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Tsoxensie METaJlIbl SABIIAIOTCA CCTCCTBCHHbBIMH KOMIIOHCHTaAM U 3eMHOM KOPBI, KOTOpbIC

HaKalIuBalOTCSl M3 TEOTeHHBIX M AHTPONOTEHHBIX HMCTOYHMKOB, YTO MHPHUBOAUT K 3arpsI3HEHUIO
9KOCHCTEM U 3HAUMUTEIbHBIM MOTEPSAM MPOTYKTUBHOCTU KyJIbTypHBIX M JUKOPACTYIUX PaCTEHHH.
W3yuyeHue Toro, Kak pacTeHHs MOTYT TpaHC(HOPMHUPOBATh CUTHAJBI O MOCTOSIHHO MeHsoleiica cpene
B (DM3MOJIOTUUECKHE PEAKINH, CYIIECTBEHHO ISl CHIDKEHHS BPEIHBIX 3 (EKTOB TSKEINBIX METAJUIOB.
O0630p KkacaeTcst (pyHKIMOHMPOBAHUS CYLIECTBYIOIIMX B PACTEHHSX CHCTEM PELENIUH U CUTHAJIUHIA
TDKENbIX MeTanoB. CuuTaeTcsd, 4TO KOMIIOHEHT CHMTHAJIBHON CETH IPU CTPECCE, BBI3BIBAEMOM
TDKENIBIMH  MeTallaMH, MOJET BKIOYaTh B CeOsl pEHenTophl UL BOCHPHATHS CUTHAJIBHBIX H
HEOEJIKOBBIX MECCEH/DKEPOB, HCIOJIB3YEMBIX UI1 Iepefaud CHUrHajia. B oTBeT Ha BozzaeicTBHE
TDKEJIOT0 MeTala IpOoUCX0[UT ycuieHHas reHepauus A®DK, xoTopas HapyllaeT HOpMalbHOE
(GYHKINOHMPOBAaHUE KICTKH W BBI3BIBACT OKUCIHTENLHBIC ITOBPEKACHHS OMOMAaKpOMONEKyJ. Psn
(GepMeHTOB, BKIFOYas MHTOTCHAKTHBHPYEMBIC TNPOTCHMHKUHA3E M Qocdartassl, peTpaHCIHPYIOT
CHUTHAJIBI M BBI3BIBAIOT 3KCIPECCHIO TEHOB Pa3NMYHBIX TPAHCKPHUIIIHOHHBIX (hakTopos. HemasHme
HCCIEJ0BaHMs PACIIUPUIM IPEJCTABICHUS O pPOJM TOPMOHOB DPAacTeHUM B peLenuuu crpecca
TDKEIbIX METauIoB. B mocienHee BpeMsi pacCMaTpUBAeTICs Psii HOBBIX yYacCTHUKOB IIPOILIECCOB
peLenuuy U TPaHCAYKIUH CUTHAJIOB TSLKEIbIX METaJUIOB.
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B mocneanue nBa mecSTWIETHS I00ab-
Hasl MHAYCTpHAIM3aIyi ¥ ypOaHM3aIys TPUBEIN K
00pa30BaHUIO OrPOMHOIO KOJMMYECTBA TOKCHYeE-
CKUX OTXOJIOB. PasnmuHple opraHMdecKue U Heop-
TaHWYECKUE COEJIMHCHMSI MOTYT TIPEICTABIITH Ce-
PBE3HYIO OMACHOCTH, MOCKOIBKY MOTYT HAHOCHUTH
CYIIIECTBEHHBIN Bpen dKocucTeMaMm 3emim (Men-
BeJieB, [epessarun, 2017). Heopranmueckue Bere-
CTBa BKJIFOYAIOT TsDKeJbIe MeTasutel (TM) ¢ mioT-
HOCTBIO BBILIE 5 r/cM> 1 TIepEeXOHbIC AIIEMEHTHI C
TAKOH € IUIOTHOCTBIO, YTO IIO3BOJIIINIO OOBEIV-
Huth uX B rpymmy TM (Luo et al., 2016). 13Bect-
HO, yT0o 17 TM MoOryT mocTymath B KUBBIE Opra-
HI3MBI, cpeqid KoTopeix Fe, Mo u Mn saBistorcs
BKHEHIIIMMKY MUKpodieMeHTaMu, kak u Zn, Cu,
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Ni, Cr, V u W, oTHocsIHecs] K TpyIe Mepexo-
HBIX DJIEMEHTOB; OJTHAKO TPH TPEBBIIICHAN OIpe-
JICJICHHOTO TIOpOra KOHIEHTpaImu (J103bI, KOTOpas
BBI3BIBAET MHTOKCHKAIMIO B KJICTKAaX) OHU CTaHO-
BSITCSI ONACHBIMU JJISI PACTECHHI, aHAJIOTUYHO JIPY-
rum Metauiam u nonymetamiam (As, Hg, Ag, Sb,
Cd, Pb, Al u U), koropsle, 1Mo CYIIECTBYIOIINM B
HACTOSIIEE BPEeMsl TPEJICTABICHUSIM, HE BBITIONHS-
10T HUKaKux (QYHKIMH B KMBBIX opraHmmax (Luo
et al., 2016).

CymiecTByOT pa3fiaHble UCTOYHUKKA TM B
OKpYXarolel cpene: MpUPOIHBIE, CENbCKOX03gM-
CTBEHHBIC, IPOMBINUICHHBIE, aTMOC(EpHbIE, OBITO-
Boie cTounbie BoAbl u ap.(Gill, 2014). T'eorennbie
WCTOYHUKM TosiBiIeHUs TM B OKpyxarolei cpene,
a MMCEHHO, BBIIICIIAYNBAHNE W BBIBETPHUBAHUE T'Op-
HBIX TIOpOJl, U TaKHWE AHTPOINOTCHHBIE BHIBI J€S-
TEJLHOCTH, KaK MHTEHCHBHAsl JOObIYa METaJUIOB,
IIaBKa, COKWTaHME WCKONAeMbIX BHUIOB TOIUIMBA,
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WCTIONIb30BaHUE TIECTUIMIOB M CTOYHBIX BOJ, 3a-
IPS3ESIIOT  TIOYBY OCOOCHHO OOJNBIIMM KOJHYE-
cteom TM (Mensenes, Jepessrun, 2017; Dubey
et al., 2018). DTtu MeTamIbl HE TOJBKO OTpPHIIA-
TEJIbHO BJIMSIOT HA POCT M Pa3BUTHE PaCTCHUH, HO
W, TOMa1asi B THIICBYIO IIETIOYKY, BHI3BIBAIOT XPO-
HUYECKHE W JMHIeMHUIecKrue 3a0oNeBaHus, HECY-
ye yrpo3y JUIs 310poBbs mronei (Mansour, 2014;
Zeng et al, 2016, Hedwromosa Tta inmr, 2017,
Charabi et al., 2018). Ctpecc TM (CTM) BbI3bIBa-
€T pa3jnyHbIe MOJEKYILIPHBIE, (DH3HOIOTHIECKHe
U MOp(OJIOrHIEeCKHe W3MCHCHUS B PAaCTCHHSX
(Emamverdian et al., 2015; Khan al., 2016a; Ra-
jewska al., 2016; Hassan et al., 2017; Lange et al.,
2017; Stolpe et al., 2017). Hexoropsie u3 TM neii-
CTBYIOT KaK KO(GAKTOPhl KaTaJHTHYCCKOW aKTHB-
HOCTH (PEpMEHTOB W AKTHBHO CBSI3BIBAIOTCS C
Cynb(rUApWIbHBIMU ~ TpynmaMu  OENKOB, 4YTO
HapyliaeT OHMOXMMHYECKOe (DYHKIMOHMPOBAHHE
ket (Kumar et al., 2015a).

AI[al'ITI/]BHBIe PpC€aKIy, KOTOPBIC BKIIOYAIOT
B ce0s BOCIIPHATUC CTPECCOBLIX CTUMYJIOB U MC-
XaHM3MbI TIEpe€aavu CUrHaJIOB, ONPCAC/IAIOT BbI-
JKMBAEMOCTh PACTCHUN Jake B KpakHe HeOJsaro-
NPYSATHBIX yCJIOBMAX. B pesymbprare peiicteua TM
TeHEpHUPYIOTCSl  aKTHBHBIE (DOpPMBI  KHCIIOpOIa
(ADK) m 00pa3yroTcsi TPOAYKTHI TEPOKCHITHOTO
OKHUCJICHHUA JIMIIMI 0B M€M6paH, OKHUCJISIIOTCS OCJIKH
U HYKJICUMHOBBIC KHCJIOTHI, @ TAKIXKC MOBPEIKAAIOTCA
KJIETOYHBIE OpraHe/UIbl M CYOKJIETOYHBIE KOMIIO-
uentsl (Andosch et al., 2015; Chmielowska-Bak et
al., 2015; Hameed et al., 2016; Arena et al., 2017;
Balasaraswathi et al., 2017; Kohli et al., 2017;
Chmielowska-Bak et al., 2018; Georgiadou et al.,
2018).

TM [ornomarTcsi pacTCHUSIMU U HAKAIUTW-
BaIOTCS B MX ChEJOOHBIX YACTSX, CHIDKAS YpOXKau
u 3arpsi3msist ux (Chandra, Kumar, 2018), mostomy
11 obecredeHus: TpoJI0BONILbCTBEHHON Oe3ormac-
HOCTH HEOOXOJIUMO CBECTH K MUHUMYMY HAaKOIUIe-
Hue TM, mpexJie BCEro B CEbCKOXO03SIMCTBEHHBIX
KynbTypax. Ha mpoTspkeHrr Tocle HUX JeT ydae-
HBIMH TIPOBOJIIMCH Pa3HOOOPa3HBIE HCCIIEI0BA-
HUSI, HATIPABJICHHBIC HA PACKPHITHE MOJICKYISIPHBIX
MEXaHM3MOB, KOTOpPbIE JIEXKAaT B OCHOBE IMOTJIONIE-
HUSI, HAKOIUIEHHS! U JeToKcukaiv TM B pacTeHu-
sx (Bashir et al., 2016; Pajevi¢ et al., 2016;
Chandrasekhar, Ray, 2017; Galal et al., 2017; Has-
san et al, 2017; Fonia al.,, 2018; Jaskulak al.,
2018).

PesymbTaThl uccnenOBaHMII TIOKa3bIBAIOT,
YTO B TPOLECCE 3BOMIOIMH B KJIETKAX pPaCTCHUN
BBIPa0OTAHCh CJIOKHBIC MEXaHW3MBI, BKIIIOUAIO-
IMe PElCMIMI0 CUIHAJIOB O CTPECCE, MX TPaHC-
OYKIMIO Y TPAHCIALMIO U TIO3BOJISTIOLME MM aJlal-
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THPOBATHCS K HEOJIATOMPUATHBIM YCJIOBUSM OKPY-
xaromen cpeast (Doczi al., 2012; Miransari, 2012;
Sharma al., 2012; Das, Roychoudhury, 2014; Fa-
riduddin al., 2014; Edel, Kudla, 2015; Gilroy al.,
2016; Wani al, 2016; Hassan al., 2017;
Vishwakarma al., 2017; Czarnocka, Karpinski,
2018; Demidchik al., 2018; Foyer, 2018; Kanojia,
Dijkwel, 2018).

CurHanvHr 'y pacTeHHd NpeCTaBisieT Co-
60ﬁ IIOCJICI0OBATCIIbHOCTD CO6I>ITI/H>1, KOTOPBIC
o0ecrneunBaloT TNpeBpallicHAE BHEIIHMX W BHYT-
PEHHHX CHTHAJIOB B Takue (PyHKIMOHAJbHBIE pe-
aKIIMHM, KaK JUHAMHWYCCKHNEC M3MCHCHHA aKTHUBHOCTH
(hepMEHTOB, FIOHHOTO TPAHCTIOPTA WM 3KCTIPECCUN
reroB (Conde al., 2011; Rout, Panigrahi, 2015;
Soni al., 2015; Sewelam et al., 2016). Dto npouc-
XOOUT Ha YPOBHE KJICTOYHBLIX KOMIIAPTMEHTOB, LIC-
JbIX KJIETOK, TKAHEW, OPraHOB WIM JaK€ PacTH-
TEJBHBIX CO00IIecTB. PacTeHns pa3BmwiM CeTh CHT-
HaJIbHBIX CHUCTEM, BKIIFOYAIOIIKUX PEUCHITOPHI IU1a3-
MAaTHUYCCKUX MeM6paH 1 IICPCHOCYUKHN MOHOB, KaC-
KaJlbl KMHA3 WU JIPYruX (EepMeHTOB, a TaKkKe He-
CKOJIbBKO BTOPHUYHBIX MECCCHIPKEPOB, TAaKUX KaK
IMTO30/TbHbIH Kambiwii (Ca’’), akTHBHBIC (OPMBI
kuciopona/azora (ADK/ADA) u npyrue (Doczi
al,, 2012; Smékalova al., 2014; Ye al., 2017;
Demidchik et al., 2018; Gonzalez-Fontes al., 2018;
Liu et al., 2018). B 1iesiom, 3T cUCTEMBI pacrio-
3HAKOT U ACKOAUPYIOT 3KOJIOTMYCCKHUC CUTHAJIbI U
KOOPZAMHUPYIOT IPOrpaMMBbl OHTOI'€HE3A.

