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Pe3rome
B nonnepxaHuy BHYTPUKJIETOYHOIO TOMEOCTa3a U CTPECCOYCTOMYMBOCTU PACTEHUH BaXKHYIO POJIb UTPAIOT
CJIOKHO yCTpOGHHI)Ie CUCTCMBI aHTHOKCI/II[aHTHOﬁ 3alIUTHI. KHIO‘-IeBbIM KOMIIOHCHTOM aHTHOKCHI[aHTHOﬁ
CUCTEMBI PACTCHHUH SBISETCSA TIIYTATHOH W CBS3aHHBIC C HIM MHOTOYHCIICHHBIC (DEPMEHTHI, U3 KOTOPHIX

HanOoJiee W3BECTHBI TJYTaTUOH-S-TpaHC(epasbl.

JauHplii 0030p TMOCBSIIEH PACCMOTPEHUIO POJH

[JIyTaTHOHA B PACTUTEIBHOM KIIETKe, a Takke (GYHKIMHA (EepMEHTOB, HCIOJB3YIOUIMX TIyTaTHOH B
KauecTBe CyOcCTpara TpH OKHCIUTEIHHO-BOCCTAHOBUTCIBHBIX pEaknusaxX. V3ydeHHe TIIyTaTHOHA,
(hepMeHTOB ero OMOCHMHTE3a, a TAKXKe TIIYTaTHOH-S-TpaHcdepas MpeacTaBiasieT OONBIION HHTEPEC IS
OUOJIOTHU PACTEHUH, TaK KakK IMOJy4eHHbIE B 3TOM 00JacTH 3HAHHS MOTYT OBITH HCIOJIB30BAaHBI Ha
IIPaKTUKE AJIs1 YBEIUYEHUSI CTPECCOYCTONYMBOCTU U IPOAYKTUBHOCTH XO35MCTBEHHO-LIEHHBIX PACTEHUI.

KinoueBble cJIoBa: aKTUBHEIC (bOpM])I KucCjaopoda, IJIyTaTUOH, IJIYTaTUOHCHUHTETA3a, ICJIyTaMaTlUCTCUH

JMrasa, TIIyTaTHOHIIEPOKCHIa3a, TIIyTaTHOHPEIYKTAa3a,
TPAHCTE€HHBIE PACTEHUSI
BBenenue
PaCTeHI/Iﬂ B X0I€ pOCTa nu paSBI/ITI/lH IIOCTOSHHO
TOIBEPTAIOTCS BO3JIEHCTBHIO MHOTOYHCIIEHHBIX

cTpeccoBbIX (akTOpoB, Haubojee pacripocTpaHeHHBIMU
M3 KOTOPBIX SIBJSIFOTCSL 3acyXa, XOJIO/, 3acCOJICHHE |
TSDKEJIble MeTaUlbl. B pesynbrare BO3JEHCTBHS 3THX
HeOJIaronmpusATHRIX ~ (AaKTOPOB  CpeApl B KIETKax
pacTeHUil yBENMYMBAETCSl MPOIYKIHS aKTUBHBIX (hopm
kuciopoga  (ADK), koropple mpu  OGodbLIMX
KOHIICHTPALUSIX OKAa3bIBAIOT HEraTHBHOE BO3/CHCTBHE
Ha BCE KMU3HCHHO BakHbIC mporiecchl B KieTke [Wise,
Naylor, 1987]. AOK BBI3BIBAIOT TIEPEKUCHOE OKUCIICHHE
munuaoB, moBpexparoT Oenkw, JHK w  nmpyrue
OMOMOJIEKYIIbI, U TIPH BBICOKMX KOHIIGHTPALHUSIX MOIYT
NIPUBECTH K Pa3pyLICHUIO KIETOK M THOENM pacTeHUs
[3arockuna, Hazapenko, 2016]. B otBeT Ha BBIpabOTKY
A®K B pacTeHHSX aKTHBHUPYETCSI CJIOXKHO YCTPOCHHAs
AHTUOKCHUIAHTHAsT  CUCTEMa, KOTOpas  BKIJIIOYAET
MOJM(YHKITMOHATBHBIE COSAWHCHHUS HMHTHOMPYOIIHe
cBOOOJIHBIE paJMKaibl M pa3pylIaloNIfe OpraHUYecKUe

IIEPOKCUIBI, PaA3IM4YHBIE  XEJIATOPbI, CBA3LIBAIOILIME
KaTaJau3aToOpPbl OKHUCJICHHUS, u TYLIUTENH,
MHAaKTUBUPYIOLLKE BO30Y)K/ICHHbIC TPUILIETHbIE

cocrostaus Moirekyn [Komymaes, 2016]. B memom, mon

IIIyTaTHOH-S-TpaHC(epasa,  CTPECCOYCTOHYHUBOCTE,

CHUCTEMOI aHTHOKCHIAHTHOM 3alllUTHI IOAPa3yMEBAIOT
He TOJILKO KOMIIOHEHTEI, o0ecreynBaroIme
amuvuHaunio A®PK  u  mpenorBpamiamomme  MX
MOSIBJICHUE, HO W CHUCTEMBI JCTOKCHKAIIMK, KOTOPBIC
YCTPaHSIOT COEIMHEH NS, TIOBPEKICHHBIC pu
B3aumogeictBun ¢ A®K [IIpanegosa u nap., 2011;
Komymaes, 2016]. OgauM 13 BaKHEHIINX KOMIIOHEHTOB
aHTHOKCHUIAHTHOH CHCTEMBI SBIAIOTCA  (PepMEHTHI,
o6e3spexxuBatome ADK. K aHuM oTHOCHTCS, B IEpBYIO
odepenb, METALTOPEPMEHT  CYMEPOKCHATICMYTa3a
(SOD), o06e3BpeXUBAONIM  CYMEPOKCHIHBIN aHHOH-
pamukan ¢ obpazoBanmem mepekucu Bojgopoma [Gill,
Tuteja, 2010]. [lanbHeiilnee pa3ioXKeHUE MEPEKUCH

BOJIOPOZIa  MOXKET  KaTaJM3MpOBAThCS  KaTala3aMu,
acKkopOaTIepoKCUIa3aMH, T'BasKOJI-3aBHCUMBIMU
nepokcuaazamu  u Ap. [Komymaes, 2016]. B

AHTMOKCHIAHTHOM CHCTEME OTIENLHO PACCMATPUBAIOTCS
(depMeHTHl, YY4ACTBYIOIIUE B JETOKCHKAIINA
CoequMHEHHH,  OOpa30BaHHBIX  [PU  IIEPEKUCHOM
OKHCIICHUH JIMMUA0B. K TakOBBIM OTHOCATCS, MPEXKIE
BCEro, IJIyTaTHOHIIEPOKCUAA3bl, KOTOPbIE B KAa4yecTBeE
BOCCTaHOBMTENSA 4Yallle BCEr0 MCIOJIL3YIOT IIIYyTaTHOH
[Gill, Tuteja, 2010]. W3  HU3KOMOJEKYISIPHBIX
COeMHEHHH B pacTeHusx KIIIOUEBBIMU
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AHTHOKCHIAHTAMHU SIBIIIFOTCSL TOKO(EPOIIbI,
ackopOuHOBas kuciaoTa u riyraTroH [Komymaes, 2016],
KoTopele Tipu obOe3BpexxuBannu ADK mepexomar B
OKHCJIEeHHYIO (opMmy. OJHAKO KKIBIH M3 HUX MOXET

CHOBa IIEPEXOAUTH B BOCCTAHOBICHHYIO  (QopMy
Onmaronmapss  (QyHKIMOHHUPOBAHMIO TaK  HAa3bIBAEMBIX
pEereHepaTopoB. Hanpumep, (epmeHT

TIyTaTHOHPEAYKTa3a 00ecleYnBacT NOACpKaHUE IyJia
BOCCTaHOBJICHHOTO TJIYTaTHOHA 32 CYET HCIIOJIb30BaHUS
B KauectBe BoccranosuTenss HAJI(®)H' [Gill, Tuteja,
2010]. B 1ienoM, MMEHHO TJIYTATHOH BBIMOJHSACT POJIb
KJIIOYEBOTO BOCCTAHOBHUTEIS B PACTUTENBHOM KIIETKE.
I'nyratnon sBisiercst cyOcTparoM sl OOJIBIIOTO
cemeiicTBa MHOTO(YHKIHOHAIIbHBIX (epMeHTOB
TIyTaTHOH-S-TpaHcdepas TpH HEHTpanu3auuu  Kak
BHYTPEHHUX HPOJYKTOB OKHCJICHUS, TaK M TOKCHYHBIX
kcenobuorukoB [Marrs, 1996]. Llens manHoro o63opa
3aKJIroYaiach B paCCMOTPEHHUH TIIyTaTHOHA U TIIyTaTHOH-
S-tpancdepas B cBere oOecrnedeHHs KIETOYHOTO
roMeocTasa B pacTEHUSIX B YCIIOBHSX CTpecca.

