN JIEHb, KOTJa Beauka o Y O-panuanvi,
a ornHomenne KC/JIKC Bricokoe (My3zadapos u ap., 1995), nmyn ®x;x B TUCThSIX BBICOKUH,
1 HaOJII0/1aeTCsl 3aMETHask KOMIIEHCalusd UHruounpytouiero agpdexra Y D-paguanuu 3a cyer
aktuBauu Ox. B moTOKe COMHEUHOro CBETa, MOMAJAIOIEro B JUCTOBYIO TEHb, a TAKKE B
ycnoBusax oodnaunocty otHouenne KC k JIKC napaer ¢ 1.1 no 0.2-0.7 (Weinig et al., 2004)
KOMIIEHcalusl MHruOupyomero 3gpQexra He HyKHa, Tak Kak noyg YD mana.

[Ipeno6nyuenne pactenuii KC MoxeT NpUBOIWUTH K AKTHUBALMM AHTHOKCHJAHTHBIX
dbepMeHTOB, HO MeXaHU3M BO MHOTOM HesiceH (Sharma et al., 1976; Qi et al., 2000, 2002). B
HacTosIlee Bpems Bce Oonblllee MPU3HAHUWE HAXOAUT HJEes CBOOOJHO-paAMKAIbHON
perynanuu  cuHTe3a OenkoB (AptioxoB u jap., 2005). PaszBuBas 3Ty wuaew, Mbl
MIPEANONIOKIWIN, YTO peau3yeTcs Cleaylollas CXeMma IOBBIIIEHUS CTPECcC-yCTOMYMBOCTU
DA k Y®-o6myuennro: KC (A,=660 M) - dx — Dxjx — (TpaH3UTHOE IOBBIIICHUE
comepxanns Ca”’, A®K ¥ HEKOTOPHIX (HTOrOPMOHOB) —> IOBBIIICHHE AKTHBHOCTH
AQHTUOKCUJAHTHBIX (PEPMEHTOB U IyJa HHU3KOMOJIEKYJSIPHBIX AHTHOKCHJAHTOB —>
noBbIlIeHHas1 cTpecc-ycroiunBocth DA (puc. 13). Ilo atoii cxeme, ADK, Tpan3zuTHO
oOpazytouecss npu gedictBun KC, WrparT pojib CHUTHaJbHBIX HMHTEPMEIUATOB B
(hopmMupoBaHUY MOBBIIIEHHON cTpecc-ycTounBoCcTH DA.

VYcranosneHno, yto nossimieHue myna H,O, mpoucxoaut naxe mpu oOJyYEHUU JIMCTHEB
yMepeHHbIMU 103aMHi KC 1 MHUIMHAPYET NOBBIIICHUE NEPOKCUIA3HOW AKTUBHOCTH, & TAKXKE
CUHTE3 HHM3KOMOJIEKYJSIPHBIX  AHTHOKCHJAHTOB, B  YAaCTHOCTH  (DJIAaBOHOMJIOB U
kaporuHounoB (KpecnmaBckuit u ap., 2009). Ilpu Beicokux pozax KC, cinemoBarenbHO,
BbICOKMX ypoBHiIX A®K, ycroiuumBocte @PA k VYOP-A-pagpanuu  CHUXKCHA.
Buyrtpuknerounoe tpanzutHoe Bo3pactanne ADK, naxxe B HEOONbIIMX KOJIMYECTBAX,
MOKET BbI3BATh IMEPEX0J MHOTIMX ()aKTOPOB TPAHCKPHUMIMHK B aKTUBHOE cocTosiHue. OHuU
CBA3BIBAIOTCS C COOTBETCTBYIOIIMM IIPOMOTOPHBIM YYacTKOM TI€Ha W HHIYLUPYIOT
HKCIPECCHUIO T€HOB, KOJUPYIOIIMX Pa3INYHbIE 3allUTHBIC OCIIKH.

[loBbiienne crpecc-ycroduuBoctt @OA mnpu  oOmyueHun Huszkumu jgozamu  KC
HeoOsA3aTeNIbHO CBA3aHO C YCWJIEHHBIM TpaH3UTHbIM oOpa3oBanueM A®DK. B HemaBHUX
paboTrax ObIIO NOKA3aHO, YTO IOCNE akTUBaLMU KpaTkoBpeMeHHbIM KC, ®xjx nmepexoaut
W3 LIUTO30J1s B SIAPO, TIE C MOMOIIbIO (PaKTOPOB TPAHCKPUIILIUU IIPSIMO B3aUMOJIEUCTBYET CO
CBETOAKTUBUPYEMBIMHU T'€HAMM, BbI3bIBas UX 3kcnpeccuto (Quail, 2002, 2006, 2007).
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KC HM3K0i1 HHTEHCUBHOCTH ] [ BC HU3KO0IT HHTEHCUBHOCTH ]

[ yo-aves | [

[ duroxpom ] [ doTopenenTopsl ]
Y @®-nornomaronue
MOJIEKYJIbI
[ Huzkuii myn AOK, Ca*" u Tp. ]
4 CnaOp1if  cTpecc
BHCOKHZIf Iyt [ Peryssiiust cunTe3a OEIKOB ]
A®DK, Ca” u np. J,
[ToBbI1. cuHTE3 [ToBbIllIeHNE aKTUBHOCTH [loBbIIEHNE
Y®-nornomaro- AHTHOKCHUJAHTHBIX IIyJIa 3alUTHBIX
IUX TATMEHTOB depmentoB (COH, Acll u np.) 0enKoB
[ I [
N Y
OKuCIUTEND- AKTHBaIUs
HBII cTpece 3aIUTHBIX
CDOTOCVI/IHTGTI/I— CHCTEM
YEeCKUH amnmapa
IloBpexaenue IHoBbIIEHHE CTPEcC-
DA ycroitunBoctu @A

Puc. 13. O6mas cxema peryisiun ycToiunBoctd A k Y D-001ydeHNIO KaK UTOT P00y IeHUS
pacrenuii kpacHbiM cBetoM (KC) u Bumumbim cBetom (BC). Crpenku mnokasblBaloT MHyTh
TPAaHCAYKLIUH CBETOBOTO curHaina. [IpenmonaraemMble MHTEpPMEAMATHl CBETOBOW CHUTHATIHM3AIMU —
ADK, Ca®", haxtops! TpaHckpumiuy 1 T.1. CXeMa COCTABICHA HA OCHOBE HAIINX M JTHTEPATYPHBIX
nanabix (Hung et al., 2005; Karu, 2008; Kreslavski et al., 2009a; Pomanos, 2009).

3. TensioBasi npeno0padoTKA MOBBINIAET YCTOHUYUBOCTHL DA K NOBTOPHOMY TEILIOBOMY

crpeccy U (poromHrnonpoBanuio. PakTopsbl, peryaupyrmme ycToiuuBoCThb

SIBieHMe «TEMI0BOU 3aKaJIKU» — CIIOCOOHOCTh K OOpPATUMOMY YBEIIMYEHUIO YCTOMUHUBOCTH
KJIIETOK B OTBET HA JEHUCTBHE BBICOKOW, HO €HIE HE JICTAIBHOW TEMIIEPATyphl, SBISCTCA
BKHBIM aIalITUBHBIM MexaHu3MoM (Anekcanapos, 1958, 1975, 1995; Turos u np., 2006).
Yacto TemioBoe 3aKajJMBaHUE M3y4aeTcs IMpU JOCTATOYHO JJIMTEIBHOM JEHCTBUU
NOBBILIEHHBIX TEMIIEpaTyp U Mpu ofHoBpeMeHHOM ocBeuieHuun (Kucmroxk u ap., 2007,
2008). B sToM ciyudae ycneBalOT CHHTE3MPOBATHCS O€Nku de novo, M MPOUCXOJUT
BOCCTAaHOBJIEHME CHIKEHHOM BO BpeMsa cTpecca (POTOCMHTETHUECKOW aKTUBHOCTH.
O dexTh 3aKanuBaHUS UCCIEAYIOTCS TaKXKe B pe3yJbTaTe KPATKOBPEMEHHOTO HarpeBaHUs
NOpsAJIKa HECKOJIBKUX MUHYT, KOT/la CUHTE3 O€JIKOB HE ycreBaeT nposBuThes (TuTos u np.,
1987, 2006; Kapnen, 2007). Hamu ObuT MCHONB30BaH HECKOJBKO APYroi moaxon. beuio
UCCIEAOBAaHO, KaK KpaTKOBPEMEHHOE HAarpeBaHWE IMPOPOCTKOB  MILECHUIBI  MPH
3akanuBaromux temmneparypax (39-42°C) u UIMTENBHOE MOCIEAYIONIEE CBETO-3aBUCHMOE
BOCCTAHOBJICHHE BIIMAKOT HAa yCTOMYMBOCTH (PA K BTOPUYHOMY TEIUIOBOMY CTpecCy H
dboTounrnOupoBanno. BaxkHO OBUIO TOHATH, Kak (OPMHUPYETCS TOBBIIIEHHAS CTpecc-
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yctoiunBocTh @A, kakoBa poib ADK, a Taxxke u3MeHeHus OanaHca Mpo-/aHTUOKCUIAHTOB
Y HACKOJIBKO 00€CIeUeHO 3HEPTETUYECKU ITO MOBBIIIEHUE CTPECC-YCTOUYUBOCTH.