MaccoBoe mnponnkHOBeHHE TM B pacTeHus
AKTHBUPYET pasfIMuHble CHTHAJIbHBIC TYTH, TaKHE
KaK C32+-3aBI/ICI/IMLI€, A®K-3aBucuMEbIE, TOPMOHO-
3aBUCHMBIC, U CUTHAIIHT C Y9aCTHEM MHOXECTBa
MOJICKYJI, B TOM YHCJe KuHa3 u ¢ocdaras, KOTO-
pBl€ OMOCPenyloT mepefayy CHrHajia, YCIIMBAIOT
SKCTPECCHI0 YYBCTBUTEIBHBIX K CTPECCY T€HOB U
(aKTOpPOB TPAHCKPHIIMK, CHHTE3 JETOKCHIMPY-
rompx Metasvionenrunos (Dubey et al., 2014;
Kumar, Trivedi, 2016; Luo et al., 2016; Kohli et
al., 2017). B srom 0030pe HpoaHaIM3HPOBAHBI OC-
HOBHBIC CUTHAJIGHBIC TyTW/MOJEKYJBl M UX Tiepe-
KkpecTHoe B3ammonekcTrue mpu CTM. [{ng xapak-
TEPUCTUKA MOJIEKYIISIPHOW OCHOBBI YCTOMYHMBOCTHU
pactenuit kK CTM, Hapsiay ¢ pe3ynbTaTaMu Ucclie-
JIOBAaHUM CHUTHAJIBHBIX CE€Tel, 3[eCh IpPUBEIECHBI
TaKkKe JaHHbIC, TMONYYCHHBIE C KCTIONh30BAHUEM
OMMYECKMX TEXHOJOIMH, BKJIIOYas T'EHOMUKY,
TPAHCKPUIITOMUKY, IIPOTEOMHUKY U META0O0JIOMUKY.

Kanvuyuit-3asucumnlii cuznanvhulii KACKao
Kamemit (Ca) siBIS€TCS BaXKHBIM JJICMCH-

TOM JJIS1 PAa3BUTHSI PACTEHUH, OCKOJBKY OH MIpa-

€T BEAYLIYIO pPOib B CTPYKTYPHBIX U CHIHAJIbHBIX
¢ysxmsix (Dodd et al., 2010; Marschner, 2012).
CormacHo coBpeMeHHBIM mpenctaBineHusaM, Ca,



PACTEHHA H TAXKEABIE METAAABI: PELIEIIIHA H CHIHAAHHT

Oylarozapss CBOMM YHUKAJbHBIM CBOMCTBaM, SIBIIS-
€TCsl YHUBEpCAJIbHbIM PETYJSTOPOM BHYTPHKJIE-
TOYHBIX TPOLECCOB B CBS3M C BBINOJHCHUEM WM
(GYHKIMM  «TpUTTEpa» I «BTOPHIHOTO MECCEH-
JIKEPa», KOTOPBIM y4acTBYET B PETYJISALIMM MHOTHX
KJIETOYHBIX PEaKIMil, 3alporpaMMHPOBAHHBIX Te-
HETHYECKU WIM BO3HUKAIOLIMX B OTBET HAa BO3JEH-

cTBue (QakropoB BHemmHed cpeanl (Edel, Kudla,
2015; Himschoot et al., 2015; Ranty et al., 2016;
Wilkins et al., 2016; Gonzalez-Fontes et al., 2018).
Takue (QUBHKO-XUMHUECKUEC CBOWCTBA  HOHOB
KaJIbIWs, KaK MOHHBIN pajinyC, CHIa CBS3BIBAHUS C
BOJIOM, CTIOCOOHOCTH 00pa30BBIBATH OOIBIIIOE YHC-
o (ot 6 Mo 12) KOOpAMHAIMOHHBIX CBs3el pas-
JIMYHOW JUJTMHBI, ONPECIIAIOT MPOYHOCTD M CIICIIH-
¢uaHOCTH  CBsi3bIBaHMs 9Toro wWoHa  (Levine,
Williams, 1982), uto HeoOX0aumMo AJisi BBINOJIHE-
HUS MM pOJM «BTOPUYHOrO MecceHmkepa». Oc-
HOBHOW TIPUHIMIL, TIO3BOJISIFOIMI  OCYILIECTBISTH
Ca”*" KOHTPOIb KIETOYHBIX (DyHKIHH, OCHOBAH HA
MOJICPKAHAA YPE3BBIYAMHO HM3KHMX KOHIICHTpa-
IMii CBOOOIHOTO NMTOIUIA3MAaTHIECKOTO KaJIbIHA
(KOTOpBIE OTJIMYAIOTCS y Pa3HBIX BHIOB M B pa3-
JUYHBIX THIAX KIETOK, BAapbHpys B HAIa30HE
10°-10° M), mecmoTpst Ha To, uTO yposeHb Ca’’ B
AKCTPALCIUTIOJIIPHOM ~ MPOCTPAHCTBE  JIOCTHTaeT
10*-10°M (Dodd et al., 2010; Steinhorst, Kudla,
2014). JlokampHOE TIOBBIICHWE KOHIICHTPAIAH
CBOOOMHOTO KajbIMsl 32 CYET €ro MPHUTOKAa W3
BHEIIHEW CpeJbl WIM OCBOOOXKICHUS W3 BHYTPH-
kiretodnsix «Ca**-meno» (Ca’*-cexBecTHPyIOLHX
OpraHesul) sBISETCS, KaK MpaBWIO, CHTHAJIOM, 3a-
MYCKAIOIIMM WIM BKIIOYAIOIIMM IIeNh PEaKiyii B
OTBET Ha pa3yIMiHble (DM3UMCCKUE U XUMHYCCKHC
BO3JICHUCTBHS, CPE/IM TIOCIIETHUX 0CO00e BHUMAaHHE
ynemsercs Bwssamo TM  (Kumar, Trivedi, 2016;
Wilkins et al., 2016). Takum 00pa3oM, BasKHbIM
(hakTopoM, 00YyCIIOBIMBAIOIIMM MPOTCKAHKE TAKHX
TIPOIIECCOB, SIBISICTCSI 00ECTIeYeHHUE BO3MOXKHOCTH
OpicTporo U 3(HEKTUBHOTO TOBBIIICHUS] KOHICH-
Tpaimii cBOGOIHOro IMromasMaTiaeckoro Ca>* B
ONPEJICIICHHBIX yJacTKaX KIETKA B HYXHBIH MO-
MEHT BPEMEHH W TakKoro k¢ 3(EeKTUBHOIO CHHU-
KESHWSI €T0 YPOBHS 10 HOPMaJbHOTO (TaK Ha3bIBa-
embie «Ca’ -BOJNHBIY), 4TO JJOCTHraeTCs CIOXKHBIM
B3aMMOJICHCTBHEM MEMOPAHHBIX U IMTOILIa3MaTH-
4eCKHX KOMIOHEHTOB crcteMbl Ca’’-romeocTasa,
JIOKaJM30BaHBIX B Pa3lMUHBIX KOMIIAPTMEHTaX
KJICTKH W 00JIalafoNuX pa3HOW CTETCHbIO CIICIH-
(maHOCTH ™ cpoacTBa K 3tomy HoHy (Bickerton,
Pittman, 2015; Mohanta et al., 2017).

st mpeBpalleHns] BHEIIHETO CUTHAJjA, OTIo-
CPEZOBAaHHOIO XMMHYECKHM MECCEHIKEPOM Tpe-
OyroTCsl OMONIOTMYECKHE CEHCOpBI, KOTOpBIE BOC-
NPUHUMAIOT BPEMEHHOE YBEJIMYEHUE KOHICHTpa-
mm Ca’*. Y Bcex BHIOB PACTEHHIl SBOMOIMOHHO
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pa3BWICh ¥ coxpaHaroTcs Ca’’-uyBcTBUTEIbHEIE
MeXaHIM3MBIL. B pacTeHMs X CymecTByeT MHOKECTBO
pa3Ho0Gpa3HbIXx HAOGOpoB Ca’’-perenTopoB, TAKKX
kak kampbmoxayiunel (calmodulins, CaMs), kamb-
MOAYIHMHO-TION00HEIe  Oenkkt  (calmodulin-like
proteins, CMLs), kambimHelprH-B-nogo0HbIe
6enxu (calcineurin B-like proteins, CBLs) u Ca*'-
3aBHCHMbIe TpoTerHKmHa3bl (Ca’’-dependent pro-
tein kinases, CDPKS), koTopble BOCIPHHHMAIOT,
nexomupyior Ca’*curnanmst u nepenaroT HHpOpMa-
W0 06 M3MeHeHWsIX KoHuentpampm Ca’* B mro-
30]€ JUIl OCYIISCTBJICHUS KICTOYHOH peakIyu
(Dodd et al., 2010; Conde et al., 2011; Perochon et
al., 2011; Steinhorst, Kudla, 2014; Sewelam et al.,
2016). ¥V GombumscTBa Ca’*-CeHCOpOB s CBA3bI-
Bammst Ca’* CymecTByeT CTPYKTYpHBIH JOMEH, T0-
nyuuBIIMA Ha3BaHue «EF-pykmw», koropelii co-
JNEPKAT J1Ba O-CIHPAJBHBIX JOMEHa C TIeTJICH
MEXIy HUMH, OJHAKO W3BECTHBI HECKOJBKO Oell-
KOB, KOTOpbIe CBs3biBaloT Ca’’, HO He comepKart
EF-nomeHoB, a mmenHo, docdomrmasza D, anHek-
CHHBI, KaJIbpeTUKYJIMH U KaibHekcuH (Hashimoto,
Kudla, 2011). Xotsi uccneqoBaHus MoKas3aid pe-
rynaTopuyro poms Ca>* n Ca’*-cps3piBaronmx Ge-
KOB MPU Pa3lIMUHBIX CTpeccax, ACHCTBHE MeXa-
HIBMOB, C HOMOIIBIO KOTOPBIX HOHbI Ca”" perymu-
PYIOT pa3jiMdyHble KJICTOYHbIC PEaKIMH MPU CTPeC-
ce, BeI3pIBaeMoM TM, Bce ere ocTaeTcs HeqocTa-
TOYHO M3Y4CHHBIM.

B pesynbraTe BIMSHHS pa3iMIHBIX CTHMY-
JIOB M3MEHSETCS KOHICHTPAIWs HUTOIUIa3MaTHy e-
ckoro Ca**, mpu srom CDPKSs dyHKIHOHHpYIOT
KaK TOTCHIMAJbHBIH CEHCOp M PETPAHCIHUPYIOT
curHasbHBIN Kackay (Asano et al, 2012). CDPKs
00pa3yloT MYJbTUTCHHOE CEMEHCTBO CEHCOPHBIX
GCIKOB pAaCTeHWi, CBS3BIBAIONMX HOHBI Ca’’
HETIOCPEJICTBEHHO Tiepea  (ocopwimpoBaHHeM
CyOCTpaTOB, KOTOpBIC YYacTBYIOT B PEaKIHsX,
HampaBJIeHHBIX Ha TpeojponieHue ctpecca (Schulz
et al, 2013; Hamel et al., 2014). beua mydena
porms Ca”*-CBsI3bIBAIOMMX GEIIKOB B 3aIHTE PacTe-
HU OT a0MOTHUECKUX CTpeccoB. (DyHKIMOHAIb-
Hele Xapakrepuctukn CBLs y Takux BUIOB pacTe-
auii, kak Glycine max (Li et al., 2012) u Solanum
lycopersicum (de la Torre et al., 2013), BeIsBHIH
UX TIOBBIILICHHYIO YCTOIYMBOCTH K aOHMOTHYECKHM
cTpeccam.