PoJb riyTaTnoHa B pacTUTEJILHOM OpPraHu3Me

BBuny TOro, 4ro OKMCIMTENBHBIM CTpecc I
adpoOHBIX (OPM IKH3HU SBISCTCS TOCTOSHHBIM —H
Hen30S)KHBIM, WX Pa3BUTHE B 3HAYUTEIBHOM CTEICHH
3aBHCUT OT (P PEKTHBHOCTH AaHTHOKCHIAHTHOW 3aI[UTHI
[May et al, 1998]. HacTymuieHHIO OKHCIHTEILHOTO
cTpecca MpeJIecTBYeT HapyLIeHHe BHYTPUKIETOYHOTO
OKHCIIMTEIILHO-BOCCTAHOBHTEIILHOTO romMeocrasa
BciencTeue npeBbimieHus ypoBHS A®K. Jlns Ttoro
YTOOBI CIIPABUTHCS C U30BITKOM CBOOOIHBIX PaIUKAJIOB,
OpraHu3M  WCIOJb3YeT  3alUTHBIE  MEXaHH3MBI,
HamnpaBJICHHBIE Ha  JAeTokcukamuio AOK  wmmm
ONMOKMPOBKY HX 00pa3oBaHMs, a TaKkKe Ha 3aIrycK
(bepMeHTaTUBHOMN u HeepMeHTaTHBHOMH
anTHOKcuanTHoi 3amuTel [Masella et al., 2005]. B
pacTHTENFHOM OpPraHU3Me Ba)KHEUILIYIO POJib BO BpeMs
OKHCIIUTENIFHOTO cTpecca BhIMONHseT riayratnoH (GSH)
[May et al., 1998].

I'myratnoH — JMHEHHBIA TpUIIENTHA, COCTaB
KOTOPOTO TMPEICTAaBICH MocieaoBaTensHocThio y-Glu-
Cys-Gly, cymectByommii B ABYX  OCHOBHBIX
cTabuibHEIX  (opmax: BoccraHoBieHHOH (GSH) m
okucienHoir (GSSG) [Lallement et al, 2014].
BoccranoBiieHHBIM [JIYTaTUOH OTHOCHUTEJILHO
HeOoJbIIast MoJIeKyia, oOHapy)KHUBaeMast BO BCEX JKUBBIX
cucrteMax. B LHUCTEMHWIBHOM YacTU  MOJIEKYJbI
npucyrcTByer  cyiabdruppuisHas  (—SH)  rpymma,
KOTOpasi OOBSICHSET €r0 CHUJIBHBIH 3JIEKTPOHOAOHOPHBIH
XapaxTep. [MockombKy MOJIEKyJa yTpaunBaeT
QNIEKTPOHBI, OHA OKHUCIISETCS, W JIBE TaKue MOJICKYJIbI
CBSI3BIBAIOTCS TIOCPEICTBOM ITUCYAB(GHUIHOTO MOCTHKA,
TEM caMbIM 00pa3yroT mucynbdun riayratnona (GSSG).
Brnaromaps ¢epMeHTy TIyTaTHOHpPEAYKTa3e W DHEPTUU
HAADH(H") MIPOUCXOTUT BOCCTAQHOBJICHHE
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OKHCJIEHHOTO TJIyTaTHOHa 1O €ro CyIb(TUAPHILHOMI
¢opmer. Takum ob6pasom, GSH Haxomutcs 1on
BHYTPHKJICTOYHBIM u BHEKJICTOYHBIM
roMmeocraTuyeckuM koHTposem [Kidd, 1997].

GSH sBnsercs OCHOBHBIM BHYTPHKJICTOYHBIM
THOJI-COAEPKAIIM  COSIMHEHHEM, KOTOPOE MOXKET
BKJIFOUaTbCSl B TaKWe OMOXMMHYECKHE IPOIECCHI, Kak
cuHTe3  Oenka, (QocdopmwiupoBaHue,  TPAHCIOPT,
cTabuiamM3anusi CTPYKTypbl Oenka, oyaunr Oenka,
cBs3pIBaHme (akTopa Tpanckpummn ¢ JJHK. Otmedena
poars GSH B ¢opMupoBaHuM MHKpPOTpYyOOYEK MpU
NIOCTPOGHUHM  BEpEeTeHa  JEJEeHUs, B  CHHTE3E
JIE30KCUPUOOHYKICOTHIHBIX TpemecTBeHHuKoB JIHK;
B MOJVICPXKaHUHM CYIb(TUAPUWIBHBIX TPYII OEIKOB; B
COXpaHCHUH CIOCOOHOCTH KIIETKHU K reHepanun AT, a
TaKKe OH BBICTYIIa€T B KayecTBE IOHOPA 3JIEKTPOHOB
JUIl  TIIYTaTHOHIIEPOKCHIA3, M  3aJCHCTBOBaH B
obpazoBaHnM  ackopOWHOBOW  kucioThl  [Ithayaraja,
2011].

SIBnssich  TICEBJIONENTHAOM, TJIYTaTHOH He
obOpa3yeTcss IyTeM KJIaCCHYECKOTO CHHTe3a OenKa.
Bruocunres TiyratmoHa oOecneuMBalOT JBAa  THIA
(hepMEHTHBIX KOMILJIEKCOB: Y-TJIYTaMHJIUCTEHHIIUTa3bI
(TIyTaMaTIHCTeHH TMrasa) WA v-
riryrammnucrenHendTassel  (y-GCL mmu GSHI) u
riryratroHcuaTeTassl (GS wmwim GSH2). [lepsbni stan
cunresa GSH wmper B xyopomiacrax, HpH KOTOPOM
MPOMCXOJUT O0Opa3oBaHWE IENTHIHOW CBS3U MEXKIY
IUCTEMHOM M TJIYTaMMHOBOH KHCIOTOH C ydYacTHEM
(depmenTa y — riyramariuctens jwmrasel (y-GCL): L-
Cys + L-Glu + ATP < L- y -Glu-L-Cys + ADP + Pi
[May et al., 1998]. Bropoii stam cuHTe3a HIET C
ygactueM (epMEHTa TIyTaTHOHCHHTETas3bl, KOTOpas
KaTaJau3upyeT AT®d-3aBucumoe oOpazoBaHue
rayratrona u3 y-Glu-Cys u Gly [Jez, Cahoon, 2004]: L-
v -Glu-L-Cys + Gly + ATP < GSH + ADP + Pi [May et

al., 1998].
B  HEKOTOpBIX pacTeHusX, Hampumep, B
06000BBIX KyJnbTypax, BCTpEYaloTCs TOMOJIOTH

rayratnona (hGSH). Ilo crpykrype OHH Onu3KH K
[JIyTaTHOHY, HO B TaKUX MOJIEKYJIaX OCTATOK TJIMIIMHA
3aMEHEH Ha [-ajlaHdH M €ro CUHTE3 TpeOyeT ydacTHs
cnenmanpHoii hGSH- cuurerassr [Matamoros et al.,

1999]. Hampumep, mpucyrctBue B coe hGSH
npegmouytutencHee, dem GSH, mma  mpomecca
JIe3MHTOKCUKAMK  aidiayopdeHa - KCEHOOUOTHKA,

OPUMEHSIEMOTO MPOTHB COPHSKOB HAa IIOCEBaX COH
[Sugiyama et al., 2005]. Ewe oqHuM anbTepHATUBHBIM

ISt GSH SIBJISIETCS COEIMHEHHE
THAPOKCUMETHITIIYTATHOH, B KOTOPOM TJIHMIMHOBBIH
OCTATOK 3aMEHEH Ha CepUH. OJTO  COEJAUHEHHE

COJIEPXKUTCS B pHce, MieHuIe, samene [Okumura et al.,
2003].

VCTaHOBIEHO, YTO IIYTATHOH NPUCYTCTBYET BO
MHOTHX TKaHAX H CYOKJIETOYHBIX KOMITAPTMEHTAX.
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Bompimee xommuectBo GSH (85-90%) mpucyrcrByer B
LIUTO30JI€, MEHBIIIE B MUTOXOHJAPHSX, MaTPHKCE SApa U
nepokcucomax [Wu et al., 2004], wuampumep, B
XJIOpOIUIacTaX €ro KOHLEHTpauus OLICHUBAETCS B
mpexnenax ot 1 go 4,5 mmoas [Noctor, Foyer, 1998], B
nuTOIUIa3Me KIeTok pactrenuit Arabidopsis thaliana ero
KOHIICHTPAIUs COCTaBISIET HEe MeHee 3 MMmoib [Meyer et
al., 2001]. PacmpocTpaHeHHBIM  CHOCOOOM  JUIs
n3Mepenus koimyectsa GSH, comepikarierocs B KIeTke,
SIBIISIETCS METOJI JI00aBIICHUS (bayopoxpoma
MOHOXJIOPOOMMaHa B KyJIbTYpajbHYIO Cpelly, HaXOMsCh
B KOTOpPOH OH JIETKO TIPOHWKAeT B KIETKH C
obOpazoBanueM (QuyopecrientHoro BemectBa GSH-
MOHOXJIOPOOMMaHa, KOTOPI MOXKET OBITh ONpeesieH ¢
noMoIibio uryopumerpudeckoro ananusa [Kamencic et