Pesynbratel BAMSAHHA ~ KPAaTKOBPEMEHHOTO MPOrpeBa pacTEHHW NPU  yMEPEHHOU
temmeparype (40°C, 20 muH) Ha ycToiunBoCTh DA K MOCIELYIOMIEMY TEIUIOBOMY IIOKY
(44°C, 20 mun) npeacrasieHsl Ha puc. 14. V3 HUX cileayeT, 4To NepBHYHAs YCTOMYMBOCTh
@A B 3aKaJeHHBIX PACTEHUSX MEHSAETCS HE3HAYUTENIbHO, TOIJA KAaK CBETO-3aBUCHUMOE
BoccTaHoBiieHHEe DA 3aMEeTHO yCKOpsieTcsl. OTOT pe3yibTaT MOXHO OOBSICHUTH Kak
ycKopeHHO# penaparuei nospexaeHHor ®C2 u cuctemsl pukcanuu CO,, Tak U1 CUHTE30M
oenkoB TtemnoBoro Imoka (BTII). Oto cormacyercs ¢ Tem, uro BTII crumynupyror
BoccTaHoBIeHHe orocunTesa mpu TerioBoM ctpecce (Allakhverdiev et al., 2008).

Beposrtho, B poliecce TEpMOMHAYIIMPOBAHHOTO (POTOMHTHOUPOBAHUS OJHOM U3 KITFOUEBBIX
peakuuii sBiserca MHruoupoBanue odOpasyromumuca ADK cuHTe3a (hoTOCHHTETHYECKUX
0enkoB de novo (ripexae Bcero, 6enka D1), HeoOxoaumeix aiis BocctaHoBieHus OC2. Ot1o
03HAYAET, YTO OOJIBIIYIO POJIb B BOCCTAHOBIIEHUU MOBpekaAeHHOro ®A urpaetr akTHBHOCTb

F/F., P, Hmonb CO, e’

10 Puc. 14. BnusHue TemioBoi
0.80 H—.\Q g—;wb\g sakaiku npu 40°C (20 MuH) u

- o
I R 1 o 08 temoBoro moka npu 44°C (20
D00 I & 4 C/.:I_Z-i Ig_:.._-é- MHMH) Ha akTuBHOCTH DC2
‘ 4 / = 44%CI24 4 6 (F/Fn) m  ¢orocunres (Py).
040 AA-/ e |4 Tlocne uHkyGauuu Ha CBETy B
0,20 -clsflioo——~~‘0“"° J /7 44°C 7 TeyeHue 12 I/IH(I)/I 24y,
g’/ _-° O--=--0 [ 2 3akaneHHele  (44°C(12) wm
O | | | Yl | | 5 44°C(24)) ¥  He3aKaJeHHbBIE
"0 20 40 80 0 20 40 &0 pacrenust momsepraiu  (44°C)
WIA HE mojaBepranu (KOHTPOJIb)
Bpemsa nocne nporpesa, Y TETTOBOMY oKy u

MHKYOMpOBaJIN Ha CBETY.

AHTHOKCUIAHTHBIX  ()EPMEHTOB, a  TaKXkKe  COJACpP)KaHWE  HHU3KOMOJEKYJISPHBIX
AHTHOKCUIAHTOB U OCMOJIUTOB, TAKUX KaK MPOJIMH U TIMIIMHOCTaWH, CHUYKAIOIINX YPOBECHD
A®K (Mamedov et al., 1993; Allakhverdiev et al., 1996, 2007; Khan et al., 2009).
ConmepkaHue STUX aHTHOKCHJIAHTOB MOJXKHO TaKXe YBEJIMYUTh OK30TCHHBIM ITyTEM,
Harnpumep, oopadateiBas pacteHuss XCC (Kpecnasckuii u np., 2007a; Sheng et al., 2006).

Ycunennoe obpazosanue H,O,, oOHapy)eHHOE HAMU cpa3y MocJie MPEeKpaIieHus Mporpena
pacrenuit nmenunsl npu 40°C (puc. 15), cmensnoch cHmkenreM yposas H,O, uepes 12 u,
KOTOpOE COOTBETCTBYET MaKCUMaJbHOM TerioycroiunBoctu (puc. 14). Opnako Takoe
JUIMTENBHOE CHIKEeHME He HaOmoganock npu 42°C. ITo-BUIMMOMY, BKJIaj B MOBBIIIECHHE
TEMJIOYCTOWYUBOCTH, BHOCUT YBEIMUYEHHE AKTUBHOCTU AHTUOKCHUIAHTHBIX (EPMEHTOB U
YPOBHS HU3KOMOJIEKYJIIPHBIX aHTUOKCHUJAHTOB BCJIEACTBHE TPAH3UTHOTO HAKOIUICHMS
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A®K, a Taxke oOpazoBanue BTII. D10 cormacyercs ¢ MPOSBICHUEM TMOBBIIICHHOMN
akTHBHOCTH AcIl B IHCThAX npenobpadoTanHbix (3akaneHubix) npu 40°C pacrenwuii (puc. 5
u 15) u ¢ yckopeHrueM CBETO-UHIyIUPOBAHHOTO BOCCTaHOBIEHUS DA pacTEeHUN MIICHUIIBI
NpyU BHECEHWHU B TUTATEIBHBIA PACTBOP AHTHOKCHUJIAHTA-aCKOPOMHOBOW KHUCIIOTHI
(Kreslavski et al., 2008). Ctumymnsius cunre3a BTLI B pesynbrate oOpazoBanus H,O,
m3BectHa u3 Jjwmreparypel (Konigshofer et al., 2008). BepositHo, ocuHoBHbie BTIII
00pa3yloTcsi Ha CBETY IMOCIIE MPEKPAIIEHUs POrpeBa.

Cpa3y mocne mporpeBa OLEHUBAIM INEPBUYHYIO TEILUIOYCTOWYMBOCTH, HE 3aBUCHUMYIO OT
BoccTaHoBiieHuss ®PA, a TakkKe CKOPOCTh CBETO3aBUCHMOIO  BOCCTaHOBJICHUS
¢doTocuHTeTHYECKON akTUBHOCTU (puc. 14). BuaHo, 4TO mepBUYHAs TEIJIOYCTONYMBOCTH
MaJIO 3aBHCHUT OT IPEJIIECTBYIOIIErO MPOrPEBAHUSA, TOrJa KaK CKOPOCTbh BOCCTaHOBJICHMS
10CJI€ TEIUIOBOTO IIOKA 3aBUCHUT

Puc. 15. Usmenenne ypoBHsi H,O, u
coll aktuHoctu COJI, kartamaser u Acll
nocsie nporpesanus 1pu 40 u 42°C u B
npoiecce MOCT-CTPECCOBOTO
Boccranosyienust pu 20°C u [=40 uE.
< HUcxonusie aKTUBHOCTU COJ,

_____ katamasel U Acll — 430140 en. r'l,
2500 pmoms H,0, r'lMHH'l, n 6.3f1
UMOJIb MI/IH'Ir'l, COOTBETCTBEHHO
'ﬁ( AclT (Kreslavski et al., 2009b).
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ceetoM (Kpecnabckuii, Xpuctus,

EfpemA MeEnesnpoEpessa; H 2003; Kreslavski et al., 2008;

2009Db). To eCcTh JUIS

BOCCTaHOBJIEHUsI aKTUBHOCTU DA HyXHBI CBET M CHHTE3 OeJKOB de novo. Baxkna Takxke

obecrniedyeHHoCTh mporecca BoccTtaHoBieHuss AT®. bonee >¢dexkTuBHOE BOCCTaHOBICHUE

akTUBHOCTH DA 3aKaleHHBIX PACTCHUM, MO-BUAUMOMY, SIBIISIETCS CICACTBUEM TMOBBIIICHUS

cKkopocTelt 1ukiIndeckoro ¢hotodochopunupoBaHus ¥ TEMHOBOTO JbIXaHUS y 3aKaJIEHHBIX
MpPOrpeBaHreM MPOPOCTKOB MO cpaBHEHUIO ¢ HezakaneHHbIMU (Kreslavski et al., 2008).