B renepamm Ca **-cHrHaioB u momepikKa-
HUM €r0 KJIETOYHOTO TOMEO0CTa3a PeIlarolyto poib
urparor Ca’’-TpaHCHIOPTEpEI, CPEIM KOTOPHIX BEI-
nensror Ca*'-KaHalbl, 4epe3 KOTOpbIE MPOHCXOIHUT
maccuBHEIA Tpascriopt, Ca’*-ATda3bl, OCYIIECTB-
JSIFOLIME AKTUBHBIM MPOTHBOrPAAUEHTHBIM TpaHC-
nopr, u kmacc Ca’*/H*-amrmmoprepo (CAX),
00ecTeUMBaIOMNX  CONPSDKCHHBI  TPaHCTIOPT.
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Hmkoaddrmaasie CAX O nopoOHO Ucclie10-
BaHbl y pactenuii Arabidopsis thaliana. IToka3ato,
YTO OHM BBITIOJHAIOT Pas3iMdHbIe (DYHKIMM B BaKy-
omsipHOi cexBecTpaipm Ca’* M Ipyrux KaTHOHOB,
00eCTICUHMBAIOIIHX TOAICPKAHUE HOHHOTO TOMEO-
ctaza (Manohar et al., 2011). YcraHoBieHO, 4TO
SKCIIEPUMEHTHpPOBaHNE ¢ ceHcopamu Ca’* 103Bo-
JS€T TOBBIIIATH YCTOWIMBOCTH KO MHOTUM CTpecC-
cam (Goswami et al., 2015) . Tak, HaOmogATHCH
M3MEHEHUS! YYBCTBUTEIBHOCTH PACTEHUH C MyTa-
msiMu 1o CAX K TakuM a0HOTHYECKHM CTPECCaM,
KaK 3acojieHWe H XosoaoBoit ctpecc (Bickerton,
Pittman, 2015). Ha ocHOBE JaHHBIX O BIIMSTHUH OT-
nenpabix CAX-0enkoB Ha obOecrievueHHe yCTOd u-
BocTH pactenuii Kk CTM myrem cekBecTpauyu B
BaKyoJllb TOKCHIECKUX MOHOB MPOBOJWINCEH DKCIIE-
PYMEHTBI MO MOAWPHKAIMKA PACTCHUH Uit OwWo-
OYHCTKM N0YB, 3arpa3HenHsix Mn®*, Cd®*u Zn*. B
pacTeHWsIX TIETYHUH MYTalWsl T'eHa, KOIHUPYIOLIEero
CAX, mpuBonmia K €ro M30BITOYHOMY HAKOIUIE-
HUIO, YTO OO0ECIEYMBANO AKTUBHBIM TPAHCTIOPT
Cd”" u GoMbIIyI0 YCTOMIMBOCTH K POCTY TIPU BBI-
coxnx komrenTpammsx Cd®* (Wu et al., 2011). BsI-
JO TaKKe TOKa3aHO, YTO TPAHCTEHHBIC pPacTCHUS
HaKaIuMBaroT Oonee BbiCOKHMe ypoBHH Cd, B TO
BpeMs KaK pa3BUTHE TAaKUX PACTEHUH HE M3MEHS-
JOCh JI0 CTaJAMM LBETEHMS, TO3BOJSAS IPEaIoso-
KHUTh, 9YTO M30BITOuHAs dkcmpeccusi CAX y my-
TaHTa MOXXET OKa3aThCs TIONE3HBIM MPHEMOM TIPH

BOCCTAHOBJIEHWM  TOYB,  3arpasHeHHeIX 1M
(Pittman, Hirschi, 2016).

B pesynbTaTe mpoBeneHHBIX HCCIIEIOBaHUN
GBI BHICKA3aHbI Tperonoxkerus o pom Ca™ u
Ca’"-3aBHCHMbIX CHrHAJIGHBIX MyTeH B Peakiyd Ha
ctpecc TM (CTM). Tak, B KOpHIX BOZHOIO pacTe-
nus Typha latifolia Bosneticteue Cd yBenmuuBaio
Tparckpumo TPC1 (kanbImeBoro kaHajia TOHO-
IIacTa), TO3BOJLISA MPETIONOKUTh, 4To pu CTM
BAKyoJlM MOTYT BbiNyckaTh Ca®* B IMTO301B
(Rodriguez-Hernandez et al., 2015). Dkcnpeccust
CAX1 oka3zamace Bbime B kopaix Cd-
yctoiturBoro Buna Arabidopsis halleri o cpaBre-
HAIO ¢ 4yBcTBUTENbHBIM BHaoMm A. thaliana
(Baliardini et al., 2015). Xors Pb u MmeHee myuen
B cBsi3u ¢ Ca-CHUTHAJIMHTOM, €CTh CBEACHHUS, YTO
aKk30reHHbIi Ca MOXKET 3alMTHTh KOpeHb OoT Pb
BCJICZICTBHE €T0 KOHKYPEHTHOrO  TOIJIOICHHS
(Rodriguez-Hernandez et al., 2015).

AHanM3  TPAHCKPUIIMOHHOTO  TPOQWIIA
KOpHEH puca, MOIBEPrHYTHIX TOJTOBPEMEHHOMY U
KpaTkoBpeMeHHoMYy Cr-cTpeccy, MO3BOIWI Ipeji-
nonoxuth yuyactue CDPK B CTM, nockoibKy ax-
trBHOCTh CDPK-mi0/100HOTO Genka Bo3pacTana ¢
yBesmueHueM KoHueHrpaimu Cr(VI), uyto ykassl-
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Baso Ha porb Ca’’-3aBHCHMOrO CHIHANLHOIO MyTH
B peakimu Ha TM (Huang et al., 2014).

UccnenoBanus mopckoit Bogopocaun Ulva
compressa cBUAETEIbCTBYIOT O TOM, YTO M€JIb UH-
OyIWpYyeT  BBICBOOOXKIACHHE BHYTPHUKIETOYHOTO
Ca’*, xoropslii akTuBupyetr Ca’* KaHaNmbl U TeHe-
pupyer obpaszoamme H,O, B opranemiax
(Gonzalez et al., 2012). Kpome Toro, B 3T0M pado-
Te OBUIO TIOKA3aHO, YTO MEPEKPECTHOE B3aNUM OJI€ -
CTBUE MEXAY pa3IMYHBIMHM BHYTPUKIETOYHBIMU
curmanamu (Ca”*, NO u H,0,) perympyer res-
HYIO 3KCIIPECCUI0 KOMIIOHEHTOB AHTHUOKCHIAHTHON
cucteMmsl (Gonzalez et al., 2012).

Housr Ca** MOTyT He TOIBKO MHIYLHPOBATh
obpazoBanne A®DK, HO W CHocoOCTBOBATH WX
00€3BpEKMBAHMIO TyTEM AKTHBAIMH aHTHOKCH-
JAHTHBIX CUCTEM. Tak, SHIOTr¢HHBLIN Ca*" YCHIN-
BaJ AKTHBAIMIO AHTHOKCHIAHTHBIX (PEPMEHTOB
npu Cr-ctpecce (Fang et al, 2014), uto Taxxke
HaOmoanock nox BiusiHreM Cd-cTpecca B pacrte-
musix Brassica juncea (Ahmad et al., 2015), Lens
culinaris (Talukdar 2012) u Vicia faba (Siddiqui et
al., 2012). Kpome ToOro, npumedaTenabHo, 4TO Je-
dumr Ca®™ yeyry6usit Tokcuueckoe aeiicteue Cd
Ha pacTEeHWs pHca, CHIDKAsh aKTUBHOCTh aHTHOKCH-
JAHTHBIX ()EPMEHTOB, YTO TOATBEPXKIACT BaXK-
HOCTH HOHOB Ca’’ B (hyHKIWIOHMPOBAHHH CHCTEMBI
anTHokuciuTenbHO# 3anmrel (Cho et al. 2012).

BbUIO TOKa3aHO, YTO MPUMEHEHUE SK30TeH-
Horo Ca’* cmsruaer CTM BeiecTBHE €ro jeik
cTBu Ha (usHoNormaeckue U OHMOXUMUYECKHE
nporiecchl B pactenmsix (Yadav et al., 2016). Tak, y
pactenust Setaria italic Cr-ctpecc akruBHpoBai
sHporenHsli cuares H,S m curmammmr Ca’* (Fang
et al., 2014). HakormieHo HeMajo CBEJCHHMI 00 ak-
TUBAIMM DSK30T€HHBIM KaJblMeM aHTHOKCHIAHT-
HbIX epmentoB npu CTM u cBsi3u 3Toro addexra

C MBMCHCHWAMM KOHICHTpAlU C&2+ B IUTO30JIC
(Huang et al., 2017).

KiroueBbIM MOMEHTOM ISt OYAYIIMX HC-
cleloBaHui sABIsSEeTCS B3auMoercTere mexny Cd
Y TopMOHaMH B cBsi3u ¢ Ca-curHammzanyeit. JK30-
remnbiii Ca®* CHWKAN MHrMOMPOBAHME KagMHEM
pocta kopusi Arabidopsis, nporuBoxeicTBYs BiH-
sa0 NO Ha TOMeocTa3 ayKCHHa, XOTS U CaM ayK-
CHH MOKET TIOBBIIATH KoHeHTpammo Ca”" (Hu et
al.,, 2013; Li et al., 2016; Yuan, Huang, 2016), kak
U B Cilydae ¢ KOpHAMH stumens (Zelinova et al.,
2015). Kak mn Cd, mosiTok Cu Taxke H3MCHICT
TrOMEOCTa3 ayKCWHA B KOPHAX W MOXKET TPersiT-
cTBOBaTh nepenade curHaioB NO (Lequeux et al.,
2010; Kolbert et al., 2012). Kpome Toro, Cd 6bin
OIMMCaH KaK «METaJyIOrOPMOH», MOCKOJBKY OH 3a-
MyCKAET 3KCIPECCHIO TCHOB, PETYJIMPYEeMBbIX Opac-
cunocteponnamu 'y Arabidopsis (Villiers et al.,
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2012). BpaccuHocTEepomnIbl caMu CIOCOOHBI K Bpe-
MEHHOMY TOBBIIICHMIO KoHIeHTparpn Ca’" B kop-
mwix Arabidopsis u Bosmoxmoii axruBarmm Ca”'-
KaHAJIOB HA IUIa3MaTHYECKONH MeMOpaHe KIETOK
KopHeit muennipl (Straltsova et al., 2015).

OTH HCClIeIOBaHM YKa3bIBAIOT HAa BAXKHYIO
poms Ca’*-3aBHCHMOro CHrHAJIBHOrO Kackaja s
HOAJICPXKAaHNs KJIETOYHOTO TOMEOocTa3a M Iepe-
KPECTHBIX B3aUMOJCUCTBHSIX C pPa3jMYHBIMH CHT-
HaJIbHBIMM CHCTEMaMH B peaklysiX pacTeHWH Ha
CTM.

Kackao mumozen-akmueupyempix npome-
UHKUHA3

MmuroreH-aKTUBUPOBAHHBIC  MPOTECHHKHHA3HI
pactennii (MAPK) mpencrapisitor co0oil ceTh
CUTHAJIBHBIX KACKaJOB, OTBETCTBEHHBIX 3a TPaHC-
JYKIMIO BHEKJIETOYHBIX CTHMYJIOB U WX JCKOIH-
poBanne. Kackaapl  MUTOreH-aKTHBHPOBAHHOW
nporenHknHa3bl  (MAPK) sBisitoress  gyHKImo-
HaJbHBIMU MOIYJISIMH, IIHPOKO PACTPOCTPAHCH-
HBIMH CpEIH JYKapHOTHIECKUX OpraHmMoB. B
pPacTeHMsIX 3TH MONYJIH YYacTBYIOT BO MHOIHX
OMOJIOTMIECKHX TIPOIieccax, OT KIIeTOYHOU aud-
(epeHIMPOBKN U Pa3BUTHS OPraHOB JIO CTPECCO-
BbIX peakimi (Jalmi, Sinha, 2015; Jalmi et al.,
2018).

Monymu MAPK mnpeacraBnsitor  coOoi
TPEXypPOBHEBBIC CHTHAJIBHBIE aHCAMOJH, COCTOS-
[Me W3 TIOCJIEAOBATEFHO aKTUBHPYEMBIX MPOTE-
naknHa3, MAPKKK (kunaser kumHaz MAPK),
MAPKK (xnHazst MAPK) u MAPK. OTu Tpu Trna
npoTrenHkrHa3 oopaszyror MAPK kackan. AkTuBa-
s Kackaja HaumHaetcs ¢ akTuBaipm MAPKKK
MOCPEJICTBOM ~ TPAaHCMEMOpPAHHBIX  PELETITOPOB
(Lee et al. 2016), peuenTop-nogOOHBIX KHHA3,
npyrux nporeurkuHa3 (Kim et al. 2012) u retepo-
tpumepHbsix G-6enkoB (Su et al., 2015). «Boikiro-
yaTeaw» MpeACTaBICHbl CIELMATM3UPOBAHHBIMHU
MAPK-pocharazamu (Bartels et al, 2010).
MAPKSs axruBupyrorcst MAPKK nyrem docdopu-
JIMPOBAHKSI MX KOHCEPBAaTHBHBIX AOMEHOB T—E-Y
wm T-D-Y Ha TpPeoHMHOBBIX M THPO3UHOBBIX
aMUHOKHCJIOTHBIX ocTaTkax, a MAPKKs akTvBu-
pytorcst MAPKKKSs (Islam et al., 2015).