al., 2000].
B IIOCJIEAHEC BpeEm, qTO 6LI OLICHUTH
OKHCIUTECIBbHO-BOCCTAHO BI/ITGJ’ILHHfI IIOTCHII A

HCTOJB3YIOT PEIOKC-aKTUBHBIA (PIIyOPECIICHTHBIA OeToK
roGFP2. DkcniepuMenTsl, poBeaeHHbIe Ha A. thaliana ¢
roGFP2 MOKa3au, YTO OKHCJIUTEIBbHO-
BOCCTaHOBHTEINILHBIM IIOTEHIIMAN B IIUTO30JIE €r0 KIETOK
cocrasisier -320 MB [Meyer et al., 2007].
OKHCITUTENFHO-BOCCTAHOBUTENFHBIE Oy(epHBIe
CBOWCTBA U BHYTpUKJIETOUYHass KoHUeHTpanuu GSH
00yCIIOBIMBAIOTCSI €r0  XMMHUYECKHMH CBOWCTBaMH,
crnocobom cuHTe3a M peaykuun. Kpome Toro,
¢dopmupoBanne GSH mnosiumepoB ((puUTOXENaTHHOB), U
nerpagaius GSH  sBmstoTca  peakuusiMH, KOTOpBIE
KOHTPOJIUPYIOT BHYTPUKJIETOUHBIN INIyTaTUOHOBBIN Tyl
u cootnomenne GSH/GSSG [Rouhier et al., 2008]. 3a
CYET OKUCIIUTEIbHO-BOCCTAHOBUTEIBHBIX CBOWMCTB IMaphbl
GSH u GSSG mnpoucxomut peryssinus KIeTOYHOTO
mukna [Sanchez-Fernandez et al., 1997]. Conepsxkanue
GSH wu GSSG mnomnepxuBaeT  OKHUCIHUTEIBHO-
BOCCTaHOBHTEIIHBIN GaaHc B KJIETOYHBIX
KOMIAapTMEHTaXx. OJTO CBOHCTBO HMeeT Ooublioe
Ouoslormyeckoe 3HAUCHWE, TaK Kak OHO IIO3BOJISET
0JIEPKUBATH OKHCJIMTENILHO-BOCCTAHOBHUTEIILHBIH
MOTEHLIMAl KJIETKH IPH HOPMAIBHBIX M CTPECCOBBIX
ycroBusix  [Alscher,  1989]. Tlpu  onTuMannHOM
KJIETOYHOM pElIOKC CTaTyce, OCHOBHAas 4YacTh 3TOTO
perynaropa HaxOIWTCS B CBOGH BOCCTaHOBJICHHOM
(dopMe W MOXKET OBbITh KOBAJECHTHO CBsI3aH C OejKaMu

HOCPENCTBOM nporecca, Ha3bIBaEMOT0
TJIyTaTHOHWIMPOBAaHHE W BBICTYNIaTh B  KadyecTBe
KodepMeHTa I WENOro  psga  (QEepMEHTOB,

yuacTByomux B 3amute kierku [Pompella et al., 2003].
Takum oOpa3om, TIyTaTHOH MOXKET Kak CoOHpaTh
CcBOOO/HBIC paJWKabl, TAaK W BBICTYNATh B KadeCTBE
cybcrpata js  riyratuoHnepokcunas  (GPX) wu
[IIyTaTHOH-S-TpaHcepas (GST) BO BpeMsi
JIETOKCHKAI[MM TIEPEKUCH BOJIOPOJA, T'HIpPOINEpeKuceit
JUMNHIOB U JEKTPOPHIOB. B mepnos OKUCIUTENTEHOTO
ctpecca, koHneHTparnus GSH OpicTpo cHmXKaercs, B TO
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BpeMsi Kak KoHueHTpanusi GSSG yBennuuBaeTcs u3-3a
BOCCTaHOBIICHHS! TNIEPOKCHUAOB WM B  pPe3yJbTaTe
obpasoBanusi cBOOOJHBIX pamukaioB [Masella et al.,
2005]. Korma pacTeHHsl TIOABEPXKEHBI JEUCTBHIO
CcyOOTITUMAITEHBIX YCIIOBHH, GSSG MOXXET
aKKyMyJHMpOBaThcss 10 OoJiee BBICOKMX YPOBHEH. DTo
SBJICHUE HAOMIONAETCSI B  JKCTpaKTax pacTeHHH,
TIOJIBEPTIINXCST BO3ACHCTBUIO PA3IMYHBIX a0HOTHYECKUX
u OmoTHuyeckux cTpeccoB. Ha ocHOBe wucclieOBaHMA
pactenuii ¢ geduruToM (epMeHTOB, TaKMX Kak
ackopOarnepokcunazel  (APX) wu  karanassl (CAT),
mokaszano, 4ro Hakomienne GSSG TecHO CBSI3aHO C
BHYTpHKJICTOUHBIM ~ HanmmuneM H,0,, coznepkanne
KOTOpPOTO B YCIOBHSIX  CTpecca  IOBBIIIACTCS.
OOpazoBaHne  OKHCICHHOH  (OpPMBI  TJIyTaTHOHa
MIPOMCXO/JUT B OCHOBHOM 32 CuUeT (YHKIIMOHUPOBAHUS
CeNeHCo IepKaIero (pepMeHTa IIIyTaTHOHIIEPOKCHUIA3HI.
OpHako  Aisl  TUIyTaTHOHAa  TaKXKe  XapaKTepeH
Oe3(epMEHTAaTUBHBIA KaTadW3 peaknuuid C APYTUMH
BHYTPUKJICTOYHBIMH  OKHCIUTEISIMH, TaKUMH  Kak
cymnepokcua aHnoH (Oy’), CHHIIETHBIH KHCIOPO. (102),
rugpokcuibHbll  pamukan  (OH). GSH  wacro
HenocpeacTBeHHO nerictByeT Ha ADPK u ydacTByer B
ackopOar-TmyraTnoHoBoM mmkie ypamas  H,O, B
XJIOpoIuIacTax M nuTo3oiie. [IyTaTHOH Takke y4acTByeT
BO MHOTHX [Ipyrux (YHKIUSIX pacTeHUi, BKIIOYas
TPAaHCIIOPTHPOBKY M XPaHEHUE CEpbl, JETOKCHKALUIO
TSDKENTBIX METAIoOB M kcenoObwotmkoB [Noctor et al.,
1998].

3arpsi3HEHHE OKPYXKAloUleld Cpenbl TSHKEIbIMU
METalIaMH TaKKe SBISIETCS CTPECCOBBIM (PaKTOPOM,
OTPHLIATENBHO BIHMSIONIMM Ha Pa3BUTHE PACTHTEIHHOTO
opranm3ma. HexoTopsle TsKenble METauIbl, TAKHE Kak
cu* C02+, Fe3+, Mn?* u Zn** B CIIEJOBBIX KOJIMYCCTBAX
HEOOXOAMMBI JUIS KIETOYHOTO MeTaboJM3Ma B Ka4ecTBe
kodakropoB ¢epmenros [Clarkson, 1995]. Jlpyrue
TSDKEJIbIE METAJUIbI, TaKHue Kak Cd2+, Pb2+, ng+ Hu AgJr
MIPOSIBIISTIOT TOKCHUYECKUH 3 deKT, SBIAACH HICTOUHUKOM
CBOOOIHBIX  DPaJMKAIIOB, TEM CaMblM  BBI3BIBAIOT
OKHUCIIUTENIBHBINA CTpecC. JleTokcuKaluss METalmIoB B
pacTHTENbHOH  KJIETKE  HAa4YMHACTCS C  peaknuu
CBSI3BIBAHMS €r0 C OPraHUYECKHMH KHCIOTaMHU |
THONIaMHU. B pacTeHMsAX M3BECTHBI MEXaHM3MBbI 3AIIUTHI

OT TOKENBIX METalIoB 3a c4eT 00pa3oBaHUA
BHYTPHKJICTOYHOTO  Kommuiekca ¢  GSH  wm
¢duroxenarnHa - MIpOJIyKTa (bepMeHTaTUBHOM

HOJNMMEPU3aUUN TIYTATHOHA, C KOTOPBIMH METAJUIBI
AKTUBHO TPAHCIOPTUPYIOTCSI B BaKyoJlb PaCTUTENBHOM
kinerkn [Clemens, 2001; Ilocrpurans u gp., 2012;
IMocrpurans u ap., 2013].

Hcxoass  ©3  BBIIIECKA3aHHOTO,  MOYHO
OpeaIonararb, 4ro IyTeM IIOBBILICHHS CONCPIKAHHS
GSH B kjerkax pacTeHMH MOXHO YBEJIWYHMBATH
cTpeccoycToiunBoCcTh pacteHnid. C  3TOH  1enbio
IPOBOASATCS MHOTOYHCIICHHbIE HCCIIeIOBaHUS,
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HalpaBJICHHbIE HAa CO3/aHUE TPAHCTCHHBIX PACTEHUH ¢
U3MEHEHHOM  JKCIIPECCUEH TEHOB, KOJAUPYIOIIUX
(bepMeHThI «TIyTaTHOHOBOTO oOMeHay.
JleficTBUTeNbHO, K  NpUMEpPy, B  TPAHCTEHHBIX
pacTEeHUSIX UHAUMCKON rOpUYULbI IPH CBEPXIKCIPECCUU
reHa TIyTaTHOHCUHTETAa3bl 06110 BBISIBJIEHO
YBEIMYEHUE COJICpKaHHWA TIyTaTHOHA W IIOBBIIIECHUE
YCTOMYMBOCTH K TSDKEJIBIM METalaM ¥ KCEHOOMOTHKaM

[Flocco et al, 2004]. Oanako B TpPaHCTECHHBIX
pPacTeHHSAX TOMNONS, CBEPXIKCIOPECCHPYIOIIUX TI'eH
[JIyTaTUOHCHHTETA3bl gshll Escherichia  coli,