Panee Obl10 OOHapyXeHO, UYTO TeIJiOBas MpenoOpaboTka pacTeHUl MPUBOAUT K
MOBBIIICHUIO MX YCTOMYMBOCTH K KOMOMHMPOBAaHHOMY JIEHCTBHIO CBETa U TEMIIEPATyphl
(ITapkoBa, 2001; by6ono u ap., 2004; Kucnrok u np., 2004, 2008). MbI npeAnonoxuI,
yro @A pacrenuii, npenodpadoTannbix HarpeBanueMm npu 40°C, o0nagaer MOBBILIEHHOM
YCTOMYUBOCTBIO HE TOJBKO K COBMECTHOMY JEHCTBHIO CBETAa BBICOKOW MHTEHCUBHOCTH U
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MOBBIIIEHHON TeMIlepaTypbl, HO M K CBETY BBICOKOW HHTEHCHUBHOCTH (IE€peKpecTHas
ajanTanys) Npyu KOMHATHOW TeMIlepaType B YCIOBUAX OOpaTUMOro (POTOMHTHOMPOBAHMS.
JeiicTBuTeNRHO, TIOCHE Tpenoopadorku npu 40°C DA pacrenuii ObL1 0ojiee YCTONYUB HE
TOJILKO K BBICOKOW Temmeparype (44°C) (puc. 14), HO W K CBETy B YCIOBHSX
dboTounrudupoBanus (puc. 16). Cpasy (1 yepe3 HECKOJIbKO YacOB) MOCJIC HarpeBaHUs MpU
40°C u uepes 24 u mocine npemnodpaborkn npu 42°C He HAOMIOANM IOBBIIECHHS
ycronunBocth @®A K CBETy BBICOKOM HWHTEHCHBHOCTH. IlIpeamosaraercs, d4ro
TeroycTonuynBocTh MOA pacTeHuil, NpUOOpPETeHHas NpPH YMEPEHHBIX TeMIlepaTypax,
YaCTMYHO HUHIYLHUPYETCS] YCUICHHEM MEXaHU3MOB, 3aIIMIIAIOIIUX KIETOUYHbIE CTPYKTYPHI
OT OKHCJIMTEJILHOTO TOBPEKIeHUs, BhI3BaHHOTO HarpeBanuem (Larkindale, Huang, 2004).

Puc. 16. Bnusgane temmoBoii

42°C

npenoOpaboTKU MIICHUIIBI Ha

. 160 1
ot ¢dorounruduposanue (I=1000
£ 100 1E M c'l), OLIEHEHHOE T10
5 MaKCUMaJIbHOW WHTCHCUBHOCTH
5 80 | 3aMeIJICHHON (DIIyOpeCICHIINH
™ (3®m). Her 3akanku — 06e3
40 | npenobpadorku  npu  40°C;
3akangka — mporpes mpu 40°C

0 1 2 3 4 5 ¢ 01 2 3 4 5 & wi 42°C ¥ BOCCTaHOBICHHE

npu [=40 pE M2 ¢ B TeueHue

Bpems cBeTOBOW IKCNO3ULMK, Y
24 4. HwxHssa xkpuBas — cpasy

nocie nporpesa npu 40°C. (Kreslavski et al., 2008).

JUis pa3BUTHS 3TUX 3aLIUTHBIX MEXaHM3MOB HEOOXOIMMO OMPECIIEHHOE BPEMs, a TaKXKe
TPaH3UTHOE, HE CIHUIIKOM 3HauuTelbHOe ToBbImeHHEe myna ADK. Veenuuenue
conepxxanus H,O, npeziecTBoBago MOBBIIEHUIO aKTUBHOCTU KaTanassl U Acll, koTopsie
JOCTHraaM Makcumyma depe3 6-12 u mocie Ttepmoobpaborku mpu  40°C, uToO
COOTBETCTBOBAJIO MMHUMaJIbHOMY YpoBHIO H,O, 1 BBICOKOI TEpMOYCTOMYMBOCTH (puC. 14).
B 3akaneHHBIX TemIoBOW MpenoOpabOTKOM pacTeHUsIX CKOPOCTH MOBBIIMIEHUS aKTUBHOCTH
OJTHOTO M3 KJIFOUEBBIX JUISI XJIOPOIUIACTOB aHTHOKCUAAHTHBIX (hepMeHTOB — Acll B oTBeT Ha
BTOPUYHBIN TEIUIOBOW CTpecc ObLIa BHINIE, YEM B HE3aKaJIEHHBIX pacTteHusix (puc. 5). Ha
OCHOBE ITHX JAaHHBIX MBI 3aKIIOUYMIIN, YTO HAOIIOIaEMOE YBETMUYEHUE TEPMOYCTOMUYUBOCTU
@A dgacTHuHO OOYCIOBJIEHO TMOBBIIMICHHEM AKTHBHOCTH AaHTHOKCHUIAHTHBIX (DEPMEHTOB B
pe3ylibTaTe KpaTKOBpeMEHHOW TerioBoi 3akanku. [Ipemnomaraercs, yro H,0O, saBusercs
CUTHAJIBHOM MOJIEKYJIO M PpEryjsiTopoM 3KCIIPECCUU psla I'E€HOB, KOTOpbIE KOAUPYIOT
AHTHOKCUAAHTHBIE ()EPMEHTHI, CTPECC-3alIUTHBIC U CUTHAJIbHBIC OCNIKH, TaKhe KaK KWHA3bI,
docdarazel u pakropsl Tpanckpunuu (Hung et al., 2005). UmeroTcst foka3aTenbCcTBa TOTO,
9710 (hakTOphl TpaHCcKpurnuu TerioBoro moka (OTTILI) seastoTcs MPAMBIME CEHCOpaMU
H,0, u npyrux A®K (Miller, Mittler, 2006).
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Takum 00pa3om, Ha ocHOBaHUU nony4yeHHbIX Hamu (Kpecnasckuii u ap., 20076; Kreslavski
et al., 2009b) u nurepatypusix nanueix (Lopez-Delgado et al., 1998) M0XHO 3aKIIIOUHTBH,
yto A®K perynupyior ¢dopMupoBaHUE TMOBBIIEHHONW TeruioycToitunBoctd DA, W,
JEUCTBYs, BEPOSTHO, YEpe3 PEryiIsiTOPHO-CUTHaIbHBIE Oenku, Takue kak OTTII,
PETryIUPYIOT CKOPOCTb 3KCIPECCUM T'E€HOB, KOAMPYIOUIMX pa3inyHble O€NKH, KOTOpbIe
Y4acTBYIOT B CHCTEMAX, 3auiaromux @A oT OKHCIUTEIBHOIO CTpecca.

[Mokaszano, 4to TeroBoe 3akanuBanue npu 40°C 3aMeTHO yCKOpsieT BoccraHoBienne @A
pacrenuii mpu TeroBoM Imoke (44°C) w  ycwiamBaer ycroiumBocTh DA K
¢otounrudouponanuto (Kreslavski et al., 2008). IIpu aTom, cornacHo HamuM (puc. S u 14) u
nutepatypubeiM naHHbiM (Dat et al., 2000; Dash, Mohanty, 2002) B nucthsix, 3aKkaJeHHBIX
MIpOrpeBaHUeM pacTeHHil, 0OHapyKUBaeTcsl 0oJiee BbICOKASI aHTUOKCUJAHTHASI AKTUBHOCTb.
CrnenoBarenbHO, HAOMIOAETCS KOPPENSIUS TOBBIIMICHHOW TEMJIOYCTOMYHMBOCTH C OoJiee

BBICOKOH aHTHOKCHJIaHTHOﬁ AKTHUBHOCTBHIO B JIMCTBAX.

C nmpyroii cropoHsl, cpazy mocie npemoopadorku npu 40°C ycroitunBocts MDA K cBeTy
BBICOKOW MHTEHCHBHOCTM ToHMkeHa (puc. 16, Kreslavski et al., 2008). Ilpuuunoii
YMEHBUIEHHOW  yCTOMYMBOCTM K BTOPHYHOMY CTpeccy U  Oojee  MEIJIEHHOIro
BoccTaHOBieHUST DA MOXKeT ObITh 3HAUMTENIHHO TOBBIIIEHHOE B pE3yJIbTaTe JBOHHOTO
cTpecca (HarpeBaHMe M CBET BBICOKOM HWHTEHCHUBHOCTH) conepxkanue ADK, u, kak
CIIEJICTBHE, 3HAUMTEIBHOEC CHIDKEHHWE aHTHOKCHIAHTHOM aKTUBHOCTH B TIpoIecce
¢dboTounrubupoBanus. B mporecce TepMO-UHIYLHMPOBAHHOTO  (POTOMHTMOMPOBAHUSA,
KOTOpO€ HaOII0Jadd B Mpernaparax THIAKOWJIHBIX MEMOpaH, BO3MOXKHO OOpa30BaHHE
arperatoB cBeTocoOuparomux Xi-6enkoBbix komiuiekcoB Tuna CCK 2, 4ro Takke MOXeT
BHOCHUTH BKJIAJ] B CHIKEHHE cTpecc-ycTorunBocTH DA (puc. 17).