Moayns CHTHAJWHTa, OCHOBAHHBIA Ha (oc-
¢dopmwmpoBanm MAPK, pa3Bwics B xome 3BOJIO-
LMK U IO CUX TIOpP aKTHBHO HCIIONB3YeTCs B PACTU-
teapHoM mupe (Doéczi et al., 2012; Janitza et al.,
2012). Amanmu3 TeHOMa Yy pas3lMYHBIX pPACTEHHI
MOKa3aJj, YTO YJEHBI CUrHajJbHOro kackaga MAPK
KOJQUPYIOTCS MYJIbTUTCHHBIMH ceMmeiicTBamu. ['e-
HOM apa0uIoICuca COICPIKHT, TI0 MEHBILIEH Mepe,
20 remoB MAPK, 10 — MAPKK u 60-80 —
MAPKKK (Chen et al., 2012); Omm3kue konmmde-
CTBa T€HOB OBLIM BBISBICHBI U Yy prca (Rao et al.,
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2010). PacTenust MOTyT pa3iudaTh CTPECCHI C TO-
MOILBIO PELENTOPOB WIM CEHCOPOB, NPUCYTCTBY-
IOLIMX HA TOBEPXHOCTH KJIETOK, MPH YYaCTUU CHUI-
HaeHBIX nyreit MAPKKK (Taj et al., 2010). U3
NIEPEUNCIICHHBIX CUIHAJIBHBIX MOAYJIEH HauoOonee
CJIOXHOM fBISIETCSl Nepejiadya CUrHAJIoB C TIOMO-
upio MAPKS, koropble y4yacTBYIOT BO MHOTHX
KJIETOYHBIX H (DPM3HOJIOTHYECKHX TMpoleccax y pac-
TEHWH, aKTUBUPYS M JI€3aKTHUBHPYS T€HbI, U o0ec-
MEYMBAIOT YCTOMYMBOCTH pACTEHWH K OHOTHYe-
CKUM U a0MOTHYECKMM cTpeccam, Bkimodass CTM
(Jan, Parray, 2017; Jalmi et al., 2018).

KnroueBoe 3HaueHWe NSl IOHMMAaHHS TOTO,
kakuMm obpazom MAPKS mepenaror BHelmHue u
BHYTPEHHHE CHIHAJIbI, IMEIOT XapaKTEPUCTHUKH WX
CYOKJIETOTHON JIOKATM3AIN, WX B3aMMOICHCTBUS
C MEXaHM3MaMU BOCTIPUSITHS CUTHAJIa U CIOCOOOB,
KOTOPBIMH OHH BBIOMpatoT cyOcTpaThl. Jlokammsa-
st MAPK B 0CHOBHOM orpaHuiueHa LMTOILIa3MON
u simpom kietku (Bigeard, Hirt, 2018; Komis et al.,
2018). JleMOHCTpUPYSl HCKIFOUUTEILHYIO CIIOXK-
HOCTh, Moy b MAPK TpaHcdopMupyeT pazHoo0-
pa3HbIC SKOJIOTMYECKUE CHUTHAJIBI, a Jajiee aKTUBH-
poBanHple MAPKS MHIyIMpYyIOT MHOXKECTBO KIIe-
TOYHBIX U (DMBHUONOTMYECKHX PEaKIMi MyTeM akx-
THBaIMK (PAaKTOPOB TPAHCKPHIIIMK M LIUTO30JbHBIX
OenkoB (Samajova et al, 2013). Dtu kackajsl
(hochopwMpYIOT  MHOTOYHCJICHHBIE  TPaHCKPUI-
mmoHHbIe (hakTopsl, Takue kak DREB, bZIP, NAC
1 WRKY, u, Takum 00pa3oM, BIHSIOT HA KJIETOY-
Hble (YHKIMM, CBs3aHHBIE C AudhepeHIMaImeH,
POCTOM, TIPOLIECCAaMM PAa3BUTHS M CTPECCOBOM pe-
akipeit (Singh et al. 2016). IMocnenctBust (GyHK-
IMOHMPOBAHKS CHTHANBHBIX KackagoB MAPK 3a-
BUCAT OT JUIMTEIIHHOCTH WX aKTHBAIWH, KOTOPAs
MOXET MEHITBHCS TPU TONJEPKKE M OclabJIeHHH
ctpecca ocdarazamu (Sinha et al., 2011).

N3BecTHO, uTO y apabuoncuca JBa BaxHbIX
kackana MAPK, MEKKI1-MKK4/5-MPK3/6 u
MEKK1-MKK2-MPK4/6, 3aneiicTBOBaHBI Kak
npy a0MOTHYECKUX, TaK U OMOTHYECKHX CTpeccax
(Jalmi, Sinha, 2015). O pomu Genxor MAPK-
KackajJa B peakiusix pacteHuit Ha TM cBuneTenb-
CTBYET TO, YTO ITH KacKaJbl ObUIH aKTUBHBIMU B
nepenade curHanoB 00 CTM y HECKONBKUX BHIOB
pactenmii (Rao et al,, 2011; Ye et al,, 2013). Taxk, y
Arabidopsis thaliana Haubonee W3yYEeHHBIMU
MAPKSs ssisitorest MPK3 u MPK6, xotopsie ax-
THUBHPYIOTCSI Pa3IMIHBIMU CTHMYJIAaMH, B 4YaCTHO-
CTH, IKCTIO3HIIMEH pacTeHuit B pactBopax As, Cd u
Cu (Takahashi et al, 2011; Sethi et al., 2014).
AHAJOTMYHO, B JINCTHSIX M KOPHAX PACTEHHH puca
coJleprKaHue TPAHCKPHITTOB OsMSRMKZ2,
OsMSRMK3 u OsWJUMKI1 yBemmuBaioch mo-
ciie obpaborku As (Rao et al., 2011).
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Y CTaHOBJICHO, YTO YPOBHH TPaHCKPHUIITOB
MAPKSs B npopoctkax Arabidopsis thaliana Bos-
pacTaroT co BpeMeHeM mocie Bo3aeiicTBusi Cu u
Cd (Opdenakker et al., 2012). Ha pacTenusix puca
MoKazaHa akTuBaIms kackaga MAPK nocnie oOpa-
6otok Cd m Cu c BOBJIECYEHHEM B CHUIHAJBHBIH
mytb OsMAPK3 u OsMPK6 (Xie et al., 2014).
Baxno orMmerurb, 4To Hakomwienre Cd Hapyiaio
nepenavyy curnanioB MAPK y puca (Zhao et al.,
2013). B mocnenxee Bpems n3y4eHUE reHOMa prca
TaKKe BBIIBIIO YJacTHEe Kackaja CHUrHaJIM3alif
MAPK mpu Cr-ctpecce (Trinh et al., 2014).

Hecmorpst Ha cymiecTBoBaHMe psijga pador,
neMoHcTpupytomux aktuBaimo MAPK B oTBeT Ha
nevicteue takux TM, kak Cd, Cu u As, uccieno-
BaHWs, MOCBSIICHHBIC JCHCTBHIO JPYTMX MeETall-
J0B, Takux Kak Pb, Zn, Fe, Al, ocrarorcs noBonsHo
peaxumu. Tak, MPaKTUIECKH OTCYTCTBYIOT PabOThI
Mo pacippoBKEe WX TOJHOIO CHTHAJBHOrO Kac-
kaga MAPK B orser na CTM. Iloka3zaHo nwilib,
YTO CTPECC, BhI3BaHHBIN Pb y peauca, mpUBOAUT K
ycwieHno perysiipn yeteipex MAPK, Takux kak
MAPKKK7, MAPK6, MAPKI18 u MAPK20
(Wang et al., 2013).

Brracaunocs, uto TM aktuBupyror MAPK
B pe3yibTare reHepaimu u HakomieHuwsi ADK y
TaKMX BWJIOB PACTEHUH, KaK apaOWIONCUC M PHUC
(Smeets et al., 2013; Jalmi and Sinha, 2015).
OKuCIUTENBHBIA CTPECC, CTUMYIMPYEMBIN TIPFIM €-
HenreM H,0,, moxeTr akrtusupoBath MPKI1 u
MPK2 (Zhou et al., 2014), MPK3 u MPK6 (Wang
et al, 2010) y apaOunorncuca, 4TO yKa3blBacT HA
KoHTpolb A®K 3a HECKONbKMMHU KacKaJlaMHU
MAPK. ITomumo toro, uto MAPK moryT akTuBu-
poBaThCA TOKCHMYHBIMH ypoBEAIMH TM mpm yda-
ctrin ADK, xackanet MAPK oOHapyxuBaroT crio-
COOHOCTH perympoBaTh reHepaipio ADK 1o Tumy
00paTHON CBS3M. OTH HUCCIECAOBAHUS TO3BOJSIIOT
MPEATIONOKUTE CYIIECTBOBAHUE CBS3€W KacKajoB
MAPK, KoTOpble MOTYT PEryJMpoOBaThCS Pa3IId-
HeIMH TM B 3aBHCHUMOCTH OT MX aKTHBAaIMH MOJIE-
kyaamu ADPK (Kohli et al., 2017).

OXI1 sBngeTca yHMBEpCaIbHBIM KOMIIOHE H-
TOM HECKOIILKMX TIyTeld Tiepe/adyd CHIrHAJIOB,
prmovarommx MAPKS, cBS3BIBast OKHACIUTEIBHEIH
ctpecc ¢ mumeHsMu. Poiap OXI1 B curHammzanmm,
BbI3BaHHOM TM, Oblia BEISBICHA TPU UCCIIEIOBA-
HUAW DKCTIPECCHM KOMTIOHCHTOB TPAHCAYKIMH CHI-
HAJIOB B KOPHSIX PaCTEHHI IMKOTO THIA ¥ MyTaHTa
oxil, oopaboramsbix Cd u Cu (Smeets et al,
2013). KopHu aukoro Tuma, MoaBeprivecs BO3-
nevictemo  Cd, JIeMOHCTPHPOBAIM TIOBBIIICHUC
ypoBHe#l TpaHckpurra reHa MPK4, B To BpeMs kak
o0paborka Cu Bimsiyia Ha OOJBIIEE KOJIMISCTBO
KOMIIOHEHTOB cHMrHaimHra, Bkmrodast reusl ANP1,
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MEKK1 u MPK3. Dta uHIyKIMs dKCTIPECCHH Te-
HOB B OTBET Ha Bo3zaercTeue TM nonasisinace My-
taimeit 0Xil. Kpome Toro, sxcrpeccust reHoB (hax-
topa TpaHckpummmr WRKY25 Obuta orperysmpo-
BaHa mocyie Bo3aeHcTBus Cd (Smeets et al., 2013).
HakormieHHble cBeAeHUS MPEATIONaratoT, YTO HOHBI
TaKUX TOKCHKAHTOB, KaK MBIIIBSIK M XpOM, CIO-
coOnbl nHIymmpoBaTh ADOK u ADA, Tem cambiM
BMEHSSI CHTHAIMHI KJIETOK C TOMOIIBIO OKCHIA
azora (NO) (Kohli et al., 2017). beuio moka3ato,
yto NO oOnamaeT cnocoOHOCTHIO MOAYJIMPOBATH
aktuBHOCTH MAPK, a pexomOunantHeie ADA BbI-
spiBaroT akruBampio SIPK (Rao et al., 2011).

Takum 00pa3omM, (DYHKIMOHATBEHBIA aHAIN3
moayneir MAPK kackana mo3BOJSET BBISIBUTH B
pacTeHUAX MEXaHM3Mbl CHUTHAJIMHTA, JEHCTBYIO-
uwe npu CTM. IlpoBenenHsle nccienoBaHus [10-
ka3piBatoT yuactue MAPK B peakimm pacTenmii Ha
CTM. Opnako Tpebyetcst Gornee mompoOHOE M3Y-
JeHne NoiHoro kackaga MAPK, 3aneticTBoBaHHO-
ro B CTM, anst pa3paboTKu METOIMYECKUX TpHe-
MOB TIO TIPEOIOJICHUIO TAKHX CTPECCOB y KYJIBTYp-
HBIX W JUKOPACTYIIMX PACTCHHUH, YyBCTBHUTEIBHBIX
kK TM.