YBEIMYCHUS! COLEP)KAHUS TIyTaTHOHAa B ILIUTO30JIE H
TIOBBIILIGHHUSI CTPECCOYCTOHYMBOCTH HE MPOHMCXOAMIO
[Foyer et al, 1995]. HauGonee cymiecTBEHHOTO
YBEIMYCHUS] COACPXKAHUS TIYTATHOHA M IOBBILICHHS
CTPECCOYCTOMYMBOCTH yJIaJ10Ch JOOHTBCH,
CBEPXIKCIIPECCUPYS TPAaHCTEHHBIX  PAaCTCHHUAX
OM(pYHKIIMOHATBHBIN ¢depmenr, oOnanarommi
OIHOBPEMEHHO  TIJIYTaMaTUUCTEHH  JIMTa3HOW |
TIyTaTHOHCHHTETa3Ho#l akTuBHOCTsMU [Liedschulte et
al., 2010]. DOxcmpeccus storo  Qepmenrta Y-
TIyTAMaTUHUCTEUH  JINTa3bl-TIyTATHOHCHHTETA3bl M3
Streptococcus thermophilus (StGCL-GS) B
TPaHCTEHHBIX ~ pacTeHHsAX Tabaka NpPUBOAMIA K
Hakomnennto GSH B JHMCTBAX B KOJMYeCTBax,
npeBblmatomux Oonee uyem B 20-30 pa3 ypoBeHb
IJIyTaTHOHA, MPUCYTCTBYIOLIETO B PACTCHUSAX ITHKOTO
tuna. ONBITHBIM IyTeM ObLT J0Ka3aH 3alluTHBIN
s dexr oT napakBaT-HHIYIUPOBAHHOTO
OKHUCIIUTEIBHOTO CcTpecca B pacTeHusx Tabaka. [lis
ompeneneHuss  3GQPEKTUBHOCTH  3TOro  Ipolecca
TpanchopmanTel Tabaka StGCL-GS B TeueHue 2-x
HeJeNlb IIOJBepraju JACHCTBUIO SPKOTO OCBEIIEHHS.
[TomydeHHnsle  pe3ynbTaThl  CBHJCTEILCTBYIOT 00
yBenuueHun oobmiero coaepxanus GSH B TpaHCreHHBIX
JUHUSX, TPH OTOM HPU3HAKOB OKUCIHTEIHHOTO
cTtpecca oOHapyxeHo He Obuio. Takke 3TH
TpPAaHCTEHHBIC PACTCHHS NPOSBILIIM YCTOWYHBOCTH K
BO3/eiicTBIIO TsDKebIX MerawioB [Liedschulte et al.,
2010].

B

OnyOnMKOBaHO HECKOJIBKO PaboT, B KOTOPBIX
JIOKa3bIBaeTCs BOBJIEYEHHOCTh GS B OTBET pacTeHuil Ha

TSOKENBIE  METaUTbl W MeTauonasl.  Hampuwep,
TPaHCTCHHBIC pacTeHus A. thaliana,
CBEPXOKCIIPECCUPYIOIIHE  TE€H  TIYTATHOHCHHTETA3hI

GSH1, xapakTepu30BaIUCh CIOCOOHOCTHIO HAKATLTUBATH
KaIMHH ¥ MBIIBIK M OJHOBPEMEHHO OTJIMYAINCh
MOBBIILICHHON YCTOWYMBOCTBIO K OSTUM XHMHYECKHM
snemenTam [Guo et al., 2008]. B unauiickoii ropuuie
CBepXdKcmpeccuss TeHa rayraruoHcuHTterassl gshll E.
coli croco6cTBOBaNA YBEHUCHHIO OOIIETO COMCPIKAHUS
KagMus B moOere B 3 pa3a 1O CPaBHEHHIO C JHKHM
tunoM.  OJHOBPEMEHHO  TPAHCTCHHBIE  PACTCHUS
WHIUICKON TOpUYMLbl XapaKTEPU30BAIUCH MOBBIILIEHHON
YCTOHYMBOCTHEO K TSDKENBIM MeTajiaM. AKKYM YIS
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KaAMUSI W YCTOWYMBOCTH K HEMYy KOppEJMpOBala C
ypoBHeM skcnpeccun reHa gshll [Zhu et al., 1999].

Hamnmune GSH wmmeer Ooiblioe 3HAUYEHHE,
OJIHAKO €ro JeWCTBHE HEJOCTAaTOYHO YIS 3alUThI
KIETKH OT OKHCIHTENBHOTO CTPECCca, BO3HHMKAET
HEOOXOANMOCTh B NPUCYTCTBHHU TJIyTaTHOH-3aBUCHMBIX
depmentoB [Masella, 2005]. Bmecte atu (epmeHTHI
obecrieunBaroT MEPBYIO JIMHUIO 3aIIUTHI OT CYIEpOKCHIa
U MEepoKcHIa BOJOpoja. BakHyI0 poOJib MPH 3TOM, Kak
yxe YIIOMHHAJIOCh BBIIIE, UTParoT
rayratuonnepokcuaassl (GPX), koTopbie MPeACTaBISAIOT
co0oif ceMeicTBO (hepMEHTOB, CITIOCOOHBIX YMEHBIIAThH
coJiep>KaHne Pas3INIHBIX OpraHNYecKuX "
HEOPraHWYeCKUX TUIPOIIEPOKCHIIOB, C HCIIOIb30BAHUEM
GSH w/unmm npyrux BOCCTaHOBHUTEIBHBIX SKBUBAJICHTOB
[Masella, 2005].

Kontponr ypoBHs ADK u 3ammura KIeTok B
YCIOBHSAX CTpecca OCYIIECTBISIETCS C  IOMOIIBIO
AHTHOKCHIAHTOB, KOTOpbIC pH B3anMoaeiicTeun ¢ AOK
NepexoJsiAT B OKUCIeHHYI0 ¢opmy. [l pereHepaunu
aKTUBHBIX (OPM aHTHOKCHUAAHTOB HEOOXOIUM P
(epMEHTOB, I TIIyaTHOHA 3TO TIyTaTHOHPEIYKTa3bl
(GR). Dxkcmpeccust TIyTaTHOHPEAYKTa3bl y PaCTCHHIN
poma Brassica crmocoGcTBOBaNa  TIOBBIICHHIO — HX
YCTOWYMBOCTH K (OTOMHIHOMPOBaHHMIO, a TaKkKe K
pa3IuYHBIM CTpECcCaM, BbI3BAaHHBIM JICHCTBUEM COJIEH,
TSDKEJIBIX METAIUIOB U IIECTHILM/IOB, IEPEKUCH BOJIOPO/a,
BBICOKOM M HM3KOM TeMmIeparypbl. Y pacTeHMH npu

COJICBOM  CTpECCE OTMCUCHO  YBCIIMYCHUC  YPOBHA
COZACPIKaHUuA TIJIyTaTUOHAa B KIIETKE, IO CPAaBHCHHIO C
TPAHCTCHHBIMHA PpaCTCHUAMU, YCTOﬁqHBBIMH K

saconenuto cpeasl [Kim et al., 2009]. Beuio mokasaso,
4To akTUBHOCTH GR mposiBiseTcs Kak OTBET Ha CTpecc,
W MyTalyH, BIHUSIOIIME HA 3Ty AKTUBHOCTh, HUMEIOT
Hary6HBIe NOCJICACTBUA IJIA KIICTKH, YTO JO0Ka3bIBACT
BakHocth (hepmentoB GR B merabonm3me GSH [Rogers
et al., 2004]. Uccnenosanus pacTeHuil yKa3plBaeT Ha TO,
gro GR MoOXeT BBINONHATE OMpPENeNeHHYI0 POIb B
6oppoe ¢ Fe-nepuuntHeiM crpeccom yepes GPX
COBMECTHO c CYIEpPOKCUAUCMYTa30i (SOD).
Hapymienne aktuBHOCTH GR NpHBOIUT K HAKOIUICHHUIO
MEepOKCHa BOJIOPOIA M CYIIEPOKCHA B KIETKE, KOTOPbIE
ymenblatot copepxxanne GSH [Ithayaraja, 2011].
KiroueBsiM  (epMeHTOM, 00pasyroIuMCs MO
JICHCTBUEM CTPECCOBBIX YCIOBUI M YYacTBYIOIIUM B
3allUTe KJICTOYHBIX MEMOpaH OT OKHCIHUTENbHOTO

cTpecca, SIBIISICTCS thochommmua
runponepokcuarayrarnonnepokcunaza PHGPX. Oror
bepmeHT KaTaJIu3upyeT BOCCTaHOBJICHHE

runponepekuceit  pocpomumuaor ¢ momombo GSH.
PHGPX u koaupyroriuii ero reH €Sa ObUTH BBIZACICHBI U
OXapaKTepHU30BaHBl Y MUTPYCOBBIX. OTMEUYEHO, UTO €ro
9KCIPECCUs UHAYLHUPYETCS IPpU JEHCTBUY TEIlIa, X0JI01a
u corneBoro crpecca [Avsian-Kretchmer et al., 1999].
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I'ayratuoH-S-Tpancdepassi