Takum 00pazoM, CyLIECTBYET KOppENsALUsS MEXKAY MOTEHIHMAIOM TEIIOyCTOMYMBOCTU U
MOTEHIIUAILHON CMIOCOOHOCTHIO aHTHOKUCITUTEIbHBIX (hepMeHTOB HelTpanmu3oBate H,O, u
npyrue ADK u, Takum 00pa3oM, yMEHBIIUTh (POTOOKUCIUTEIbHOE MOBpEXIeHNE DA.

N3BecTHO, YTO aKTMBHOCTHM aHTMOKCUAAHTHBIX (epMeHTOB, Takux kak CO/l, kartanaza u
MepOKCHIa3a, MOTYT BO3pacTaTh MOCIIE MPe1oOpadOTKH pacTeHU |-aMUHOIIMKIIONpOIaH-1 -
KapOOHOBOH KucnoTol — npeamectBeHHUKoM atuineHa U1 ABK (Larkindale, Huang, 2004).
[To-BuarMOMy, (UTOrOPMOHBI MHAYLHUPYIOT TEIIOYCTOHYMBOCTh DA NyTeM MOBBIIICHUS
AQHTUOKCUJAHTHOM aKTMBHOCTU. OTO COIJIaCyeTcsl C JaHHbIMU 00  yBEIMYEHUU
YCTOMYMBOCTH PACTEHUH K BBICOKMM TeMIepaTypaM C TIOMOUIbIO 3K30T€HHBIX
HUTOKUHUHOB, 4TO oOBsicHsIeTCA aKTUBalMEH HUTOKUHUHAMU paboThI
oenokcunTesupytromero annaparta (Kymaesa u Kysneros, 2004; Tananosa, 2009).

MOXHO TPEANOIOXKNUTh, YTO IOBBIIICHHAS YCTOMYMBOCTH PACTEHUN K HarpeBaHUIO
dopMupyeTcs NyTeM yBEJIUYEHUS! AKTUBHOCTH aHTUOKCUAAHTHBIX (DEPMEHTOB, MOBBILLIEHUS
COJIEpKaHNsl HU3KOMOJIEKYJISIPHBIX aHTUOKCHJIAHTOB, OCMOJIMTOB U HEKOTOPBIX TOPMOHOB, a

TaK)K€ YCWJIEHMsI CUHTe3a OeJKOB TeryioBoro Imoka. Ilpu 3toM (yHKUMIO MEPBUYHOIO
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CUTHAJILHOTO 3JIEMEHTA, N0-BUAMMOMY, BbIONHAIOT ADK (H,0,), kotopsie uepe3 OTTILI u
JPYTUe CUTHAIbHBIE AIIEMEHTHI PETYJIUPYIOT FT€EHHYI0 aKTUBHOCTh CTPECC-3alIUTHBIX CUCTEM

~ Puc. 17. HwuskoremneparypHble CHEKTPbI
1-KOHTPOMb GuryopecueHIMu (77°K) npenaparos
2_Harpes THJIAKOMTHBIX MEMOpaH M3 PacTeHU IIIuHATa
a3 roclie pasHeIx 00paboTok. be3 mpenobpabdoTok
4—sEBifgeB+CBeT (1), mporpersie mpu 42°C 10 wmwuH, 3arem

BBIJICpKaHHbIE B TeMHOTE (2), WM Ha CBETY
=30 Bt ™ (3) B Teuenue 3 u. [Iporpersie
npu 42°C (10 muH), 3aTeM BbIJIEpKAHHBIC Ha
ToM ke cBery (4). Crpenkoill moka3aHO
MOJIOKEHHE MIOJIOCHI MPEIoIaraeMoro

L arperara Xi a/eé komruiekca @C2 (A,=700 aMm).
630 800 ?\u HM Ay BO30YXIeHUS = 435 HM.

Pn, oTH. e.

(Hung et al., 2005). YBennyeHne aHTHOKCUAAHTHOW aKTUBHOCTU NMPHUBOJIUT K CHUXKEHUIO
ypoBHs ADK 1 moBeleHHIo ctpecc-ycroiunBoctu GA, 4To coriacyercs C ONbITaMU Ha
TPAHCTEHHBIX PACTEHUAX-CYNEPIPOAYLEHTaX aHTHOKHCIUTENbHBIX (DEPMEHTOB, TaKUX Kak
COJI (Allen, 1995). Bce atu daktopsl, TO-BUIMMOMY, CIIOCOOCTBYIOT CO3JaHHIO B KIIETKE
yClIoBUH, cTuMyinpyromux cuHte3 AT®, Hanpumep, 3a CYET aKTUBALMU LMKIMYECKOIO
dotodochopunupoBanust u temHoBoro neixanus (Kreslavski et al., 2008; Singh, Grover,
2008). Hamu noka3aHo, 4yTo mocjie KpaTKOBPEMEHHOT'O TEIJIOBOIO CTPECcCca yBEINYUBAETCS
aKTUBHOCTh HEKOTOPBIX aHTHOKCHUAAHTHBIX (PEPMEHTOB, CKOPOCTH TEMHOBOT'O JbIXaHHS B
mucTbax U puxcanun CO,, a Takke HUKIHYEecKoro potodochopminpoBanus B mpenaparax
TUJIAKOMIHBIX MeMOpaHaXx, BBIJICICHHBIX U3 JUCThEeB 3akaieHHbIX pacteHuil (Kreslavski et
al., 2008). Hapsiny ¢ ycunenusiM oOpazoBanuem BTII u ocmomnutoB, 3TH (PakTopbl, Kak
CIIeZlyeT U3 HAIIMX JAHHBIX, BAXKHBI JJISI KPOCC-TOJIEPAHTHOCTH K BTOPUYHOMY TEIUIOBOMY
ctpeccy u ¢poronnruouposanuto (Kreslavski et al., 2008; Mohanty et al., 2009).

BepositHOo, BakHy0 poJib B BBICOKOM 00mel cTpecc-ycrodunBoctu DA pacTeHUid,
MOJIBEPTHYThIX KPAaTKOBPEMEHHOW TEIUIOBOM mpenoOpaboTke, K MOBTOPHOMY TEILIOBOMY
CTpecCy U CBETY MOBBIIIICHHOW HHTEHCUBHOCTH, UTPAET BBICOKASI CKOPOCTh BOCCTAHOBIICHUS
aktuBHOCTH DA (puc. 14, 16). Kputuueckum [ BOCCTAHOBJIEHUS SIBJISIETCS CKOPOCTb
cuHTe3a (OTOCHHTETUYECKUX OENKOB de novo, nnsi o0ecredeHuss KOTOpOH HEOOXOIMMO
JoCcTaTo4yHoe MocTymiueHue sHeprun B Bujge AT®. C apyroil CTOpOHBI, MOBBILIEHHBIN
ypoBeHb ADK BeneT K CHIKEHUIO CKOPOCTH BOCCTaHOBIEHUsS (poTocumcrem Onmaromaps
MHTUOUMPOBAaHUIO CHUHTE3a OeNKOB  HM30BITOUYHBIM  KonmumuecTBOM ADK, KoTophie
HEUTPAM3YIOTCSI aHTHOKCHJIAHTHOW CHCTeMOW. JTO o3HaudaeT, uto obecrieueHne ATD u
COOTHOIIICHWE AHTUOKCUJAHTHOW AaKTUBHOCTH M CTEIECHHU PAa3BUTHUS OKHUCIUTEIBHOTO
cTpecca SBISIIOTCS KpUTHUYeCKUMH (akTopamu i BocctaHoBieHus (Allakhverdiev et al.,
2005, 2008). CnenaHHBI BBIBOJ MOJTBEPXKIACTCA pE3yJIbTaTaMU SKCIEPUMEHTOB IIO
TEIJIOBOMY 3akainuBaHWIO0 mpopocTtkoB mmeHusl (Kreslavski et al., 2008) u ¢ myranTom
Synechocystsis sp PCC 6803, neduuuTHBIM 1O TEHY, OTBETCTBEHHOMY 3a CHUHTE3
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AHTUOKCUJIAHTHOTO (pepMeHTa KaTana3bl—niepokcuaassl (Kpecnasckuii u np., 2010a). IToct-
cTpeccoBoe BoccTaHOBIeHHME DA MNPOPOCTKOB MIIECHMIBI YCKOPSUIOCH B IMPUCYTCTBHUH
9K30T€HHOM  acKOpOMHOBOM  KHCIIOTB, a B OTCYTCTBUM  KaTala3bl-IEPOKCHIA3bI
BOCCTAHOBJIEHUE 3aMEIISIIOCH.