Axkmugnble hopmel Kuciopooa Kaxk no-
CPeOHUKU npu nepeoaue cMpeccosvix CUCHAN08

TepmyuH «akTuBHBIE (POPMBI KHCIOPOIA»
03Ha4aeT COBOKYIHOCTH B3aWM OIPEBPAILATOIIHXCS
PEaKIMOHHOCTIOCOOHBIX  (POpM  KHucIIoponma, OoIb-
IIMHCTBO M3 KOTOPHIX MMEET KOPOTKOE BpPEeMs CY-
miecTBoBaHust. OHU 00pa3yrOTCsl B pe3y/ibTaTe He-
THIOJTHOTO BOCCTAHOBJICHUS MOJIEKYJISIPHOTO KHCJIO-
pona. Cpenmu A®K BBLICISIOT CBOOOIHOPAIH-
KaJbHbIe (POPMBI (CYNEPOKCHUIHBIA aHUOH-PaIHKaIT
(0;"), runpokcwibHbiii pagukan (OH'), mepokcu-
Hele pagukanbl (RO,  u 1p.)) u HelTpaibHBIE MO-
JeKynbl, BKIouasi nepokcun Bomopona (H,0,),
cunrnetHsii kucnopon ('0,), oson (O3) u mp.
(Farnese et al., 2016). bnaronaps BICOKO# peak-
IMOHHOW CHOCOOHOCTH M BO3MOMKHOCTH TIOBpE-
KIAaTh KJIETOYHBIE CTPYKTYPHI B YCIIOBUSX OKHCIIH-
TEJIbHO-BOCCTAHOBHUTEIILHOTO JAucOananca, TeHe-
pammro AOK B kneTkax MepBOHaYAIBHO CUMTAJH
YHUKAJIbHBIM TIOBPEK 1AM pOLIECCOM
(Demidchik, 2015). OgHako B JaHHBI MOMEHT
JTIOKA3aHO, YTO 3T MOJICKYJIBI SIBJIAIOTCS BaXKHBIMHU
KOMIIOHCHTaM¥ CHUTHAJIBHBIX CETEH, yJacTBYIOLIH-
MU B Pa3MIHBIX TPOIECCAX Y PACTEHHI, YTO OKa-
3aJI0Ch BO3MOXKHBIM OJaronapsi pa3Buruio 3hdex-
THUBHOW aHTHOKCHIAHTHOW CHCTEMBI, KOTOpas B
OOJBIIMHCTBE CIIy4aeB CTIOCOOHAa 00E3BPEKMBATH
TokcmaHOCTh ADK, mo3BOISIS 3TUM MOJEKylIaMm
JIeHCTBOBATh B KauecTBe dPdekTUBHBIX Tpeodpa-
3oBaresei curnano (del Rio, 2015).
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Ycunenne obopazoBanmsi ADK B pacTurens-
HBIX KJIeTKaX SIBISIETCS OJIHOM M3 HaNMEHee CIie-
IMPUYECKIX PeakIyid )KUBBIX OPraHM3MOB HA JieHi-
CTBHE MHOXECTBA OMOTHYECKMX W aOMOTUIECKUX
CTpeccopoB. SBleHHE YCTOMYMMBOIO YBEIMYCHUS
conepxannd ADK B TKaHAX KUBBIX OPraHM3MOB
HAa3bIBAIOT OKHCIMTEIbHBIM cTpeccoMm (Lushchak,
2015). Camble pa3HOOOpa3Hble HEOJIATONMPUATHBIC
BIIMSTHUSL, B T.4. TPOTHBOIOJIOXKHEIE TI0 XapakTepy
JIEVCTBYS, BEI3BIBAIOT PA3IIMIHOE IO TPOIOIDKH-
TeabHOCTH yBenmueHue coaepxkanuas ADK B pac-
tuTenbHeIX KIeTKax (Komymaes, Kaprern, 2010). B
€CTECTBEHHOU Cpe/Jle pacTeHHs TIOJIBEPratoTcs BO3-
JEUCTBUIO PA3JIMYHBIX CTPECCOPOB, KOTOPHIE BbI-
3BIBAIOT OBICTpPBIC U3MEHEHHS B TCHEPAIVH U yJia-
neam ADK, 4T0 B 3aBUCHMOCTH OT THNA CTUMYJA
MOXET TIPOUCXOAUTh B Pa3MYHBIX KJIETOYHBIX
KOMIIAPTMEHTAX, TAKUX KaK aroIuiacT, Iia3MaTu-
yeckas MeMOpaHa, XJIOPOIUIACTBI, MHUTOXOHIIPHH,
MIEPOKCUCOMBI U DHIIOMIIA3MATHIECKUA PETUKYTYM
(Czarnocka, Karpinski, 2018). Xots amst KIeTOK
m0bITouHOe HakorwieHne ADK o0bIaHO sBISICTCS
TOKCUYHBIM, B (DM3HONIOTMYECKUX YCJIOBUSAX OHH
HE3aMEHUMBI JJIs1 KJIETOYHOro mMeradonmMa, pe-
TYIUpys. Takuwe TPOLECChl, Kak mponudepaiys
KJIeTOK, AuddepeHIpoBKa, peakii CUTHAJIMHTA
U 3aBeplIeHre KIETOYHOrO IMKIJA (MPOrpaMMHUpO-
BaHHas KietouyHas cMmepts, [IKC) (Foyer, Noctor,
2013; Mittler, 2017; Mhamdi, Van Breusegem,
2018).

OKHCIUTETEHO-BOCCTAHOBUTEIIBHBIA TOMEO-
cTa3 ompezensaercs: 0aJaHCOM MEXIy IeHepaLyeit
u HeirpammBaipeit popm ADK (Waszczak et al.,
2018). Kak yxe oTMedanoch, W30BITOUHBIE KO-
yectBa ADK Takke MOT'YT BBI3BIBATh HapyIICHUE
OKHCITUTEJIbHO-BOCCTAHOBUTEIIPHOIO TOMEOCTa3a,
OKHUCITUTEJIbHOE TIOBPEXKIECHHUE BaXKHEHITNX OHMOIO-
rudeckux Monekyn (Karuppanapandian et al.,
2011; Kapoor et al., 2015), 4To MOXXET NPUBECTH K
rHOe KIIETOK M, KaK CIICJICTBHE, K CHIDKCHHIO
OuomMaccel M TPOAYKTMBHOCTH pacTeHmit. ADK
BBI3BIBAIOT OKHCIIUTEIIbHBIC TIOBPEXKIEHUSI OEIIKOB,
YTO MposiBIsieTCss B okucienn —SH rpymm, FeS-
LEHTPOB ()EPMEHTOB, (parMeHTaly TENTHIHBIX
LeTIel, TOBBIMICHNN YyBCTBHTEILHOCTH OENKOB K
nevctBuro nporeas (Sharma et al., 2012; Kapoor et
al., 2015).

Paznpie ADK uMeroT pazinuHble MEpHOIBI
MOJTyBBIBEICHUS. U CTEINEHH PEAKTHBHOCTH TIO OT-
HOIICHUIO K TaKMM MOJIEKYJISIPHBIM KOMTIOHEHTaM
KJIETOK, KaK JIMIHABI, O€JIKNU U HyKIEHHOBBIE KHUC-
gorel (Mittler, 2017). Takum oOpa3om, OHH MOTYT
BBINOJIHATH pa3Hble (YHKIMM BO BHYTPH- WU BHE-
KJIIETOYHOM niepenave curHanoB. HecmoTps Ha ux
BO3MOXKHBIN pa3pymmrenbhbiil apdexr, ADK cre-
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JlyeT pacCMaTpuBaTh B OCHOBHOM B KaU€CTBE CUI-
HaJIbHBIX MOJIEKYJI, KOTOpPbIE PETYIMPYIOT 3aLIuT-
HbI€ peaKLMH. 3a MOCJIEIHUE TOAbI ObLIO JOKA3aHO,
ato A®K Bmecte ¢ Ca**-Bonmamuy, FOPMOHAMU U
MAPK cursanaMu SIBJISIFOTCSI OCHOBHBIMH HI'PO-
KaMHu B KietouHoM curHaimare npu CTM (Kohli
et al., 2017; Kanojia, Dijkwel, 2018).

Kak mBecTHO, TM B KauecTBe NMEPBUYHON
peakimu Bbi3bIBatoT reHeparmio ADK (Sytar et al.
2013; Rizwan et al. 2016), Ha 4TO yKa3bIBaeT W3-
OBITOYHOE HAKOIUIEHHE MaJIOHOBOT'O JMaJbJIETHAA,
SIBJISIFOIIETOCS. MPOAYKTOM INEPOKCHIHOIO OKHUCIIe-
must o (Mourato et al., 2015; Wu et al,,
2016; Cheng et al., 2017). YcwieHHOE MPOM3BOI-
ctBo ADK B oTBeT Ha Bo3aelicTBre TM Ha3BIBAIOT
«OKHCJIMTEIbHBIM BCIUIECKOM», KOTOpPBII BBICTY-
IaeT B KAYECTBE «CHUIHAJa TPEBOIW) U 3aIlyCKAaeT
OKCTIPECCHI0 T€HOB (PAKTOPOB TPAHCKPHIIIMK |
MHOTUX JPYrHX T€HOB, CBSI3aHHBIX C 3aILUTOM pac-
tenni (Sharma et al., 2012). B xauecTBe penenro-
poB  A®K-curHamoB  BBICTYMAOT  THCTHIVH-
KMHA3bl, PeJIOKC-UyBCTBUTEIbHBIE (HaKTOPHI TpaH-
ckpurny, ADK-uyBcTBUTEBbHBIE (ocdaTasbl U
pelloKC-perynrpyeMble MOHHbIe KaHaibl (Steffens,
2014).

ITpoBeeHHbIE HCCIIEOBAHUS IOKA3bIBAIOT,
YTO pa3Hble T€HOTHUIBI pHca OTJIMYAIOTCS IO WH-
TeHcuBHOCTH TeHepammn A®K, uTto mpuBogur K
X pasmmaHoi peakimm As-ctpecc (Rai et al,
2015). Takke y MHOTHX BHAOB pacTEHH HaOJItO-
namachk auddepeHipanibpHas MOIYISIMS aHTHOK-
CUIAHTHOM CHCTEMBI B pe3yibTaTe As-cTpecca
(Kanwar, Poonam, 2015). TokcHIHOCTH allOMHU-
HUS TaKKe HApyIIaeT KICTOYHBIA OKHCIIHUTEIBHO-
BOCCTAHOBHUTEIILHBII TOMEOCTa3 M TPHBOAHMT K
OKHCJIUTENIBHOMY CTpecCy, AWC(YHKIMA MUTO-
xoHapui 1 Bo3HuKHOBeHMIO IIKC y pactenmit (Li,
Xing, 2010). C nmpyroil CTOpHOHBI, TIOKa3aHO YTO
BO3JIEHCTBHE PTYTH MHAYLMPYET HAKOIUICHHE
Ca”, cmmwxaer mpoxykimo A®K u akTHBHpYeT
MAPK, 49T0 cnocoOCTBYeT 3ammre pacTEeHWi OT
Hg-ctpecca (Chen et al., 2014). Mpimssk cye-
CTBEHHO BJIMSICT HA POCT U PAa3BHUTHE PACTCHHIL, U B
Pa3IMYHBIX MCCIIEAOBAHMSIX COOOIIANIOCH, YTO €ro
BO3JICHCTBHE MHAYIMPYET OKHCIIHMTEIIBHBIA CTPECC
y pactrenuii (Dubey et al., 2014; Islam et al., 2015).
Cr u Cd cuuratorcs pe/jokc-aKTUBHEIMU TM U BbI-
3BIBAIOT OKHCJIMTEJBHBI CTpeccC y pacTeHUH
(Dubey et al., 2010; Zeng et al., 2012). OGHapy-
JKEHO, YTO OKHCJIUTEIbHBII CTpecc, BhI3BAHHBIN
Cr(VI) BcnenctBue Hakorwienmsi ADK, sBisercs
Cepbe3HOM TPOOIeMOl I pocTa paccajbl prca
(Zeng et al., 2012). Ananm3 3Kcmpeccu T€HOMa
niokaszan, aro obpaborka Cr(VI) npuBogur k mMo-
OyTAIUA  HECKOJbKMX CHUIHAJBHBIX KacKaJoB |
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Bospactanmo ypopasi ADK (Dubey et al., 2010,
2014; Huang et al., 2014; Trinh et al., 2014). O6-
paborka kopreit sumens Cd, Pb, Hg wm Cu B
HM3KUX KOHLIEHTPAaLMSIX NPUBOAWIA K JIMHEHHOMY
pocty coaepxanusi A®K, ogHako mpu BBICOKHX
ypoBHsix TM HaOmronmaincst NByx¢a3Hblid XapakTep
mMeHennit npoaykimn A®K, 9To aBTOpHI 00BsIC-
HAJTM Pa3BUTHEM aJaNTaliOHHBIX MeTalonmmye-
ckux mporeccoB mof neiicteueM A®K mpu yme-
pensom CTM, torpa kak npu cwibHom CTM BToO-
praHblil ik reHepamy ADK oHM NpHmMCHIBAIN
JNECTPYKTHBHBIM TIPOLIECCaM, CBSI3aHHBIM C KJle-
TouHOI cMepThio (Tamas et al., 2017).