I'nyratnon-S-tpancdepaszsr (KD 2.5.1.18) aro
cymepceMeiicTBO (epMEHTOB € MOJICKYISIPHON Maccoit
50 x[la, KOTOpBIE HUTpAlOT BaXKHYIO pPOJb B 3alllUTe
KJIETOYHBIX ~MAaKpOMOJIEKYJT OT psga TOKCHYHBIX
COEIIMHEHNH SHJIOT'€HHOTO " 9K30T€HHOTO
MIPOMCXOKACHHS, TAKMX KaK KCEHOOMOTUKH, TepOUIINIbI,
a Take cBobojHbie pamukanel [Ezaki et al., 2004].
JlokazaHo, 4TO IIyTaTHOH-S-TpaHcdepasbl MOSBUIKCH B
pe3yabpTaTe MpeoOpa3oBaHUS THOPEIOKCHHIIONOOHOTO
NpEALIECTBEHHUKA B  OTBET HAa  BO3HUKHOBEHHE
a’poOHBIX YCIOBHH B OKpyXaromieil cpene [bopBuHCcKas
u ap., 2013]. Otu depmeHTHl OBUTHM  BIEpBBIC
OOHapyXeHbl B 1960-x rr. B  opraHuzme
MIICKOTIMTAIOIINX M OTMEYEHa HX BaXHas pOJIb B
MeTaboJIM3Me U JIETOKCHKAIMH JIEKAPCTBEHHBIX CPEJICTB
[Dixon et al., 2002]. Ha ceroausiunauii aeHb u30hopMbI
[IIyTaTHOH-S-TpaHcepas 0OHapYKEHBI KaK B
MIPOKapHOTHYECKUX KIIETKAX, TaK U B KIETKax I'puOOB,
pacTeHuii u SkuBOTHBIX [Kamunmba wu np., 2014].
BaxnocTts 3TOTO ceMeiicTBa (hepmeHTOB
MIOJITBEPIKAACTCS TEM, YTO MX JIOJIS COCTABILIET HE MEHEe
1% ot obmero kosmuecTBa Oeika kiaerku [Salinas,
Wong, 1999]. [ToTeHnmansHas BO3MOYXHOCTh
UCIIOJIb30BaHUsI  (PEPMEHTOB, YCKOPSIOIINX PEaKIHH
KOHBIOTAIIMH CHHTETUIECKIX KOMIOHEHTOB VIS 3AIUTHI
pacTeHui oT HMOBPEKAAIOIIETO JeficTBus
OKHCJIMTENIFHOTO  CTpecca, ClJIe/IOBATEINBHO, oT
HeONaronpusITHEIX  aOHMOTHYECKHX (HaKTOPOB  CPEJBI,
CIPOBOLIMPOBAJIa POCT MHTEpPeca K AaHHOMY CeMeiCTBY

(bepMeHTOB.

PanHue wuccrenoBaHus IIIyTaTHOH-S-TpaHC(hepasbl
KyKypy3bl, TOKa3aiH, 4YTO JeHCTBHE  (DepMEHTOB
oOecrieunBajIo  yCTOMYMBOCTH  PAacCTEHUS] K  TAaKUM

repOuIMIaM, Kak XJIOPOTPHA3WH, XJIOPOAUETAHWIUA |
THOKapOaMar. [lpumedaTtenbHO, YTO TOPA3N0 MEHbLIee
BHUMaHUe ObUIO YJENEHO W3YYEHHIO TJIYTaTHOH-S-
TpaHcdepas COpHBIX PACTeHHIl, XOTS M CYIIECTBYET
BEpPOSITHOCTh y4acTUss 3THX (epMEHTOB B repOMLU-
ycroiunBocTH copsikoB [Cummins et al., 2010].

I'myratnon-S-tpancepasst KaTaJIM3UPYIOT
peakuuio B3aMMOJCWCTBHS TpPUIENTHIA TJIyTaTHOHA
GSH nu  xocyocrpara  (R-X),  comepxkamiero
ANMEKTPOUIILHBIN LEHTP, ¢ POPMHUPOBAHUEM MOJSIPHOTO
S-IIyTaTHOHWIMPOBAHHOTO IPOJIyKTa peaKuy.
Hampuwmep, GST MOTYT BOCCTaHaBJIUBATh
runponepekucu no cruptoB: ROOH + 2GSH—ROH +
GSSG + H,0 [Kanununa u ap., 2014]. IlepBonavanbsHast
K1accuukanus GepMEeHTOB, KOTOpas yYUTHIBANIA JIUIIb
OMOXMMHYECKUE 1 UMMYHOJIOTMYECKUE XapaKTEPUCTHKH
TIyTaTHOH-S-TpaHcdepas,  okaszajach  HEyA0OHOWH,
MO3TOMY, JUISl MX KJIacCU(HUKALUU OBbIJIO TPEIUIOKEHO
YUYHUTBIBATh [IOCIIEA0BATENFHOCT AMHHOKHCIIOT.

Takum o00pazoMm, TiIyTaTHOH-S-TpaHC(epasbl
YKMBOTHBIX OBLTH pa3J/ielieHbl Ha CIEAYIOLIHE KIIacChl:
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o alpha — o wu A, mu — p wie M, phi — ¢ wu F,
ydJacTByIOIINE B  MeTabonM3Me  JIEKapCTBEHHBIX
BEILIECTB;

sigma — ¢ wimi S, (QYHKIMOHUPYIOLIHE KaK
NpPOCTariaHuH CHHTa3bl (KpOME TOJIOBOHOTHX, IJie
OHH SIBIISTIOTCS S-KPUCTAJUTMHAMHE XPYCTAJIMKa IJ1a3a);
delta 8 mm D xmacc, sBIAIONIUICS

CIeU(PUIHBIM /TSI HACEKOMBIX.

VY 4YenoBeka CceMb KJIAacCOB TIJIyTaTHOH-S-
Tpancdepas - o, W, {, 0, 7, 6, ®, KOTOpPbIe 0OBEAUHSIOT
17 m3odopm [Komecor u ap., 2016]. B GakTepusx Obutn
HaleHbl crien(uYHbIe AT TPOKAPUOT — [3 TIIyTaTHOH-
S-Tpancdepassl.

B cooTBeTCTBMM C NPUHATOW HOMEHKIATYpPOH,
pacTUTEeNbHBIC TIYTaTHOH-S-TpaHC(epa3sl IensaTcs Ha
CIIEIYIOLIHE KIIACCHI:
zeta — { wnu Z u theta — 0, oGHapyxuBaeMble

TaKXXe B JKUBOTHBIX;

o tau — v wm T wu phi, cnenudpuynsie st

pacTeHuii 1 HanboJiee MHOTOUYHCIICHHEIE;

e lambda — A wmu L kiacc riyTaTHOH-TIOZ0OHBIX

T€HOB, KOWHIYLIUPYEMbIX COBMECTHO ¢ reHamu phi u

tau kmaccoB riyratHoH-S-TpaHcdepas, crnenuduueH

nuist pacrenunit [Dixon et al., 2002].

®  JIeruapoacKopOaTpenyKTasbl, CIeHUpHIHbIEC I

pacTeHHi, W TeTpaxJIOPOTUAPOXHHOH/ETaIoreHasa

[Liu et al., 2013].

Bonbiioe pasnooOpazue uzodopm  sBisieTCs
pe3yapTaTOM AYMIUKALMN U JeJIeUUid TeHOB, Hapsay C
OIMHOYHBIMH monumopdu3mamu [Kosecos u ap., 2016].
I'erom A. thaliana comepxut 48 GST-1og0OHBIX T€HOB:
28 tau, 13 phi, 3 theta, 2 zeta, 2 lambda. B A. thaliana
pasnmuyarot mects ceMedcte GST renoB: GST 1cDNA,
KOTOpBIA MHAyLUpYyeTcs naroreHHow uHpeknueit; GST
2cDNA, perymupyrommiicst aeiictBuem stmiiena; ERD
13cDNA wunaymupyercs neruaparanueii; PM 239x74
CDNA, KOIUPYFOLITHHA 0eIoK ¢ TIyTaTHOH-
MePOKCHUIa3HON aKTHUBHOCTHIO, KOTOPBIM HE HCIOJIb3YET
H,0; xak cybdctpat; GST 5CDNA, crtocoOHBII CBA3BIBATH
aykcuH; GST6, skcmpeccusi KOTOPOTO HAXOIUTCS IO
TKaHeCHEUN(UIHBIM ~ KOHTPOJIEM W  HHIYHHPYETCs
ayKCHHOM, camuuuioBoi kucnoroit u HyO, [Yang et al.,
1998].

Kaxnas Mojekyna TiyTaTHOH-S-TpaHcdepasbl —
JIMEep,  COCTOSIIMI W3  CyOBEOMHUI]  Maccoi
npubmmsurensHo  20-26 x[a, KoTopble (QopMHPYIOT
ruapodoOHbIii  mporenH  Maccor 50 k/la wm
M303JIEKTPUIECKOM Toukoi B obmactu pH 4-5 [Sheehan
et al., 2001]. OHu MOTYT SBIATHCS JTHOO TOMOAUMEPAMH,
TO €CTb HPOAYKTAMH SKCIPECCHH OJHOTO T€Ha, JH00
TeTepOIMMEPaMH, KOIUPYEeMbIMH pPa3HBIMH T'€HaMH
[Chronopoulou, Labrou, 2009]. B ciyuae phi u tau GST
CyOBEIMHHMIBI TOJIBKO OJHOTO M TOTO K€ KJIacca MOTYT
JMMepU30BaThCsl. HecMOTpst Ha CHIIbHBIE pa3siMyus B
aMHHOKHCIIOTHOH MOCJIEI0BATENBHOCTH MEXIY
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knaccamn GST, B 1menom, MX CTpyKTypa YAWBUTEIHHO
cxoxa. B mpememax opmHoro kmacca OenKd MOTYT
KOJIMPOBAThCS HECKOJIBKAMH T'€HaMH, YTO MPHBOIHUT K
OosbLIOMY pasHooOpa3zuto BapUaHTOB
JKCIpeccupyeMbIx cyObenunauil [bopBuHCKas u 1p.,
2013].