EcTp nokasarenbcTBa, 4YTO BaXKHBIMU MHTEPMEIUATAMU MEXKAY CTPECCOBBIM CUTHAJIOM IIPU
MOBBIIIEHHON TeMmIeparype W OMOXMMHYECKHMM OTBETOM pPACTEHUs, OOYyCIIaBIMBAIOIIUM
aJlaNTUBHBIA OTBET, MOTYT OBIThH Ca®’, AOK u IIPOAYKTHI IEPEKUCHOTO OKUCIICHUS JINITUIOB
(Kypranosa u np., 1999; Dat et al., 2000; Hung et al., 2005; Suzuki, Mittler, 2006), a Takxe
ABK (TutoB u np., 2006). OmnpeneneHHyl0 poJjib B HayalbHOW OBICTPON peakuuud Ha
TEIJIOBOM CTpecC, MO-BUIMMOMY, UTpaeT u3MeHeHue tekyuyectd memOpan (Allakhverdiev et
al., 2008), koropoe MokeT AeicTBoBaTh Kak TerioBod ceHcop (Los', Murata, 2004). 13
HalluX JaHHBIX CIEIyeT, YTO TOBBIMIEHHE CcTpecc-ycronunBoctn MA B pesynbrare
KPaTKOBPEMEHHOTO JIEHCTBUS 3aKaJIMBAIOIIMX TEMIEPATyp CBS3aHO C BPEMEHHBIM
noBeiieHueM nyina H,O, W mocneayromyM MOBBIILIEHHEM YpPOBHSA AHTUOKCUIAHTHOU
AKTUBHOCTH, YTO MOXKHO HM300pa3uTh CIEAYIOUIEH CXEMOW: MHAYKTOp —> perentop —
A®K, Ca’" u curHambHble Oenkun —> peryisiuusi cuHTe3a OEJIKOB —> TIOBBIIICHUE
AKTUBHOCTH aHTHMOKCHJIAHTHBIX (DEPMEHTOB M MyJla HU3KOMOJIEKYJIIPHBIX aHTHOKCUJAAHTOB
— uHayKnus crpecc-ycroitunBoctH (Miller, Mittler, 2006; Kpecnasckuii u ap., 2007a).

[Ipennaraemas HamMu Hzaesl 3aKIOYaeTCs B TOM, YTO Takas CXeMa IEPBUYHBIX 3TAloOB
CUTHAJIM3ALUU JIOCTATOYHO YHUBEPCAIbHA, U MOJOOHBIE CUCTEMbl aKTUBAIIMM CUTHAJIBHBIX
CUCTEM, NPUBOMSAIINE, K MOBBIIIEHUIO cTpecc-ycTrounBoctn DA, Moryt paboTarh npu
MCIOJIb30BAaHUM YMEPEHHBIX 703 MHAYKTOPOB 3allUTHBIX cucteM, Oyap To KC, XCC unu

TOBBILICHHAS TEMIIEpaTypa.

4. ®oTounrnoupoBanue y nuanoodaxkrepun Synechocystis sp PCC 6803. Poab
AHTHOKCHIAHTHBIX (pepMEHTOB

MBI yCTaHOBWIM, 4YTO TMOBBIIEHHE YCTOMYMBOCTH DA pacTeHHiI K CBETY BBICOKOU
MHTEHCUBHOCTH B pe3yjbTaTe UX MpeABapUTENbHOro mnporpea mwin oopadotku XCC B
3HAUUTEIBHOW CTENEHU OOYCJIOBJIEHO MOBBILIEHHOW CKOpPOCTBbIO BOoccTaHOBieHUs (DA B
o0OpaboTraHHbIX pacTeHusix. CreneHb (OTOMHIMOMPOBAHUS 3aBUCUT OT OajaHca MEXAy
nospexaeHneM ®@C2 u BoccTaHoBieHueM mnocne nospexaeHus (Nishiyama et al., 2001;
2006). [ToaToMy BaxHO pazziejeHre IpoLeccoB MpsiMoro nospexaeHus @A u penapauuu
MOBPEKJICHUS C TIOMOIIbI0 UMHTMOUTOPOB OEIKOBOTO CHUHTE3a, a TakX e 3HaHHe (HaKTOpOB,
PEryJIUpYIOUX KaXAbld U3 ATHUX MPOIECCOB. BaXKHbIM MEXaHHU3MOM YJIYUYIIEHHOTO MOCT-
CTpeccoBOro BoccTaHOBIEHUS DA MoKeT ObITh U3MEHEHUE COOTHOILIEHHUS OKCUIAHTOB U
AHTHOKCUJAHTOB B CTOPOHY YBEJIMYEHUS ITyJla aHTUOKCUIAHTOB, KOTOPOE IIPOHUCXOIUT B
XoJe MpenoOpabOTKM MHAYKTOpaMHM pPa3jIMyHOM mnpupoasl. [lnsg mpoBepku 3TOro
HPEIOI0KEHUST MBI MCIIOJIb30BAIM LIMAaHOOAKTEPHUH, KaK MPOCTYI0 MOJEIBHYIO CHCTEMY C
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M3BECTHBIM, XOpOIIO HW3YYEHHbIM M HEOOJbIIMM HAOOPOM TIEHOB, KOAUPYIOLIUX
OIpE/IEIICHHbIE AHTHOKCHIAHTHBIE (JEPMEHTBI.

Hapsngy ¢ CO/l, oqHUM U3 KJIIOYEBBIX aHTUOKCUAAHTHBIX (DEPMEHTOB Yy LIMAHOOAKTEPHA
sBisieTcsl Karanasza-nepokcuaasa (Tichy, Vermaas, 1999). ®otonnrnbupoBanue y MyTaHTa
katG', B KOTOPOM OTCYTCTBYET aKTUBHOCTb KaTaJla3bl-IEPOKCHUIA3bI, CPABHUBAIH C
dboTounruOupoBanuem y ucxoanoro aukoro tumna (T), mpeamonarasi, 4yTo pa3HHIA B
¢oTouHrnOupoBaHuu OyAeT NPOSBIATECS B OCHOBHOM 3a CYET pa3HOM CKOpOCTH
BOCCTaHOBJIEHUSI (DOTOCUHTETUYECKON akTUBHOCTH. CyCIEH3MM KJIETOK OCBEUaJId CHayalla
CWIbHBIM  (DOTOMHTMOMPYIOIIUM  CBETOM, 3aT€M CBETOM HHM3KOM HWHTEHCUBHOCTH,
BOCCTaHaBJIMBAOUIMM akTUBHOCTH DA (puc. 18).

[Ipu nonaenenun penapauuu PA CHEKTUHOMUIMHOM (MHTUOMTOpP OEJIIKOBOIO CHHTE3a)
ckopocTH (GoTouHruOupoBanus, oneHennole o BenuuuHe (I,-1y)/1;, rae 1,-I; - pazuuia
MEX1y MaKCUMaJIbHBIMU MHTEHCUBHOCTSIMU MEJIEHHOHN U OblcTpoi kKoMnoHeHT 3P, y AT
U MyTaHTa katG ObUIM TPAKTUYECKHM OJMHAKOBBL. B OTCYTCTBUM CHEKTHMHOMMIIMHA
CKOpOCTh (hOTOMHTHOMpOBaHUs, orleHeHHas kak mo BenuwuuHe (I,-11)/I;, Tak u mo CO,-
3aBUCUMOMY BBIJICJICHUIO KUCIO0pO/ia, Obla Bbllie y MyTaHTa, yeM y JT. Tot ¢axkr, yto 6e3
MOJABJICHUs penapauuv  (OTOMHIMOMpOBaHME Yy MyTaHTa IPOUCXOIUT ObICTpee,
CBUJIETENIbCTBYET 0 MeHee AP (PEKTUBHOM BOCCTAaHOBJICHUH aKTUBHOCTH DA MyTaHTa.
(I -1 M1, BelaeneHune O,, % koHTpoMto

1201 500 pE 50 uE 2400 pLE 50 uE
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A~—0— katG
——&—- [T +Sp
—&— kalG +Sp
.

60

40
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Bpemsa cBeTOBOM 3KCNO3ULMK, MUH

Puc. 18. KuHeTuku BocCTaHOBJEHHUs Mocie (POTOMHTHMOMPOBAHUS OTHOCHTEIBHON aMIUIUTY/IbI
MemneHHol  ¢aszpl  kpuBod 3®n, paccuMTaHHOM W3 HMHIYKIMOHHBIX KpuBBIX 3Pm, u
CBETOHACHIILIEHHOTO BbieneHuss O, B kierkax mramma jgukoro tuma (AT) u katG™ myranra.
MHTeHCHBHOCTH CcBeTa mpu (orounrubuposanmu: 500 uE m7c’ mwm 2400 pE M, a pu
BoccranoBnernn 50 uE m>c”. Sp — cnextusoMum (80 pM). PesymbTaThl BRIpaKeHb B % OT
HavanpHOM BenuuuHsl (t=0). (Kpecnasckuii u ap., 2010a).

JIefiCTBUTENBHO, BOCCTAHOBIIEHUE (POTOCHHTETUYECKON AKTUBHOCTH LIIO 3()(PEKTUBHEN Yy
AT, yem y myranta (puc. 18). BeposarHo, ren katG™ He yuactByer B 3amure ®C2 ot
dboTouHrnOupoBanusi npu nojaBieHun penapanuu GA u BakeH UMEHHO IS Mpolecca
penapanuu npu OKUCICHUU.