Bwmecrte ¢ TeM, pacTenust 0071aJal0T XOPOILIO
Pa3BUTON CUCTEMOH 3alUThl OT OKHUCIIUTEIHHOIO
cTpecca. B kauecTBe JMHMM 3alUTHI B PACTEHUSIX
JEHCTBYIOT pa3jNyHble MEXaHU3Mbl CHIDKEHUS HH-
ruoupytoriero dddekra okxcunanro (Komymaes,
Kaprer, 2010). B orBeT Ha moBbllIEHWE TeHEpa-
i ADK HaumHaeT paboTaTh aHTHOKCHIAHTHBINA
MEXaHW3M, KOTOPBII COCTOUT U3 (hepMEeHTaTHBHON
1 HeepMEeHTaTUBHON cucteM. [lepBuuHbI Mexa-
HI3M BKJIIOYAET MOBBIIICHHE aKTUBHOCTH aHTHOK-
CUIAHTHBIX (DEpPMEHTOB, KOTOpbIE TOAIEP)KHBAIOT
romeoctraz APK myrem XumMH4ecKoro B3aumorpe-
BpalIeHWs WX OTJCIBHBIX (POpM. AHTHOKCHIAHT-
Has ()epMEHTHAsI CUCTEMa BKIIFOYAET CYMEePOKCHII-
nucmyrtasy (CO[/l), ackopbarmepokcunasy (All),
riayratvonpeaykrasy (I'P) , katanasy (KAT) u ne-
pokcunasy (I10).

IMTpu BeipanmwBanun pactenuii Eclipta alba
Ha TpyHTE, 00pabOTaHHOM pa3HBIMU KOHIICHTpPA-
IMIMH MEIH, OTMedalioch, 4To akTuBHOoCcTH CO/I,
ataxke ['P u All (B meHbIICH MEpE), 3aBUCETH OT
konieHTpammm  TM. AxktuBHOCTHR KAT cymme-
CTBEHHO CHIDKAJach C YBEJIMYCHHEM COACPKAHHS
Cu B rpyHTe, 3HauuTensHoe mosbimeHue 110 ak-
THUBHOCTH OOHAPY>KEHO B 00pabOTaHHBIX pacTEHU-
AX To cpaBHeHMio ¢ kourposiem (Chandrasekhar,
Ray, 2017). IlokazaHo, 4TO MeAb HHIYIHPYET
H,0,-3aBucumyro aktuBHOcTh [10, obecrnevyuBas
KECTKOCTh KJIETOUHOW CTEHKH B Pe3yJIbTaTe CIIH-
BOK Mexay ee nommMepamu (Sirhindi et al., 2015).
[ToBbIlIeHHAasl aKTHBHOCTH PA3JIMYHBIX MOJIEKY-
TSApHBIX  (OPM  AHTHOKCHIAHTHBIX (PEPMEHTOB
Takke HabJIoanach B MPOPOCTKAX pUca M XJIOT-
YaTHHKA, ToJBepkeHHbIX Bimsamo AsS, Cr u Cu
(Thounaojam et al., 2012; Ali et al., 2016; Kabir,
2016).

B cocraB anTHOKCHIaHTHOW HedepMeHTa-
THBHOM CHUCTEMBI BXOJST TAKUE COCIUHEHMS, Kak
ackop0aT, TJIyTaTHOH, TPOJMH H O-TOKO(hepoI
(Jozefczak et al., 2012). [IByMs BakHSHIIMMHU He-
(epMEHTaTUBHMHM aHTHOKCHIAHTaAMHU SIBJIAIOTCS
BOZIOpPAaCTBOPUMbIE METa0OIUThI, acKOpOaT U IIIy-
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TaTHOH. ACKOpPOAT MOXKET HANPSAMYIO YAAJATH CY-
IEPOKCHIHBIA  aHMOH-paaukan (O, ), THIPOK-
cwibhpli pagukan (OH), mepokcun Bomopoma
(H20,) u yuacTBOBaTH B BOCCTAHOBJICHHH JIPYIHX
AHTHOKCHUIIAHTOB, TaKuWX Kak o-Tokodepon (Das,
Roychoudhury, 2014). Kpome Toro, oH wurpaer
BAXKHYIO POJb B IJIyTaTHOH-aCKOPOATHOM IMKJIE.
Ha mepBoii cTajgum 3TOr0 IMKIa ackopOaTTepoK-
cunasa npespamaeTt H,O, B H,O ¢ ucnionb3oBanu-
eM ackopbara B KauecTBE BOCCTaHOBHUTENA. Bro-
CJIEICTBUM MpEeBpalleHHe ackopbaTa B €ro peny-
[MPOBaHHYIO (DOPMY COMPOBOXKAAETCA OKHCIICHH-
€M IJIyTaTHOHA, KOTOPbI CHOBa BOCCTaHABJINBAET-
csa ¢ ydactueM riyraTuonpenykrassl (Cuypers et
al, 2012). Kpome ydacTus B TIyTaTHOH-
acKopOaTHOM IMKJIE, TJIyTaTHOH MOXET TaKkKe
HeTiocpeICTBeHHO 00e3BpexuBath ADK u sBiseT-
csl cyOCTpaToM TIyTaTHOH-S-TpaHcdepasbl, KaTa-
TMBUPYIONICH KOHBIOTAIMIO TIyTaTHOHA C D3JeK-
TPOGWIHLHBIMH COETHHEHUSIMH.

I'tyrape 1OKCHHBI pacTeHuUi NOAPa3AeIIIOT-
Csl Ha HECKOJIbKO KnaccoB. OHH 3a7eiicTBOBaHbI B
IIMPOKOM CIIEKTpe (YHKIMI, B TOM 4YHUCJIE B Je-
TOKcHKalmu mpoaykroB okucienus JHK u mo-
Bpexaenns o (Noctor et al., 2012). Kpome
TOrO, TIYTaTHOH, OyIy4YH HEOEIKOBBIM THOJIOM,
WrpaeT OMpeleNICHHYIO POJib B CBSI3bIBAHUM METAJI-
JIOB TIOCPEICTBOM €TO CYNb(OruapuibHON TPYIIIbI,
a TaKKe OH SIBJIIETCS MPEIIIECTBEHHUKOM MeTall-
xenatupyronpx ¢uroxenatvHoB (OX) (Noctor et
al., 2012). B xome BTOpHUIHOrO MeXaHM3Ma JIETOK-
cukaip TM XenaTHpyroTCsl TENTHIAMHU U CEKBE-
cTpupytorcsa B Bakyom (Kumar et al., 2015a). [To-
Ka3aHo, UTO B pacTeHusAx apadumoricuca (Hopmu-
poBaHMe KoMIUiekcoB ¢ DX CHIKAET OTTOK apce-
HUTOB M MX IepeMelleHHe M3 KOpHeH B cTebiu
(Liu et al., 2010). ITommmo ®X, MeTaLIOTHOHUHEBI
(MT) Taxoke criocOOHBI CBSA3BIBATH TAKUE METAILIBL,
kak Cu, Cd u Zn, 4epe3 THONBHBIC TPYIIIBI WX IH-
CTEHMHOBBIX OcTaTKOB. Kpome Toro, mokazaHo, 4To
MT mHanpsMylo y4acTBYIOT B 00€3BpEXHMBaHWU
A®K (Hassinen et al., 2011).

I'myraTHoH ocyIiecTBIAET MHOTOYHCIIEHHBIE
¢yuximm B pactenwsix (Noctor et al. 2012) u mpu-
HuMmaetr ydactue B yaaneHnn A®K nmpu CTM
(Anjum et al. 2014). Jlerokcukammss TM mocpen-
CTBOM M€ETA0O0/IM3Ma THOIA U MEXaHM3Ma XeJaTh-
poBaHus ObLIa TIOAPOOHO M3yYEHAa W OINMCaHA y
LEJIOr0 psAfla pPacTeHWH, TaKuX Kak apaOumorcuc
(Shukla et al., 2013), Brassica juncea (Khan et al.,
2016a; Per et al, 2016), Brassica oleracea
(Barrameda-Medina et al., 2014), Iris lactea (Yuan
et al., 2015), Lycium chinense (Guan et al., 2015),
Oryza sativa (Kabir, 2016), Solanum melongena
(Wu et al., 2015) u Triticum aestivum (Khan et al.
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2015). Tarke ObuTa ompeeseHa pojib TTyTaTHOHA
Y aCCUMWIBIIMOHHOTO MeTabom3Ma cepbl B obec-
neyennn yctoiumBoctd k CTM (Kumar et al.,
2015b; Khan et al., 2016b). Takum ob6pa3zom, riy-
TaTHOH SBJISCTCS TIEPCIICKTHBHBIM KaHIUIATOM Ha
3HAYUMYIO0 poiib IpH neTokcukamm A®K, Bo3Hu-
KalollluX B pe3ynbTaTe aevictBus TM.

B orimaue ot BomopacTBOPHMBIX acriapraTta
U TJIyTaTHOHA, O-TOKO(EpONT M KapOTHUHOWIBI SIB-
JIIFOTCS BAXKHBIMH JIMITHIOPACTBOPHUMBIMH AHTHOK-
cuaHTHBIMU MeTabomuramu. OHM y4acTBYIOT B
3anmre MeMOpaH OT MEPEKHUCHOTO OKUCIICHHS JIH-
NWI0B W TIPEJOTBPAILCHAN TOBPEKICHHA (OTO-
cuaTeTrmaeckoro armmapara (Das, Roychoudhury,
2014).

AOK-uHAYIMpOBaHHBI CUIHAJIBHBIN Kac-
KaJl MOIYJIMPYET SKCTPECCHI0 HECKOJBKHX T'€HOB,
KOTOpPbIC UIPAIOT BAXKHYIO POJIb B CUTHAJIMHTE ayK-
cuna (Zhao et al., 2012). U3yuenue cBepxakcmpec-
CHM T€HOB, YYaCTBYIOLIUX B MEXaHM3ME JETOKCHU-
Kalid pacTeHWi, TIOMOraeT pa3padaThiBaTh MOJ-
XOIbl K JOCTHKEHHIO MX ycToiumBoctd kK CTM
(Venkataramaiah et al., 2011; Kumar et al., 2013;
Tiwari et al., 2014). Hanpumep, cBepxakcnpeccus
TCHOB, KOIHMPYIOLIMX AHTHOKCHIIAHTHBIC (epMeH-
THl (JeruapoackopOaTpeyKTasy, TIIyTaTHOH-S-
TpaHc(epasy W TIIyTaTHOHPEIYKTa3y) oOecredu-
BaeT YCTOWYMBOCTH K BbI3BAaHHOMY TM oOKucIu-
teapHOMY cTpeccy (Le Martret et al., 2011). Dxc-
mpeccHsi TEHOB TITyTaTHOH-S-TpaHc(epasbl pruca B
apadunoncuce (OSGSTL2) obecrneunBaeT ycTOM-
quBocTh K CTM 1 K IpyriM aOHOTHYECKHM CTpec-
cam (Kumar et al., 2013). Dkcnpeccus TpaHCTEHOB
OsSMATEL u OsSMATEZ2 Bnusina Ha pa3BUTHE pac-
tenni u 3anmmana or CTM u naToreHos
Arabidopsis (Tiwari et al., 2014).

Urak, yBennueHue aHTHOKCHIAHTHOIO IIO-
TEHIMajJa PAacTEHUs WrpaeT BaXKHYIO pOJib B IIO-
BBbIIIEHNH ycToiuuBocTH pactenuid k CTM; Boc-
NPUSITHE U TIepeiady CTPECCOBBIX CHUIHAJIOB KJIET-
KA MOIYJIMPYIOT TeHepalmeld M HaKOIUIEHHEM
A®K, KoTopble OMOJHUTENHHO 3aIlyCKalOT CHUT-
HaJIbHbIE KacKaJbl M HAICJMBAIOT HAOOp YyBCTBHU-
TEJbHBIX K CTpecCcy I'eHOB WIH (PAKTOPOB TpaH-
CKPHIIIMM Ha 3allUTy OT Pa3jIMYHBIX CTPECCOB.