Kaxnas cyObeauHMIa TITyTaTHOH-S-TpaHcdepas
cocrour npumepHo u3 200-250 aMUHOKHCIOTHBIX
OCTAaTKOB U COJEPKUT KaTAIUTUYECKUI CaWT, COCTOSILIUI
U3 JIBYX KOMIIOHEHTOB. IlepBblii — KOHCEpBAaTHUBHBIN
TIyTaTHOH-CBs3bIBatoImii caidT (G-caidT), 0Opa3oBaHHbII
AMHUHOKHUCIIOTHBIMH OCTaTKaMi N-KOHIIa IMOJNHUITENTHIA.
N-tepmunanpabiii  kouer; (Blalf2(a2)B3p4a3) — srto
LEeHTpajbHas [-CKIaquaTtocTh, (IAHKUPOBAaHHAS JBYMsI
o-crmpanmsivd - (al, o3) w®W ¢ HENOCTOSHHOW
nemiel/cmpansio  (02), TONO0EH — THOPEIOKCHHY
[Chronopoulou, Labrou, 2009]. Bropoii KOMIOHEHT — 3TO
CaiiT, CBsBBIBArONMA THAPOQPOOHBIH cyocTpat (H-cai),
KOTOpBIN OoJiee BaprabeneH U chOpMHPOBAaH OCTaTKaMH
C-xonna mojumnentraa [Dixon et al., 2002]. H-caiir sT0
HOJIHOCTBIO O-CIUPAIBHBIA Y4acCTOK, COCTOSILIMK U3 5 o~
crmpaneir (a4 — 8), mubo w3 6 (04 — 9), B ciayuae
TITyTaTHOH-S-Tpancdepas o, 6, o wraccoB [KamnamHa U
ap., 2014]. dast uzohopm 0 Kiaacca XapakTepHO HATHUYHE
Mexnay o4 n obS-cnmpansmu OONBIION HeTIH, | — W -
neryi Ha C-xonne [Wu et al., 2012].

Mexny aByMsI JOMEHaMH HaXOJMTCSI KOPOTKas
BapuabenbHas JTUHKEpHas 00acTh, BKIoYamomas 5-10
aMHHOKHCJIOTHBIX ~ OCTAaTKOB,  (OPMHUPYIOIIUX  O-
crmupanb. Cumraercs, uro komiwiekc G m H caiita
JIOCTaTOYHO MOOWIJIBHBIM M CIIOCOOEH K 3HAYUTEIbHBIM
KOH(OPMaMOHHBIM M3MEHEHUSM IPH B3aUMOJEHCTBUH
¢ pasnuyHbIME cyoctparamu [Dixon et al., 2002].

S-hexyl GSH/
sulfate

Domain |

Domain II

Puc. 1. TpexmepHasi CTpYKTypa pacTUTEIbHBIX
TJIyTaTHOH-S-TpaHchepas.
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CpaBHEHHE TpPEXMEpHBIX CTPYKTYp  Bcex
OIMMCAaHHBIX Ha CeFOZ[HHIHHI/Iﬁ JCHb PaCTUTCIbHBIX
TIyTaTHOH-S-TpaHcdepa3 MOKa3aao, 4YTO OCHOBHBIC
pasiIMuMsA  3aKIIOYAIOTCS B OL2-TIeTJe, JIMHKEPHOMH
oOmacTi MexJy JOMEHAMH W B JUIMHE O.9-Ccripaiiu

[Armstrong, 1997]. B phi wu tau xmaccax 4
AMUHOKHUCIIOTHBIX OCTaTKa C'TepMI/IHaﬂbHOFO KOHIIa
BCerja KOHCEpPBaTHBHEI. Onu 00eCeYnBaOT
B3auMoiciicTBrE MeX Iy G-CaliTOM M TITyTaTHOHOM:
e Glu/Asp B MO3ULUN 65-72
CBSI3BIBACTCS C TIIyTaMaTOM;
e Ser B mnosumud 66-73  Tarxke

B3aMOJICHCTBYET C IITyTaMaTOM IJIyTaTHOHA;

e Val/ lle B nosummu 53-60 oGpasyer
CBSI3b C HUCTCHHOM;

Lis/ GIn B mosumuu 40-46
rnunaaoM [Cummins et al., 2010].

B N-koHue riyratnon-S-tpaHcdepas KiIaccoB
5,0, 0, @, T u { KOHCEPBATHBHBIM SBJISICTCSI OCTaTOK Ser
(mosummst 10-17); o, u, @, 6 — ocrarok Tyr; o, p —
ocratok Cys [Chronopoulou, Labrou, 2009; Cummins et
al., 2010]. AKTHBHBIE aMHHOKHCJIOTHBIE OCTATKH
BOBJICYCHBI B CTaOMJIM3AlUIO TIIYyTATHOH-THOJIBHOTO
QHAOHA M  IIOHWKAIOT KOHCTAHTY  JUCCOLMALUH
cymprugpmneHot  Tpynmel pK; ¢ 9,0 mo 6,5
[Chronopoulou, Labrou, 2009].

IlyreM  pa3nuyHbIX  OHMOXMMHYECKHUX  H
MMMYHOJIOTHYECKUX HCCIIeJOBaHUH ObLIO JOKa3aHO, YTO
pacTUTENbHBIE TIyTaTHOH-S-TpaHchepasbl, B OCHOBHOM,
nokanusytotcs B nutosone [Dixon et al, 2009].
CrocoOGHOCTh K BHYTPHUKICTOYHOMY IEPEMEIICHUIO B
TUIACTH/IBI MJIM MHUTOXOHIPHU OOHApY)KHBAeTCs JHUIIb Y
GST «kmaccoB phi u lambda. MruxkpocomanbHbie
130(hOpMBI GST SIBIITFOTCSI HHTETPaTbHBIMH
MeMOpaHHbIMU Oenkamu 1 HasbiBatotcst MAPEG. GST
MHKpPOCOM, B OTJHYHE OT IIMTO30JBHBIX, KOTOpPBIC
SIBIIIIOTCSL JUMEpaMM, MOTyT cocTosTh u3 1, 2, 3
CyObEIMHML, WIM K€ MyIbTUMEpHBL. IIpumepom
MHUTOXOHApHANBHOH wu30Qopmbl  sBisercss GSTK1-1
[Kanuauna u gp., 2014]. dus rinyratnoH-S-tpaHchepas
XapaKkTepHa HEKOTOpas TKaHecenupuyHocTh. Tak, B
IIBUTBLIE MOJKET COJIEPKAThCs TOJILKO OJIMH THIT H30(opM
GST, a B mmrtke — math. TkaHecTelMPUIHOCTh MOKET

C

NpPOSIBIIAITECS.  TPH  BO3/CHCTBMM  Ha  OpPraHU3M
XAMHYECKAX  BEIECTB, HarpuMmep, n3opopma
ZmGSTF2, xortopas B HOPM&JIBHOM COCTOSIHUH

JKCIIPECCUPYETCSl JIMIIb B  KOPHSX,
nucthsx [Dixon et al., 2009].

JKuBble OpraHu3Mbl IOCTOSIHHO IOABEPraroTCs
BO3/ICHCTBUIO TOKCHYHBIX XHMHUYECKUX COCIMHEHHUH,
MO3TOMY WM JUIi  HOPMA&IbHOTO  CYIIECTBOBAHUS
HEO0X0AUMO CTaOMIbHOE (YHKIIHOHUPOBAHHE CHCTEM,
MPEAOTBPAIIAOIINX TOBPEKICHUE ITHMHU BEIICCTBAMH.
B ycmoBusix  oxuciurensHoro  crpecca  ADK
uHAyuupyer mnosbimienne ypoBHs  GST, kortopsie

HOABIISICTCA B
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MeTa0OMM3UPYIOT TOKCHYCCKUE TTPOIYKTHI MIEPEKUCHOTO
OKHCTIeHUsT TUnuAoB, noBpexaawmue JHK u apyrue

kommoHeHTsl kinerok [Liu et al., 2013]. TIporecc
onoTpaHchOpMaUd  TOKCUYECKAX  COCAMHCHUHA Y
GOJTBITMHCTBA KHBBIX OpraHU3MOB SIBJISICTCSI

nByx(dazueiM. OCHOBHBIM KOMIUIEKCOM (a3bl | siBistroTCst
depmentsr cuctemsr mmroxpoma P450 (CYP450), a
¢azbr Il — rimyratuon-S-tpancdepassl (GST) [CmupHOB
u 1p., 2015].