Cuuraercs, 4TO UHAYKTOpbl oOkuciautensHoro crtpecca (H,O, m MB) mnopaBnsitoT
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aktuBHOCTH PC2 HEe MyTeM MPSIMOTO MOBPEKACHUS KOMIIOHEHTOB PEAKIIHOHHOTO IIEHTPA, a
uHruOupyst BoccraHoBieHrne @®C2 3a cueT CHUKEHHMS CKOPOCTH CHHTE3a OEIKOB, B
OCHOBHOM 32 CYET TOJABJICHUS TPAHCISIIIMA W TPAHCKPHIIINUU TeHa psbA, KOIUPYIOMIETO
oenok /1, oopazyromumucs ADK (Allakhverdiev et al., 2002, 2005). Hamm (Kreslavski et
al., 2010a) u nureparypasie (Nishiyama et al., 2001; 2006) naHHble HUTFOCTPUPYIOT
BaXHOCTh COOTHOIICHHS TPO-/aHTHOKCHIIAHTHI ISl BOCCTAHOBIICHUS akTUBHOCTH DA mpH

($OTOMHTMOUPOBaAHUY.

NHAyKTOpBI 3alIUTHBIX CUCTEM PACTEHUM MPUBOIAT K YBEIMYEHUIO MEPBUYHOU CTpeEcC-
yCcTOMYUBOCTH PA M CKOPOCTH MOCT-CTPECCOBOIO BOCCTAHOBJICHUSI €0 AKTUBHOCTHU ITyTEM
CIABWTa COOTHOILIECHUSI TPO-/aHTHOKCUIAHTHI B CTOPOHY aHTHOKCHUIAHTOB. [lpu cupure
OajlaHca B CTOPOHY TIPOOKCHUJAHTOB CTpecc-ycToHuMBOCTh DA U CKOpPOCTH IMOCT-
CTPECCOBOr0 BOCCTAHOBJICHHS] CHUYKAKOTCS.

3AK/IIOYEHUE

[Ipn aHanu3e MEXaHWU3MOB aJalTallMM OPraHU3MOB B CTPECCOBBIX YCIOBHSX MOYXHO
BBIIEJIUTh HECKOJIbKO OCHOBHBIX 3alIUTHBIX MEXAaHU3MOB: CHIKEHUE MeTadoiu3Ma, H,
COOTBETCTBEHHO, oOpa3oBaHusi ADPK u pa3nuyHbIX TOKCHHOB; aKTUBAIMs 0Opa3oBaHUs
AHTUOKCUJAHTOB, 3allMIIAIOLIUX OpraHu3M OT JIeHCTBUS CBOOOJHBIX DPAaJIUKAJIOB;
aKTHBALIMSI CUHTE3a CTPECCOBBIX OEJIKOB IMOJA JEHCTBUEM CTPECCOBBIX (PAKTOPOB, a TAKKE

HAKOIICHUC HU3KOMOJICKYJISIPHBIX 3aIllIUTHBIX COG}II/IHGHI/Iﬁ (OCMOJ’II/ITI)I u ,Hp)

B pesynbpraTte 00paboTku pactenuit perynstopamu pocta (Kosames, 1998; Illakuposna,
2001) wnu peiictBus PakTOpoB (PU3NYECKON MPUPOBI, HAPUMED, JTA3€PHOr0 OOIyUYEeHUS
(bynarosckuii, 2008), ycCTOMYMBOCTH PACTEHHHA K pa3IMYHBIM CTpECCOpaM MOXKET
MNOBBIIATECA. Y CTOMUMBOCTh (DA UrpaeT BaXKHEMIIYIO pOJIb B 3allUTE PACTEHUW OT
JEHUCTBUS CTPECCOPOB. Mexay TEM 3aKOHOMEPHOCTH PETYJIALMHU CTpeCC-ycToOnunBoCcTH @A
U MEXaHU3Mbl €€ MOBBILIEHUSI C MMOMOILBIO PETYISITOPOB pocTa M (pusmdeckux (hakTopos,
UHAYLUHPYIOIINX 3alUTHBIE CUCTEMBI PACTEHUS, U3yUEHBI SIBHO HEJOCTATOYHO.

Panee Obuto mokazano, uro perapaaHThl XXX u XX MoaupuiupyrT QUTOXpOoM-
KOHTPOJHUpPYEMbIE peakluu pocTta U MopdoreHesa pacTeHHil, KOTOpblE HHIYLUUPYIOTCA
kpatkoBpeMeHHbIM KC (Bacunenko u ap., 1991; KoG3aps u ap., 1997; Kobzar’ et al.,
1999), uto mpeamnonaraeT CymecTBOBaHUE OOIMIMX MHTepMenuaToB npu aerctBun XCC u
KC. B nanpHeiinem ObH KCCIIEIOBaHbl (PU3UOIOTHUYECKHE MEXaHU3MBI PETYJISIIUN CTPeCC-
ycronunBoctd PA 1mpu IeWCTBUM HA pacTeHUs ykazaHHbIX perapaaHToB U KC. Brepsbie
OBLIIO U3YyYEHO NEHCTBUE PA3IUYHbIX J03 ATHX (akTopoB Ha DA U MPOBEACHO CPaBHEHUE C
JEWCTBUEM Ha CTPECC-YCTOMUUBOCTh DA 3aKaIMBAIOIINUX MMOBBIIMICHHBIX TEMIIEPATYP.

YcranosneHo, uro XXX u XX noBslmaroT ycTonunBocTh @C2 U TUIAKOMIHBIX MEMOpaH K
OKHCIIUTEIBHOMY CTpECCy, BbI3BaHHOMY Y ®d-paauanuenn u HarpeBaHueMm pacteHuid. [Ipu
9TOM BaXHYI pOJIb B IOBBIIIEHUH CTpecc-ycTonuuBocth DA pacTeHHWH Wrpaer,
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unayuupoBanHoe XCC, kpaTkoBpemeHHoe moBbieHnne mnyna H,0,, axTuBupyrouee
AHTHUOKCHUJIAHTHYIO CUCTEMY, a TaK)Ke, BEpOsSITHO, HakoruieHne ABK, uto otpaxeHo B o01ei
CXEMe€ CTpECC-3alUTHOrO AEHCTBUS MHAYKTOPOB ycTounBocTH (Puc. 19).

W3 Hammx W JUTEpaTypHbIX JaHHBIX CIEAYET, YTO CTPECC-3aIUTHOE ICHCTBUE Mpea-
(mocne)obnyuenuss KC or Y®-paauauuu HOCUT AOCTATOUYHO YHUBEPCAIbHBIM XapakTep U
NPOSBIIIETCS HE TOJBKO y Aposxikel, oakrepuit (Ppaitkun u np., 1995; Kohli et al., 2000) u
#uBOTHBIX KieTok (Karu, 2008; Xpamos u ap., 2007, 2008), HO U y BBICHIMX PACTEHUN B
NEPBUYHBIX M BTOPUYHBIX mporeccax ¢otocunte3a (Kpecnasckuii u ap., 2001, 2004a,
2009a). U3 Hamux JaHHBIX CIEAYET, YTO BaxKHYIO poisib B 3auute A ot Yd-paguanuu
UTpaeT TOBBIIIEHWE TMEPOKCHAA3HOW AaKTUBHOCTH M MyJla HU3KOMOJEKYJSPHBIX
aHTUOKCHJAHTOB, HMHAynupyemoe B JUCTbIX KC uepes nmossimeHue myna Oxjg, a Takke
COXpaHEHHE JOCTATOYHO BBICOKOIO YpOBHSA XJopodumia npu YD-MHAYHUPOBAHHOM
CTapEHUU JHUCTHEB.

KpatkoBpemennass mnpenobpaboTka (3akajika) pacTEHUN YMEpPEHHBIMH TEMIEpaTypaMu
MOKET MPHUBOJUTH KaK K IMOBBIIICHUIO MEPBUYHOM YCTOWYMBOCTH PACTEHHMM, TaKk U K
YBEIMYEHUIO CKOPOCTU BOCCTAHOBJICHHUSI Mpu BTOpudHOM ctpecce (TutoB m ap., 2006,
Allakhverdiev et al., 2008). CornmacHo HamMM JaHHBIM, HpeaoOpabOTKa pacTeHH
nenunsl pu 40°C (Ho He nipu 42°C) MPUBOMT K MOBBINIEHHIO CKOPOCTH BOCCTAHOBIICHUSI
@A mocie BTOPUYHOIO TEIJIOBOIO CTpecca M MOCIE BO3JCHUCTBUS CBETA BBICOKOH
HUHTEHCHBHOCTH. JTO COTJIACYETCS ¢ TEM, YTO UMEHHO B 3akaieHHbIX npHu 40°C pacTeHusx
oOHapykeHbl 0Oojiee BBICOKHE CKOPOCTM TEMHOBOIO JIBIXaHHMS M  LHMKJIMYECKOIO
dbotodochopunupoBanusi, a Takxke Oojee BBICOKasS aKTUBHOCTh AHTHOKCHIAHTHBIX
dbepmentoB (Kreslavski et al., 2008, 2009b), uro cornacHO Halle KOHIICTIUH, SIBISETCA

MIPUYNHOM MOBBILICHHOW CKOPOCTH MOCT-CTPECCOBOTO BOCCTAHOBJIEHUSI aKTUBHOCTU DA.