T'opmonansnaa pezynayusa

B Hacrosiee BpeMst U3BECTHBI, TI0 MEHBIICH
Mepe, IeBITh PeTYJIATOPHBIX BEIIECTB, OTHOCUMBIX
K FOpMOHAM pPacTEeHui, a IMEHHO, ayKCHHBI, Opac-
CHHOCTEPOUNBI, IATOKWHWHBI, THOOCPEIUINHBI,
STWICH, >KACMOHOBAas KHCJIOTA, CTPHIOJAKTOHBI,
abcimsoBass U camumwioBas kuciotel (Tran, Pal,
2014). I'eneTnueckre U (PU3HOIOTHIECKUE HCCIIE-
JIOBAHWS BBISBWIM (DYHKIMOHAJIbHBIC MEXaHU3MbI
9THX TOPMOHOB POCTa W Pa3BHUTHs PACTCHHUM, OJI-
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HaKO HECAAaBHHEC HUCCJICAOBAHWA IIOKa3aJId, YTO KaxXK-
bl U3 TOPMOHOB MOXET WIpaTh JIBOWCTBEHHYIO
POJIb, IpUHUM A Y4aCTHE B PCAKIUAX, BbI3SBAHHBIX
KaK 3HIOI'CHHBIMH, TaK W 3K30I'CHHBIMH (baKTOpa—
mu (Takatsuka, Umeda, 2014; Druege et al., 2016;
Verma et al., 2016; Biicker-Neto et al., 2017).

Ayxcun (vHEZOMAT-3-yKCyCHAsk KHCIOTa —
NYK) npencrasmsier co00ii MPOM3BOIHOE TPHIITO-
(dana u peryiaMpyeT MHOTHE TMpoLecChl pocTa H
passurmsi pactenuii (Takatsuka, Umeda, 2014;
Paque, Weijers, 2016; Ma et al., 2018). Aykcun
UrpaeT Ba)kKHYIO poJib B Ka4eCTBE rOPMOHA pOCTa
pacTeHMid M B HMX pEaKIMsAIX HAa SKOJOTMYECKHE
crpeccel. OH HENMOCPEJCTBEHHO pearupyetr Ha
CTM nocpencTBOM MOAYISIMH TOMEOCTas3a
(Biicker-Neto et al., 2017).

Kax npaBuno, CTM nprBOAHUT K CHIDKEHHUIO
SHIOTEHHBIX YpOBHEHW aykcuHOB. Hampumep, MBbI-
IIbSIK M3MEHSJT YPOBHU TPeX aykcuHOB B Brassica
juncea (Srivastava et al., 2013). B apyrom ciyuae
KpaTKOBpeMeHHast 00paboTka KaJMHUeM Hapyiiaia
romeocta3 MYK B KOHUMKax KOpHEH sUMEHs
(Zelinova et al., 2015). aTepecHO OTMETHUTH, UTO
Cd wanymposan HakorieHre NO, KOTOpBIH TM0-
JIaBIISUT TPAHCTIOPT ayKCHHA, YTO, B KOHEYHOM cuUe-
T€, CHIDKAJIO €ro YpOBHM B KOHUMKAaX KOpHEH apa-
Ouoncrca U yMEHbIIAJ0 pa3Mep KOpHEBOI MepH-
crembl (Yuan, Huang, 2016). Coobmanoch, 4To
TOPMOXEHHE pacTsDKeHus: mepBuyHOro kopus Cu
TaKKe CBSI3aHO C U3MEHEHUEM Ilepepacipe1eIeHHs
ayKCHMHa ¢ ToMolplo ero TpaHcroprepa PINI
(Yuan, Huang, 2016). YcranoBneno, uto Al vuHru-
OMpoBa pocT KOpHEH, MoAaBIIss TPaHCIIOPT BE3H-
kyn ¢ PIN2 or miazmaruaeckoit MeMOpaHsl K 3H-
JocoMaM, 4TO B JlajibHEHIIEM MPUBOAWIO K HApy-
mennto cuHTe3a MYK B amMKalbHBIX TOYKAaX M K
nucOanaHcy TPaHCTIOPTUPOBKU M pacrpeielieHus
NYK B xopmix Medicago sativa (Wang et al.,
2016).

Hecmorpst va naryOnoe Bimusiare TM Ha me-
TabOIM3M ayKCHHA, COOOLIAJIOCHh, YTO €ro 3K30-
T€HHOE IPUMEHEHNE MOXKET COXPAaHUTh SHAOTEH-
Hbl€ YPOBHM ayKCHHOB. Tak, 9K30reHHble 00pa-
6orkn MYK ynydmianmm poct pactenmii Brassica
juncea, TOJABEPrHYTHIX  BO3ACHCTBHIO  As
(Srivastava et al., 2013). TouHo Tak xe BO3JCH-
cTBHe pa3HbiX ypoBHe#l L-TRP (mpeamecTBenHuka
ayKCHHA) HAa KOPHM TPOPOCTKOB pHCA, BHICAXKCH-
HBIX Ha 3arpsi3HeHHy!o Cd Mo4By, yiydIwio poctT
pacTeHuii MO CpPaBHEHHMIO C HEoOpaOOTaHHBIMU
npopoctkamu (Farooq et al., 2015). B nocnennee
BpeMsi B3auMojeiicTBue Mexay TM U aykCHHOM
HayaJii UCTIONH30BaTh B KAUECTBE 3aIIMTHOTO Me-
XaHM3Ma TPOTHB TOKCHYHOCTH B KYJIbTypax pac-
TeHWA WIM KaK TOJNE3HbI MHCTPYMEHT B TIPO-
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rpaMmax (UTOOYMCTKH ISl JIETOKCHKAIMK 3a-
IPA3HEHHBIX pakioHOB. IlpuMeHeHne B BOJHOM
cpele IIEeCTH KOHUCHTpalMil JBYX HPUPOAHBIX
ayKCWHOB W cuHTeTHmYeckoro aykcmHa (1-HYK)
OIICHMBAJIOCh HA  BHIAX pPAaCTCHHWA  BOJHO-
OOJIOTHBIX YrOJIMiA M HEBOJHBIX PAHOHOB; MOKa3a-
HO, YTO 3K30TCHHBIN ayKCUH yBEeIMUMI 3(PeKTuB-
HOCTh (puroourcTkH cTOoYHBIX BoJ (Tandon et al.,
2015). Takxe Hpu COBMECTHOM HCTIONb30BaHUU Se
U ayKCHH OKa3aiuch Oonee 3(PEeKTUBHBIMH B
CHWKEHHH As-CTpecca Mo CpaBHEHHIO C WX WHIU-
BUNyaldbHBIMH o0OpaboTrkamu (Pandey, Gupta,
2015). YcraHoBEHO, 4T0 00padoTka cMechio Pb**
u HYK BbI3bIBana CHIDKEHHE HapyIIeHHH B opra-
HU3aIM MeMOpaH, U, KaK ClIeICTBHE, YMEHbIIAIa
tokcnmaHOcTh TM (Hac-Wydro et al., 2016). O6Ha-
PY’KEHO, 4TO AYKCHH CHWKal TokcuauocTs Cd™ y
Arabidopsis, BbI3bIBasi yBEJIMUCHHAE YPOBHS T'€MH-
newnono3sl 1 u Qukcammro TM B kopHe, 4TO

ymenpmano Tpaxcnopr Cd** w3 xopreii B moGern
(Zhu et al., 2013).

B nocnegHee BpeMsi NOSBWIHCH COOOIICHI,
yto B orBer Ha CTM pacTeHus peryaupyror
HAKOIUIGHHE ayKCHHAa TOCPEACTBOM 3KCIIPECCHH
T€HOB, CBsI3aHHBIX ¢ aykcuHoM (Wang et al., 2015).
BrusiBrieno, uro Cd Hapymaer mopnepikaHue To-
MeocTa3a ayKCHHa B TIPOPOCTKaX apadumorcuca
nyTeMm yBeamdeHust akTuBHOCTU MY K-okcunassl u
MBMEHEHMS SKCTIPECCUN HECKOIIbKUX TeHOB, y4acT-
BYIOIIMX B OWOCWHTE3¢ W KaTabommBMe ayKCHHA
(Hu et al., 2013). Kpome Toro, nokazaso, 4To npu
neticteun Cd perynsiiisi reHa OWOCHHTE3a ayKCU-
Ha NITRILASE (NIT) npuBoamna K yBEJIMIEHHUIO
ypoBusi UYK B kopusx Arabidopsis, crioco6cTByst
pocTy OOKOBBIX KOpHEH M T€M CaMbIM 3allMIIAs
kopart or TM (Vitti et al., 2013). Beina BoisiBneHa
MO3UTHBHASL POJIb TPAHCIOPTa AyKCHHA C TOMO-
upio AUXI1-TpaHCOpTEpoB B yCTOMYMBOCTH pac-
TeHui K As-cTpeccy 4epe3 onocpeaoBanHbiii ADK
curvammar  (Krishnamurthy,  Rathinasabapathi,
2013). UmetoTcst maHHBIE O B3aUMOJIEMICTBUN ayK-
CHMHA ¥ 3TWIeHa B ()OPMHUPOBAHUU YCTOWYMBOCTH
pactenuii k Fe BciencTBrue M3MEHEHHS pacrpejie-
JeHUs ayKCHHAa C TIOMOIIBI0 €r0 TPaHCTIOPTEPOB
tuma AUX1 u PIN2 (Sun et al., 2010).

Abcyuzoeasn xucroma (ABK) npencrasnset
co00l M3ONMPEHOWIHBIM  (UTOrOPMOH, KOTOPBIH
perymmpyeT pa3iudHble  (H3HONOTMYECKUe Mpo-
mecchl W o0ecreyrBaeT aJanTalyio KO MHOTHM
ctpeccam (Sahetal., 2016). Ha ygacTtue storo ¢u-
TOTOPMOHA B MHIYKIMM 3aIIUTHBIX MEXaHU3MOB
NpoTUB TOKCHUHOCTH TM yKa3bIBaeT BO3pacTaHue
konieHrpamm ABK B Tkamix pacteHuii mocie
BozzaekicTBus TM. Tak, 3TOT )eHOMEH OOHAPYKEH
B pacteHmwsix puca nocie Cd-odpaborku (Kim et
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al., 2014), B mpopocTkax OrypriOB IOCJE 3aMadyi-
BAHKS MX CEMSH B pacTBopax CU’ mm Zn** (Wang
Y. et al, 2014). Uzy4yenue BIMsHHUS SK30TCHHOM
ABK Ha xietku kawtyca Populus euphratica mo-
Ka3aJio, YTO TOPMOH TOJABISICT HWHIYIMPYEMBbIi
Cd crpecc, noBbIas aKTUBHOCTh aHTHOKCHIIAHT-
HBIX (DEPMEHTOB, KOTOpPbIE 00E3BPEKUBAIOT M30bI-
tok H,O, BHYTpH KnieTok (Han et al.,, 2016). AHna-
T3 TPaHCKPUIITOMa pACTeHHi puca, oOpaboTan-
HBIX AS, BBISBIWI MOIHYIO 3KCTPECCUI0 TEHOB
onocuare3a ABK (OsNCED2 u OsNCED3), a
TaKKe YCIICHHYIO PETYIISIMIO YEThIPEX CHTHAJIb-
Heix reHoB ABK (Huang et al., 2012). Ucnomb3o-
BaHUE MacCHBa IIEJIOrO0 T€HOMa /IS MPOBEICHHS
TPAHCKPUITHOMHOTO aHallm3a KOpHe# prca, ToA-
BEPrHYTHIX BO3JICHCTBHIO BaHAIWs, TOKA3aJo0, 4YTO
3TOT METaJUT BBI3BIBACT IKCIPECCHIO T€HOB, CBSI-
3aHHBIX C cHrHaJMHrOM W OuocuHre3om ABK (Lin
et al. 2013). M3ydyeHue TpaHCKPUIILIMOHHOM pery-
sy niepenayun curdana ABK Bo Bpemst mpopac-
TaHUA CEeMSH Orypua mpu Bosaeiictem Cu* u Zn’*
BBISIBWIO AeBATH TeHoB PYL, Tpu — PP2C u nBa —
SnRK2, mnpeanonokureabHO y4acTBYIOUMX B
tpancisiipm curdana ABK (Wang Y. et al. 2014).

bpaccunocmepouowvr (bC) oTHOCATCS K Ka-
TETOpPUM  TIOJIMUIPOKCWIIMPOBAHHBIX CTEPOMIHBIX
(UTOropMOHOB, MPUCYTCTBYIOIIMX BO BCEX YACTSIX
pacTeHWd; OHM MOAYJIMPYIOT IIHPOKUHA CIIEKTP
(M3MONOTMYECKUX peakiyii B HOpPME, BKIFOUast
KJIETOYHBIE U METa0O0INIeCKHUE MPOLECCHI, a TAKKE
ctpeccoBbie peakimu (Fariduddin et al., 2014).
Onn 10ocTaTOuHO S(PPEKTUBHO CMATHAIOT I Ja-
ke nonHocThio cHuMaroT CTM. Tak, m3ydamicek
o6paGorku pacternit bC mpu Bosaeiicteusix Cd™*
Ha pactenus Solanum lycopersicum (Hasan et al.,
2011; Hayat, 2012), Phaseolus vulgaris (Rady
2011) u Raphanus sativus (Kapoor et al., 2014),
Ni** — ma Raphanus sativus (Sharma et al., 2011),
Vigna radiate (Yusuf et al. 2012) u Brassica
juncea (Kanwar et al. 2013), Zn** — ma Raphanus
sativus (Ramakrishna, Rao, 2013) u Solanum
melongena (Wu X.X. et al., 2016), a Taxxke Hg —
Ha Raphanus sativus (Kapoor et al., 2014). [Tpak-
THYECKHU BO BCEX 3TUX paboTax 0TMEYasoch pe3koe
Bo3pactanrie mocie oOpaborkum BC akTmBHOCTH
(epMeHTaTHBHBIX M He(epMEHTATHBHBIX KOMIIO-
HEHTOB aHTHOKCHIAHTHOW CUCTEMBI PAaCTEHHI MpU
CTM. Kpome Toro, BC Moryr monymupoBaTh ak-
THUBHOCTb (DEPMEHTOB U JApPYTruX OEJIKOB B MEM-
Opane, MO0 BIMss HA KOH(pOpMaIwo Oelka, JIMOo
Ha aKTHBHOCTH Oe€JIKa BCIIEJICTBHE NMPSIMOrO B3aH-
MojeiicTus 6enkoB u creponnoB (Rajewska et al.,
2016).