GST karanm3upyloT HE TOJIBKO PpEaKIHH
KOHBIOTAlMM  TJIyTaTHOHA  C  3JIEKTPO(PUILHBIMU
KOMIIOHEHTAaMH, HO W BBINOJHSIOT MHOXECTBO IPYTUX
¢ynxumii. Hampumep, Hekotopsle wusogopmbr GST
BOBJICUCHBI B OMOCHHTE3 MPOCTArIaHJANHOB, [IIyTaTHOH-
3aBHCHUMBIC PEAKIIMU W30MepH3aliy (Manenianerara a0
dbymapunaneraTa), KaTaau3UpyOT pacmaj TOKCHYECKUX
OpPTraHMYeCKUX  TUJIPONEPOKCHIOB, TeM  CaMbIM
obecrieunBas 3allUTy OT OKCHJATHBHOIO CTpecca.
ITomumo 3TOrO, OHM, Onarojapsi CBOMM JIMTaHI-
CBSI3BIBAIOIIAM CIIOCOOHOCTSIM, y4acTBYIOT B
MEXKJIETOYHOM  TPAHCIIOPTE M XpPaHEHUH  psja
pa3Ho0Opa3HeIX THAPO(GOOHBIX JIUTAHIOB, TAKHX Kak
reMM, OWIMPYOMH, TOPMOHBI, ()JIABOHOUABI, >KUPHBIE

Cl

Y

Na. N +

Y

Atrazine

GSH
a)

oN

b) OZN@O

Fluorogifen

kucnotel [Oakley, 2011]. [dns rayratnoH-S-TpaHchepas
XapakTepHa  CEeJIEKTMBHOCTh 10  OTHOLICHUIO K
NMEKTPOMIBHBIM  cyOCcTpaTaM, KOTOpBIC BKIIFOUAIOT
OpraHMYecKUe TraJoreHu/bl (PUCYHOK 2a), SIOKCHIbI,
opraHndeckne dS(GUpbl HUTPATOB (PHCYHOK 20) U
oprannueckue tuoranaret [Mannervik et al., 1988].

CreruduyHble I pacTeHHWH @ W T KIACCHI
[IIyTaTHOH-S-TpaHcepas B Oomnbimell  cTermeHH
OTBETCTBEHHBI 32 YCTOMYMBOCTH K repounugam,
TIPOSIBIISS cyOcTpaTHYIO cnenu(UIHOCTD o
OTHOUICHUIO K XJIOPTpUAlLMHY M THOKapbamary W K
TU(GECHUITATY u apUIOKCH(EHOKUITPOIIHOHATY
COOTBETCTBEHHO. JTO OOYCIOBJEHO HMX CIIOCOOHOCTHIO
KaTaau3upoBaTth oOpa3oBaHHE KOHBIOraToOB TepOUIIUI-
GSH [Edwards, Dixon, 2000].

B ominune oT HMX ® Kiacc, BEPOATHO H3-3a
HaJIMYUs B aKTUBHOM LIEHTPE aMHHOKHCIOTHOTO OCTaTKa
LUCTEHHA, HE CIOCOOCH K peakuusiM KOHBIOTAlWU.
OmHako OHH CIIOCOOHBI KaTaJM3UpPOBATh  PEAKIIUH
pacnaza TakMX COEIMHEHHH, Kak Jeruapoackopoar, S-
(heHUNAIMITITYTaTHOHBI U COEIAWHEHUS C MBIIIBIKOM
[Board, 2011].

GS
N\ N\/
GST \
—= NN +  Hal
HNY
le)
F GST

F+ GSH —

F

ZN@OH
+
OoN
F
GS F
F

Puc.2. BzaumoaelcTBUE TIIyTaTHOHA € PA3IMYHBIMU KJIaCCaMK TepOULIMIOB: @ - aTPHAa3HH (XJIOPOTPUA3HHBI),
6 - paroopomuden (audeHusIb), KaTaTu3upyeMoe MIyTaTHOH-S-TpaHcdepazami.

Ha cerogssiiiHuii A€Hb AKTUBHO M3Y4aroTCs
takke GST ruapoOHOHTOB, yYaCTBYIOIIKE B IPOLIECCaX
omoTpaHchOpManuy  KCEHOOMOTHKOB, B CBS3BH C
YXYALIGHUEM YCIOBUH WX OOWTaHHMsS B BOJOEMax
[BopBunckas u ap., 2009]. Ipexanosaraercs B OymyiiemM
UCIIOJIb30BaHUE  T'MJIPOOMOHTOB €  TOBBINICHHOM
akTUBHOCTBHIO GST 1151 OYMCTKY 3arPsI3HECHHOM BOJIBI.

[Ipu BO3ACUCTBMM HA IKHUBBIE OPraHU3MbI
HeONaronpusITHBIX (akTOpOB aOMOTHYECKOH MPHUPOJIHI B
MX KJIeTKaxX HaONI0JaeTcss WHAYKIHUS KCIIPECCHU T'CHOB
GST.  Takumm  daxkropamMm  MOTYT  SIBISITBCA
JeTUpaTanusi, TrepOULUIbl, TOBPEXKICHUS, XOJIOJ,
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runokcusi, H;O,, Y@, docdarHoe ronomanune, HOHBI

METaJlJIOB u IIOBBIIIICHHBIC KOHIICHTpalun cojen
[Sharma et al., 2014]. Dkcrpeccust TeHOB TIIYTaTHOH-S-
TpaHcdepas  MOKET  TAKKE  MOBBIMIATBCS  IIPU

BO3JIEHCTBUH OMOTHYECKHUX CTPECCOBBIX  (HDaKTOPOB,
TaKUX Kak Bo3zeicTBue naroreHoB [Apel et al., 2004].

[TepcriekTHBHOCTH UCIIOJIB30BaHUS
TCHETHYECKUX  KOHCTPYKLUH, COAEpKallMX  TeHBI
TIIyTaTuoOH-S-TpaHcdepas, Ui MOBBIIIEHUS

yCTOI;'I‘II/IBOCTH LCICBBIX PACTUTCIBHBIX OPraHM3MOB K
CTPECCOBBIM (baKTOpaM ObLIa JOoKa3aHa UCCIICA0BaHUAMU
Kak 3apy6€)KHLIX, TaK MW OTCYCCTBCHHBIX YYCHBIX.
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Hampumep, paboter  Toshikazu ¢ coaBT. ¢
YYBCTBUTEJBHBIMU K HHU3KUM TEMIIEpaTypaM COpPTaMH
prca TOKa3ald MOBBIIICHUE WX YCTOWYMBOCTH TPH
CBEpXdKCIpeccuu B ux KieTkax reHoB GST [Toshikazu
et al, 2002]. Pacrenus Tabaka C KOHCTHTYTHBHOM
JKCIpeccuen T€HOB GST XapaKTepU30BaIIUCh
MOBBILIEHHOW  YCTOMYMBOCTBIO K  OKHCIUTEIBHOMY
crpeccy [Roxas et al., 1997; Yu et al., 2003].

Tak kak OZHON U3 IIaBHBIX IPUYMUH YrHETCHHUS
pocTa W pasBUTHS CEIbCKOXO3SICTBEHHBIX KYJIBTYP
SIBISIETCSl 3aCOJICHHME WX cpej OOuTaHus. AKTHBHBIE
WCCICNOBaHUS  BEAYTCS Ul M3YYCHHS  BIHMSHUS
cBepxakcnpeccun  reHoB  GST  Ha  ycTOMUYMBOCTH
pacTeHH K TIOBBIILICHHBIM KOHIIEHTPALMsIM COJIeH
[Moxamen, 2006]. Tpancremnpie mo rerny OsGSTUL
puca (Oryza sativa) pacrerus A. thaliana
XapaKTepU30BAIKMCh IOBBIIMICHHONH YCTOWYHUBOCTRIO K
YCIOBUSIM 3aCOJICHHST W K OKHUCIHTEIBHOMY CTpeccy
[Sharma et al., 2014], a TpaHcreHHbIe pacTeHUs Tabaka
TaKke u kK xosnoay [Roxas et al., 1997].

Okcnpeccust rena PjGST (Prosopis juhflora) B
pacteHusix puca W Tabaka NPUBOJAWIA K DPAa3BUTHIO
TOJISPAHTHOCTH K COJIEBOMY CTpeccy M K 3acyxe
[Fragoulaki et al., 2007]. Koakcnpeccusi reHOB Karanasbl
W TIYTaTHOH-S-TpaHcdepasbl B TPAHCTEHHOM pHCe
CHoCOOCTBOBAIA TMOBBIIIEHUIO UX CTPECCOYCTOWINBOCTH
32  CyeT  yBENWYEHHs  AaKTHMBHOCTH  (pepMEHTOB
AHTUOKCHUIAHTHOW 3alllUThI, a TaKKe IMPHBOAMIIA K
YBEIMUYECHUIO YHCIIA TPHIATOYHBIX KOPHEH pacTeHmi
[Uxkao u ap., 2010]. Ceepxakcnpeccusi rena PpGST u3
IUIOJIOB TPYyIIM B TPAHCTCHHBIX PACTCHHsIX Tabaka
CHocoOCTBOBaNia  MOBBINIEHHIO  YCTOWYHMBOCTH K
OKHCJIMTENIbHOMY CTpPECCY, BBI3BAHHOMY HEIOCTaTKOM
Bnarwy, aeiicreuem NaCl u kagmus [Liu et al., 2013].