Pe3ynbTaThl, mojgydeHHbIE ¢ MOMOIIBIO MyTaHTa katG uumaHoOaktepuu Synechocystis sp.
PCC 6803, cBUeTENbCTBYIOT O BaXKHOW POJIM aKTUBHOCTH aHTHOKCHJIAHTHBIX (DEPMEHTOB,
B YaCTHOCTH KaTaja3bl-MIEPOKCUAA3BI, B IIPOLIECCE MOCT-CTPECCOBOTO BOcCTaHOBIEHUST DA.
D10 cornacyercs ¢ pasBuBaeMor Hamu (KpecnmaBckuit u ap., 2007a, 2010a) u apyrumu
uccnenoatensimMu (Nishiyama et al., 2005; Murata et al., 2007) koHueniuei o TOM, 4TO
A®K B ycloBUSIX OKHCIUTEIBHOTO CTPECCa MHTUOUPYIOT B OCHOBHOM CHCTEMY OEIKOBOTO
CUHTE3a, HO HE MOBPEXKAAI0T OeNKU POTOCUCTEM. Y CUJIEHUE aHTUOKCUAAHTHON aKTUBHOCTHU
B 00paOOTaHHBIX HMHAYKTOpPAMH PpACTCHHMSIX TMPUBOJUT K CHIDKEHUIO ypoBHs ADK,
CJIEIOBATEIbHO, M K YCKOPEHHUIO BOCCTAaHOBJIEHHUS (POTOCHCTEM 3a CUET YyBEJIMYEHUS
CKOpPOCTH CHHTe3a Oenka de novo. YcuileHHE TEMHOBOTO JbIXaHUS U LHMKJIMYECKOTO
dhoTodochopunpoBaHusi 00ECIIEUNUBAIOT ITOT MPOIECC IHEPTUCH.

Bo muorux paborax mokazaHo, 4TO COpTa KyJbTYpHBIX PAacTE€HHUH, KOTOpbIE 00JaNaroT
0oJiee BHICOKMM HCXOJHBIM YPOBHEM aHTHOKCHUIAHTHON aKTMBHOCTH HJIM CIIOCOOHOCTBIO K

ee OBICTPOMY YBEIHWYEHHUIO, OTIUYAIOTCS OOJbIICH YCTOWYMBOCTHIO K OKHUCIUTEIHHOMY
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ctpeccy (Allen, 1995; Mittler, 2002). Ha ocHOBe HamMX [aHHBIX O TMOBBIIICHHOM
AHTUOKCHJIAHTHOW aKTUBHOCTH JINCThEB pacTeHuM npu nerctBuu KC M MCHOIB30BaHHBIX
XCC cpaenan oOmUHA BBIBOJ O TOM, YTO OJIHUM M3 KJIIOUEBBIX MEXAaHHW3MOB ITOBBIIICHHS
ctpecc-ycroiunBoct DA  sgBaseTcss akTUBAalLMS AHTHOKCHJIAHTHBIX (EpPMEHTOB U
MOBBIILIEHUE YPOBHSI HU3KOMOJIEKYJIIPHBIX AHTUOKCHUJAHTOB, KOTOpPOE€ HWHAYyLHUpPYETCs
npenoopaboTKo MHAYKTOpamMu pasznuyHod mnpuponabl (puc. 19). CormacHo Haien
KOHUEIMIUH, 3Ta aKTUBALIMS SIBJISIETCS] CIEACTBUEM TPAH3UTHOIO MOBBIIEHUST YpoBHSA ADK
IIPY UCIOJIb30BAHUN OTHOCHTEIBHO BBICOKHX 1103 UHAYKTOPOB YCTOMYHMBOCTH, IPUBOIALINX
K Pa3BUTHUIO B JIMCTE CIa0Oro OKUCIMTEIBHOIrO cTpecca. Hamm naHHble O MOBBIILIEHHOM
obpazoanuu ropmoHoB ABK mpu o6pabdotke pactenuit XCC u sTuiIeHA NMpU OOTyUYCHHUH
KC (uepe3 ®xjx), a Takke nanHsle apyrux asropos (Illaxuposa, 2001; Becenos, 2001;
TutoB 1 ap., 2006) MO3BOJSIIOT MPEAINOIOKUTH, YTO MOBBILIEHUE COJIEPKAHUS CBOOOAHOMN
ABK u sTunena sBnsercs BaXKHbIM MEPBUYHBIM 3BEHOM NPHU (POPMUPOBAHNU MOBBILIEHHOU
crpecc-ycronunBoctn @PA mnpH HCHOJB30BAHWHW HHAYKTOPOB Pa3jIMYHOM IPUPOJBI.
Jpyrumu cTpecc-3aliuTHBIMU MeXaHu3mMamu @DPA MOryT ObITh YCHUJIEHHE TEMHOBOIO
JBIXaHUSI M LUKINYECKOTO (PoTohochHOpUIMpOBaHUs, a TaKKe IOBBIIIEHUE CKOPOCTH

TETJIOBOM JAMCCHUITIAIIUMY MOTJIOIIEHHON SHEPTUH.

W3 nHammx paHHBIX ClEeAyeT, 4YTO TMOBBIIMICHHE CcTpecc-ycTounBoctd DA CBsSI3aHO C
KpaTKOBPEMEHHBIM  pa3BUTHEM  C€J1a00Oro  OKHUCIHUTEIBHOTO  CTpEcca, BBI3BAHHOIO
obmyuenuem pacrenuii KC B goctatouHo BbICOKHMX n03ax (=0.3-2 Jlx CM'z), a TaKxke
o0paboTkoit pacteHuid perapaaHTHeIMU fo3amMu XCC wuiam AEHCTBUEM 3aKaIMBaIOIICH
TeMIiepaTypbl. 113 COBOKYNMHOCTH MOJYYEHHBIX JAHHBIX CIIEAYET, YTO OAHUM M3 OOIIMX
IIEPBUYHBIX MEXAHU3MOB JCUCTBUSA HHAYKTOPOB YCTOMYMBOCTH PA INpH OTHOCUTEIBHO
BBICOKMX JI03aX HCIOJb3yeMoro ¢akropa sBisercs TpaH3uTHas reHepauus ADPK u
U3MEHEHHE COJIep)KaHUS TOPMOHOB, YYAaCTBYIOIIMX B MpeoOpa3OoBaHUM CHUTHajga OT
MHIYKTOPOB B OMOXMMHUYECKUN U Pu3nonoruueckuit orset kinetku (Puc. 19). ObpazoBanue
A®K MoOxkeT Takke MPUBECTH K YCWICHHID TEMHOBOTO [bIXaHUS W IUKINYECKOTO
dhoTodochoprmiMpoBaHUsT BAXKHBIX JUISI DHEPreTHYECKOTO OOECreyYeHus MOBBIIICHHOU
cTpecc-ycronunBocTy (porocuHTesupyromux oprannu3dmMoB (Kreslavski et al., 2008).

OOpa3oBanue naxe HeOosporo konuyectBa ADK MoKeT BbI3BATh IMEPEXO] MHOTHX
(aKkTOpOB TPAHCKPHUIIIMK B aKTUBHOE COCTOSTHUE M MHIAYLIUPOBATH TPAHCKPUIILINIO OEJIKOB U
(bepMEHTOB aHTUOKCUAHTHOW 3aILIUThI, PETYIUPYIOUIUX CTpecC-yCTOMUNBOCTh DA.

ITpu pevicteun KC ugepe3 Pxjx, MOKET pabOTaTh cXxeMa, pACCMOTPEHHAs! paHee Ul LENH
TpaHcaykumu putoxpomuoro curnana (Kreslavski et al., 2009a). ®@x i MOKeT AEHCTBOBATH
Ha IPOMOTOpPBI CBETO-aKTUBUPYEMBIX T'€HOB OMNOCPEJIOBAHHO Y€pEe3 CUTHAIbHbIE OCNKH U
pa3IM4YHbIE HWHTEPMEIHAThl CBETOBOrO CHrHana, B d4acTHOocTH, DXA u OxB wmoryr
CBSA3BIBATHCS C (PaKTOpaMu TPAHCKPUIILMMU, BIUSAS Ha HKCIPECCHIO 3AIIMTHBIX T'€HOB,

KOJAUPYIOIIUX MEpPOKCHAa3bl U (PepMeHThl (PEHUIMPONaHOMAHOTO NyTH. B  Oonbluen
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CTENEeHU MpPHU KPATKOBPEMEHHOM, HO TAKXK€ W IMPHU JUIUTEIHOM BO3JIEUCTBUU CTPECCOBBIX
bakTOpoB (PYHKIHOHUPYIOT OOIIHME MEXaHU3Mbl YCTOMYMBOCTH, KOTOpPHIC TMO3BOJSIOT
OpraHu3My CHU3UTh YHEPreTUUECKHUE 3aTPAThI, CBI3aHHbBIE C (POPMUPOBAHUEM CIIEIMATIBHBIX
MEXaHU3MOB yCTOMUYMBOCTH. IloBBIIEHME conep:kaHus TOPMOHOB, Takux Kak ADBK u
STWIIEH, OOpa3oBaHUE CTPECCOBBIX OENKOB, a TakXkKe, UWHAYKIUS AaKTUBHOCTH
AQHTUOKCUJAHTHOM CHCTEMbl MOTYT paccMaTpHUBaThCsl Kak HauOoJjiee OOLIME MEXaHU3Mbl

MOBBIIICHUS CTPECC-YCTOMUMBOCTU DA MHIYKTOpAMH pa3IndHON MPUPOIBI.

[ Yd)-A/Y(I) B ] [ KC BH3KO0M HHTEHCUBHOCTH ] [ BC Hu3K0# HHTEHCUBHOCTH ]

v

Y ®-nornomaromue PuToxpom ] [ DoTOpELENTOPBI ]
MOJICKYJIBI v v _?
o +
[ Huskuit myn A®K. Ca®" u .
Y
BBICOKI/II/I yJI
Pervasamus cuntesa OEJIKOB
ADK, Ca’' u Ip.
IloBpmII. cuHTE3 IToBEIIIEHNE AKTUBHOCTH [ToBbilIeHHE
Y ®-niorormiato- AHTUOKCUJIAHTHBIX ImyJia 3alUTHBIX
IUX TATMEHTOB dbepmentoB (COJ, Acll..) OenKoB
! | ! '
OKUCIUTEIB- AKTuBanusg
HBIN CcTpece N 3aIIUTHBIX
q)OTOCvI/IHTeTI/I- @ CHCTEM
YECKUH amnmapa

IHoBpexaenue IHoBbIlIEHHE CcTPecc-
DA ycroiiuuBoctu A

Puc. 19. IIpenmonaraemple IMyTH TPAHCIAYKIWU CHTHAIA OT PA3JIMYHBIX IO MPHUPOAEC UHIAYKTOPOB
crpecc-ycroiiunBoctu DA um mpeoOpa3oBaHUs 3TOr0 CUTHAIA B  OWOXUMHYECKHUE U
(u3HoNIOrHUecKre OTBETHI KIIETKU. HU3KO-MOJI. aHTH-TOB — HU3KOMOJIECKYJISIPHBIX AaHTHOKCHUIAHTOB.
[IpemnoskeHo Ha OCHOBE TMOYYEHHBIX dKCIIEPUMEHTABHBIX JaHHBIX U 0030poB (Hung et al., 2005;
Singh, Grover, 2008; Konymnaes, Kapner, 2009; Kreslavski et al., 2009a; Pomanos, 2009).

BbIBO/IbI

1 OO0paboTka pacTeHUN peTapAaHTHBIMH J03aMH XJOPXOJUHXJIOPUIA M XOJIUHXJIOPUJIA
MPUBOJUT K TOBBIIIEHUIO YCTOMYMBOCTH (OTOCHHTETHYECKOro anmapara kK Y-
panuanuu U BBICOKAM TemrieparypaM. OOHapyKeHa CBS3b 3alIUTHOTO JEHCTBHUS ITHUX
PETapAaHTOB C YBEITMUYECHUEM aKTUBHOCTH aHTHOKCUIAHTHBIX (DEPMEHTOB U COJCPKAHHS
HU3KOMOJICKYJIIPHBIX AHTUOKCHIAHTOB B JIMCThSIX W XJIOPOIIAcTaX, a TaKXKe C

noBebleHueM coaepxannsg AbK B nmucThsx.
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2. VYpenunuenune nyna H,O, B JAUCTBbSAX pacTeHHil, 0OpaOOTAHHBIX XJIOPXOIUHXJIOPUIOM,
MPEIIECTBYET poCcTy TermoBor yctonunBoct @A, uro npeanonaraer yuactue AOK B
€€ TMOBBILICHUH.

3. OaHMM U3 KJIIOYEBBIX (DAKTOPOB B 3aLIUTHOM JE€UCTBUU MPENOOTYyUEHHUS Y3KOMOIOCHBIM
KC ¢ A, -625 u 660 M oT Y ®-MHAYUUPOBAHHOIO UHIMOMPOBAHUS (DOTOXUMUYECKOMN
aktuBHOCTH DPC2 n Pukcanuu CO,, a Takke Norepu X U KAPOTUHOUJOB MpPU
AKCIO3ULIMU JIUCTHEB PACTEHUIl B TEMHOTE SBIIECTCA YBEJIMYEHUE TEPOKCUIA3HOMN
AKTUBHOCTM UM  TIOBBILIEHWE TyJla HU3KOMOJEKYJSPHBIX aHTUOKCHUIAHTOB B
Mpeno0lydeHHbIX JIUCThAX. AKTUBHAsA (opma pUTOXpoMa ydacTByeT B (POpMUPOBAHUU
KC-nunynupoBannoro nosblieHus ycronunBoct @A pacrennii k Y @-paguanumu.

4. Tpu gmutensHoM (> 14) 06mydennn 1 ymeperubix 103ax KC (~0.3-2 [k cM ™) IIepeKuch
BOJIOpPOJIa SIBJISIETCSI CUTHAJIBHBIM MHTEPMEIUATOM, 4TO npenmnosaraer yuyactue AOK B
MOBBIIEHUU yCTOMYNBOCTH DA Kk Y D-pagnanum.

5. TlpuoOpereHHast B pe3yjbTaTe KPAaTKOBPEMEHHOTO TEIUIOBOTO CTpecca IMOBBIIICHHAS
cTpecc-ycroiunBocth @A obecnieunBaercs 00siee BHICOKOM CKOPOCThIO CUHTE3a OENKOB,
TEMHOBOTO [IbIXaHUS M HHUKINYECKOTo ¢doTodochopuiupoBanus, a Takxke Oolee
BBICOKON aHTHOKCHJIAHTHOW AaKTHUBHOCTBIO B JICThSIX 3aKAJCHHBIX PACTCHUH, YTO

ABJIACTCA CICACTBUCM TPAH3UTHOI'O YBCIUMUCHUSA YPOBHA HzOz B JIUCTBHIAX.

6. CooTHOlLIEHUE TMPO/aHTUOKCUIAHTBI SBISETCA OJHUM U3 KIIOYEBBIX (DaKTOPOB,
PEryJIUpYyIOLUUX CKOPOCTh BOCCTAHOBJIEHUS (DOTOCHMHTETUYECKON AKTUBHOCTH IIOCIIE
KpPaTKOBPEMEHHOI'O TEIUIOBOT'O WJIM CBETOBOIO cTpecca. CABUT COOTHOIIEHUS B CTOPOHY
AQHTUOKCUJAHTOB IMPHUBOJUT K YCKOPEHHUIO BOCCTAHOBJIEHHSI M, HA0OOPOT, B CTOPOHY
IPOOKCHJIAHTOB BEJIET K €r0 3aMEUICHUIO.

7. VI3 COBOKYITHOCTM TIOJYYEHHBIX IAHHBIX CJIEAYET, YTO OJHUM M3 KIIIOUYEBBIX ITyTEH
TOBBIIICHUSI CTPECC-YCTOMYMBOCTH (DOTOCHHTETHYECKOTO amnmapara IpH JISHCTBUU
WHIYKTOPOB 3AlIUTHBIX CHCTEM pACTCHHU SBISIETCA yBEIMYEHUE AKTHUBHOCTH
AQHTUOKCHJIAHTHBIX dbepmMeHTOB u/unu COZIepKaHUs HHA3KOMOJIEKYJISIPHBIX
AHTUOKCUAAHTOB. OOUIMMHU CUTHAJIbHBIMU WMHTEpPMEINaTaMy B MHAYKIMH 3al[UTHBIX
CUCTEM IIpU JIEWCTBUM BCEX PACCMOTPEHHBIX WHAYKTOpoB sBisitoTc ADK. B
pe3ynbTare NeUCTBUS UHAYKTOPOB, (POTOCUHTETUYECKUN ammapaT U PacTeHHE B LEIOM
NEPEKIII0YAIOTCS C OOBIYHOM MPOrpaMMbl PA3BUTHS HA a/IallTUBHYIO, YTO 00ECIEYMBAET
MOBBILLIEHUE CTPECC-YCTOMYMBOCTU (DOTOCUHTETUYECKOTO anmnapara.
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