Ussectno, uro wuon AP,  okassBator
TOKCHYECKUH 3P(PEeKT KaK Ha pacTUTEIbHbIC, TaK U HA
KMBOTHBIC OPraHU3Mbl IPH HHU3KUX 3HadeHHsx pPH.
OCHOBHBIM TIPH3HAKOM OTPABIICHUSI PACTCHUH OSTHM
HOHOM SIBJSIETCS MHTUOMpPOBAaHUE POCTa  KOPHEH,
conpoBoskIaeMoe akkymymposarneM AlPY B kierounoit
CTeHKe KJIeTok KopHeil. [Ipenmonaraercs, uto noHbl Al
MIPUBOJIIT K IIEPEKUCHOMY OKHCIIeHHIO (ocdounuaos u
0enKkoB  KIEeTOYHbIX MemOpan. bonee Ttoro, Al
ceszpiBaetcst ¢ JJHK u PHK siapa u mopaBnsier cuHTe3
MPHK. DOtm B3auMoOAelCTBHS, B KOHEYHOM CYETE,
WHTUOUPYIOT KJIETOYHOE JEIEeHHE M YAJIMHEHHE KIETOK
KopHe#l. MccnenoBanusi Mokasaiad, YTO alOMUHHUEBBIN
CTpecc, a TaKkKe XOJIOJ, BBICOKHE TEMIIEpaTypsl H
OKCHJIATUBHBIN CTpecc, B pa3HOM CTENEHU UHAYLUPYIOT
9KCIIPECCHI0  TeHOB  TIYTaTHOH-S-Tpancdepas, B
gactHoctd  AtGST1 wu  AtGST11l. Tenm AtGST1
KOHCTHUTYTHBHO 3KCIPECCUPYETCS B MAIIBIX KOJIMYECTBAX
B KJIETKax pacreHus. MakcumanbHas HMHIYKIHS
9KCIIPECCHU HAONIOAETCS MPEUMYIIECTBEHHO B JIMCTHAX
Ipy aOMOTHYECKUX CTpeccax, HeXKell IpH BO3/EHCTBUH
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Al. Dkcnpeccust rena AtGST11, HUYTOKHO Manas MpU
OTCYTCTBUM  CTpecca,  pe3Ko  BO3pacTaeT  IpH
ATIOMUHHEBOM CTpecce, PHYEM Kak B JICTBSX, TaK U B
kopHsix pacrenus [Ezaki et al., 2004].

B npyrux skcriepuMeHTax JIMHUH TPAHCI€HHOTO
XJIOMTYaTHHAKA (Gossipiun hirsutum L.),
skcnpeccupytomue red GST Ntl07, ouenuBamuch Ha
YCTOHYMBOCTh K a0MOTHYECKUM CTPECCOBBIM (aKTOpaM,

TAKUM KakK HHU3KHC TeMnepaTprI, IIOBBIIIICHHBIC
konrenTpann  NaCl, a Takke K  BO3IEHCTBHIO
repoUnuAoB. XOTA B TPAaHCTEHHBIX IPOPOCTKaX H

HaOM0/Ianach yBeJIWYeHHas KOHICHTpAIMs T[IIyTaTHOH-
S-tpancdepas, koTopast ObLIa BBIIIC 0OBIYHOTO YPOBHS B
10 m 5 pa3 npu HOPMANBHBIX W YCIOBHSIX 3aCOJICHUS
COOTBETCTBEHHO,  CaMHU  POCTKH  HE  IOKa3ajiu
MOBBIIEHHONH YCTOWYMBOCTH B CTPECCOBBIX YCIOBHSIX.
OTH pe3yabTaThl TOBOPAT O TOM, YTO IKCIPECCHs TeHa
GST Ntl07 B xyomyaTHHKEe He oOecredynBaer
JIOCTATOYHYIO 3al[UTy PAcTeHHH OT OKHUCIUTEIBHOIO
cTpecca M, BEPOSTHO, JIMIIb HAapyIIAeT 3HJOTCHHYIO
AHTHOKHCIIUTEIbHYIO CHCTEMY PACTeHHH XJIOMYaTHUKA
[Ginger et al., 2005; Dong et al., 2016].

OpHako, pacTeHus Tabaka, B KOTOPbIE METOJIOM
arpobakTepuanbHON TpaHchopManmy OB BHEAPEH TeH
[IIyTaTHOH-S-TpaHcepa3bl  xmomuatHuka — GST-crl
MPOSIBIISLTA MOBBIICHHYIO YCTOWYHUBOCTH K
OKHCIIUTEIILHOMY cTpeccy, WH/IyLIUPOBAHHOMY
metmwiuosietom [YUu et al., 2003]. Tew ZmGSTU1
KYKYpY3Bbl, 9KCTIPECCHPYIOIIUHCS B KJIETKaX
TpaHCreHHOro Tabaka M  puca, NpUAaBAl UM
ycroiiumBocTh K repoummmam [Milligan et al., 2001;
Chronopoulou, Labrou, 2009]. Wwmerotcs Takxke
CBUJIETEIbCTBA TOTO, HTO CBEPXIKCIPECCUS TEHOB
TIIyTaTHOH-S-TpaHc(epad CHocoOCTBYET — yITydIIEHHIO
aHTHOKCHUIAHTHOTO CTaryca KJETKH, HalpsIMylo He
CBA3aHHYIO C HMX CIIOCOOHOCTHIO CTUMYJIHPOBATH
oOpazoBaHune KOHBIOI'aTOB TIIyTaTHOHA c
snekTpoGrIIEHBIMI KoMIoHeHTamu [Moons, 2015].

3akjiouenne

['myraTHoH  COBMECTHO € TJIYTaTHOH-S-
TpaHchepa3aMu — 3TO BOKHEHIITHA KOMIIOHEHT CHCTEMBI
AHTUOKCUAAHTHOM  3amuThl  pacteHuil.  I[lostomy
MIpEeACTaBIsAET 0OJIBIION HHTEpeC MpoBeJICHIE
AKCIEPUMEHTANBHEIX Pa0OT MO TEeHHOW HWHXCHEPUU W
PENaKTUPOBAHUKM TE€HOMA, TIJI¢ B KayeCTBE MHUIICHU
BBICTYIIAIOT TeHBI (DepMEHTOB OMOCHHTE3a TIIyTaTHOHA U

IIIyTaTUOH-3aBUCUMBIX  (hepMeHTOB. B xome psinma
UCCIEJOBAaHUHA  IOKa3aHO, 4YTO  CBEPXIKCIIPECCHS
TJyTaTHOHCHHTETa3,  TIyTaMaTOUCTEWMH  JIUTa3 |

TIIyTaTHOH-S-TpaHcdepa3 B TPAHCICHHBIX PACTEHHSX
CHOCOOCTBYET IOBBIIEHHIO HX CTPECCOYCTOWIMBOCTH.

PacteHuss B OPHPOAHBIX  YCIOBUSX  MOCTOSIHHO
MOJBEPralOTCsl BO3ICHCTBUIO CTPECCOBBIX (HaKTOPOB,
MO3TOMY  MOBBIIIEHHE HMX  CTPECCOYCTOHYMBOCTH
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CHOCOOCTBYET TAK)KE YBEIMYECHHIO UX IPOTYKTUBHOCTH.
I'eHOMBI pacTeHMii coJep)Kar OOJBIIOE YHCIIO T'€HOB
(depMeHTOB OWMOCHMHTE3a TIYyTAaTHOHA W TIIYTaTHOH-S-
TpaHcdepas U MHOTHE U3 HUX OCTAIOTCS HEM3YUYSHHBIMU.
HekoTtopble W3 3THX TE€HOB MOTYT OKa3aThCs OYCHb
s dexTHBHBIMU MHUIICHSIMH  JJIs1  YBEIHYCHUS
CTPECCOYCTOWYMBOCTH U MPOJYKTHMBHOCTH KYIBTYPHBIX
pacteHnii. OcoOblii MHTEpEC TpEeACTaBIseT H3ydEeHHUE
0OJIBIIOTO CEMEHCTBAa T'EHOB IUIyTaTHOH-S-TpaHcdepas,
kotopple  gaxke y A, thaliana  ocrarorcs
Masion3y4eHHbIMH. [Ipuyem 3Ta Tpynmna reHoB 0JDKHA
OBITH M3y4eHa HE TOJBKO Y MOJIEIbHBIX OOBEKTOB, HO H
Y XO3MHCTBEHHO [EHHBIX pPACTeHWH, a TaKKe
CTPECCOYCTONUMBBIX IUKOPACTYILUX PACTCHUM.
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GLUTATHIONE AND GLUTATHIONE S-TRANSFERASES: KEY COMPONENTS
OF THE ANTIOXIDANT PROTECTION SYSTEM OF PLANTS
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Resume

Complicated antioxidant system play an important role in the maintenance of intracellular homeostasis and
stress resistance of plants. A key component of the plant antioxidant system is glutathione and its related
enzymes the best known of which are the glutathione S-transferases. This review devoted to consideration
of role of glutathione in plant cells and the functions of enzymes that use glutathione as a substrate during
redox reactions. Study of glutathione biosynthetic enzymes and glutathione-S-transferases of great interest
in plant biology, as such knowledge in this field can be used in practice to increase the productivity and
stress tolerance of crop plants.

Key words: reactive oxygen species, glutathione, glutathione synthetase, glutamate cysteine ligase, glutathione
peroxidase, glutathione reductase, glutathione S-transferase, stress tolerance, transgenic plants
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