Omunen (IT), Ta3000pa3HbIil aJKEH, HAKATI-
JIMBAETCS B PACTCHUAX TyTEM YCHICHHOTO €ro
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ouocunresa. Ilpu Cr-ctpecce dkcmpeccHs cemeir
CTBa T'EHOB AaMMHHOIMKJIONpOIaH-1-kapOoHOBOH
kuciotel (ACS) y puca ykassiBaeT Ha ponb OT B
CTM, Torma Kak MHOTOKPaTHOE TOBBILLICHUE
ypoBHsi TeHOB AP2/ERF cBHieTenbcTByeT 0 TOM,
yto DT onocpeayet npoLecch pocTa y pacTCHUH B
yenoBuwsix CTM  (Steffens, 2014; Trinh et al,
2014).

B wuccnemoBaHmM SKCTpeccHMdM TE€HOMa Yy
Medicago truncatula, mokaszano, uro DT urpaer
BaXXHYI0O pOJb B Iepefade curHaigos mpu Hg-
crpecce. [lpu pasHbix koHueHrpaimii Hg Obia
BBISIBJICHA JKCIPECCHS Pa3iMYHBIX TE€HOB, CBSI3aH-
HBIX C MeTabommnBMoM ropMoHOB (ocoderHo DT) u
curnaimuarom (Montero-Palmero et al., 2014). Oc-
HOBHbI€ CUI'HAJIbHbIE KOMIIOHEHTHI U IyTH, KOTO-
pole BrmouatoT 0enku EIN2, EIN3 u s)xacMOHOBYIO
kucnory (JKAK), a Takxke cemMeHCTBO T€HOB TpaH-
ckpurmmonHoro ¢axkropa AP2/ERF, axTuBupyrot-
csa OT n XKAK (Kazan, 2015). B padore Singh u
Shah (2014) mokazano, uTo Bo3jetkicTBHe JKAK
YCHIIMBAE€T HAKOIUICHHME AHTHOKCHIAHTOB, YTO
MPUBOJIUT K YCTOMYIMBOCTH puca K cTpeccy. Cpas-
HUTEJIBHBIM TPaHCKPUIITOMHBIM —aHamu3, IpoBe-
JICHHBI HA TIPOPOCTKAX pPHUCA, TIOABEPIIINXCS BO3-
JIercTBUI0 As-cTpecca, oKa3ajl BaXKHYIO POJib Iie-
penauu curHanoB JKAK u mimmmaoro oomMena u nx
perymsiin MukpoPHK (Yu et al., 2012).

Takum 00pazoM, (HPUTOrOPMOHBI y4ACTBYIOT
B TEPEKPECTHBIX B3aMMOJCHUCTBUAX MEXIY CHI-
HaJIbHBIMHU CETSAMH U PETYIMPYIOT PEaKIMio pac-
Tenuit Ha ctpeccel (Miransari, 2012). VcraHoBie-
HO, 4TO peakims pacteHuii Ha CTM mposiBisieTcs B
MOAYJISIIMM  ypoBHE# QuroropmoHoB. IlpoBenen-
HbIE HMCCJICIOBAHMS YKA3bIBAIOT HA CJIOKHYIO pery-
JSITIMEO SHIOTCHHBIX TOPMOHOB B oTBeT Ha CTM.
OOGHapy»XeHO, UTO MOTYT OITHOBPEMEHHO JIEHCTBO-
BaTh HECKOJIbKO MIEPEKPECTHBIX MyTEW CHUTHAJIMHIA
B peakimu Ha TM (Biicker-Neto et al., 2017). Ox-
HAKO HEOOXOIMMBI JajbHEHIINE HCCIIeI0BAaHN,
9TOOBI TOHATH, C TIOMOIIBIO KaKUX MEXaHU3MOB
reHbl, YYacCTBYIOUMX B IMepeJade CHUrHajioB Irop-
MOHOB, MOryT BoctpuHuMaTs CTM.

Jpyzue mexanuzmul peyenyuu

Pererrroponioo0Hbie  kuHa3bl (receptor-like
kinases RLKS) mnpencraBmsitor coboit ce-
PUMH/TPEOHHHOBBIC TIPOTEHHKMHA3BI. OHU OOHapy-
KEHbI KaK B KJIETKaX pPacTEHUH, TaK U KUBOTHBIX.
RLK, mBECTHBI Kak KOHCEPBAaTHBHBIE CUTHAJIbHBIE
koMmnoHeHThl. bonmpmmucTBO RLK BXOAST B cocTaB
wia3MaTHIecKod MeMOpaHbI, OJHAKO HEKOTOpHIC
U3 HUX BCTpeYaroTcs B KieTouHoi cTenke (Lim et
al., 2015) wm B mromiasme (Zhang et al., 2014).
K HacTosiieMy BpeMeHH yCTaHOBJIEHO, YTO T€HOM
Arabidopsis thaliana kogupyer 610 RLKS, koto-
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pble SIBISIFOTCSI JTOMHMHUPYIOIIMM KJIACCOM peleT-
TOpoB. OOHAPYKEHO, YTO ATH PELENTOpPhI 3ajeHi-
CTBOBaHbl B BOCTIPHSITHA a0UOTHYECKUX M OUOTH-
yecKkux (pakTopoB M curHaioB (uroropMoHoB (Ye
et al., 2017). Turmmanerii 6emok RLK coctour m3
BHEKJICTOYHOTO (JIMTaH/I-CBS3bIBAIOIIECTO), TPaHC-
MeMOPaHHOTO ¥ IUTO30JILHOTO (KaTaJUTHIECKOro)
IIOMEHOB; BHEKJICTOYHBIH JOMEH TaKHX KHHA3 00-
rat neiiHom (Greeff et al., 2012).

IIpeanonaraercs, 4TO NEPBUUHBIM COOBITH-
€M, BBI3bIBAEMBIM CTPECCOPAMH, SIBIIETCS U3MEHE-
HUE COCTOSIHMA BHeKiIeTogHoro qomeHa RLK. O6-
paimeHsasi B IUT03076 (hocPopuIMpoBaHHasl YaCTh
RLKS MoxxeT B3auMOIeiCTBOBATh C APYTUMHU OeJI-
KaMu, B yacTHoCTH, ¢ MAP-kunazamu. Mimerorcs
CBelleHHsT 0 BO3MOXHOCTH akTmBaimu RLKS ak-
THUBHBIMHM (OpMaMU KHUCJIOPOJA, FeHepalys KOTO-
PbIX YCWIMBAeTCS TpU JEHCTBHUM Pa3IUIHBIX
ctpeccopos. Hexoropsie RLKS BoicTymaror B posiu
CreIM(IYECKNX PEIeNTOPOB  (PUTOTOPMOHOB, B
T.4. CTpeccoBbIX. K TakoMy THIy KHHa3, B 4aCTHO-
CTH, OTHOCHUTCSI MEMOPaHOCBSI3aHHBIH PELICTITOP
BC BRII. BC pacno3Harorcst 6€1KOBBIM KOMIUICK-
coMm, Koropbiii Bkmouaer RLK, komwpyromiyro
BRII. BRIl moxer npuAMMaTh TENTHAHBIE CHT-
HaJIbI, TEM CAMBIM 00€CTIeYMBas 3alIUTY PACTECHHM
or CTM (Wang W. et al., 2014). [Toka3zaHo, 94TO
ypoBeHb dkcmpeccun rena RLK (LRK10L-2) B
KopHsix prca, oopaboranubix Cr(VI), 6bu1 3HaUH-
TENILHO BHINIE TI0 CPaBHEHUIO ¢ OOpaOOTaHHBIMHU
Cd, Cu u As, a Takxke 8-KpaTHO MPEBBIIIAT KOH-
tponbuble 3HadeHws1 (Trinh et al, 2014), npu 06-
paborkax Al u Cu mpopocTKOB prca dKCTpeccus
reda OSWAK11 BospacTtana B Tpu 1 1mecThb pa3 (Hu
et al. 2014). DTo mo3BONET paccMaTPUBAThH IKC-
npeccuto reHoB RLKS B kauecTBe Hajie:xxHOrO OHo-
cercopa CTM.

UyBCTBUTEIILHBIM OMOMHIMKATOPOM, pearu-
PYIOIIMM Ha TPEBBIIICHHE OE30MACHOH KOHLICH-
TpaImy MeTaJlIoB, siBjsieTcs kKapboanrunpasza (KA)
— (epMeHT, KaTaIM3UPYIOIINii 00paTUMYIO THIpa-
tammo CO, ¢ o6pazosanrem H' u HCO; (Lionetto
etal., 2012). Dtor epMeHT NPUCYTCTBYET BO BCEX
JKMBBIX OpraHm3Max W MMeeT (yHIaMEeHTaIbHOE
3HAYCHUE [JIA MPOTCKAHMS MHOIMX (DH3HOJIOrHY e-
ckux mporieccoB (DiMario et al., 2017). Merauist
WrpaloT KIIFOYEBYIO POJIb B OMOAKTHBHOCTH ATOrO
MeTaodepmenta, MoryT ObITh Koakropamu KA,
a Takke MHTHOUTOPAMHU €€ aKTHUBHOCTH U MOITYJISI-
TOpaMH JKCIPECCHH COOTBETCTBYIOIIMX TI'€HOB.
OO6HapyxeHo, 4TO akTUBHOCTH KA B mpopocTkax
orypua cyiiecTBeHHo wuHruoupoBanach Cu (Fa-
riduddin et al., 2013), Torna xak KA dacomu mo-
nassm Ni u Pb (Khalil et al., 2017). PesynbraTs
Hammx wuccienoBanuid (Bomka wu  gp., 2013;
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[Monimyk Ta iH., 2018) nokazam, uto KA cTpombl
SIBJISTIOTCSI HAUOOJIee YYBCTBUTEILHBIMU K TM, 1ont
JIEUCTBHEM KOTOPBIX JHUCCOLMHPYIOT OJIMTOMEp-
Hble (DOpMBI ()epMEHTAa M CHIDKAETCS WX AKTHB-
HOCTb, YTO OTKPBIBAET NEPCHEKTUBY HCIIOIb30Ba-
Hus cTpoMmaibHO KA B KadecTBe OHOMapkepa
TM.

3axnrwuenue

DKOJIOTHUEeCKUE CTPECCHI BIUSIOT HA Pas3iv-
YHbIE (PMBHOJIOTMIECKUE TIPOIECCHl U BBI3BIBAIOT
M3MEHEHUs] pOCTa W pa3BuTHsI pactenuid. [ms Oo-
PbOBI CO CTPECCOM Yy pacTeHHid C(HOPMHUPOBAIUCH
CJIOXHBIC CHCTEMbI CHTHAJILHBIX KAaCKaJlOB, KOTO-
pble BOCIPMHUMAIOT U TEPEAarOT CUIHAJIBI, aKTH-
BUPYIOT 3KCIPECCHIO TEHOB M 00CCICYHBAIOT
YCTOWYMBOCTH K CTPECCOBBIM CTUMYJIAM, BKITIOUAs
CTM. Pa3HooOpa3Hbie B3aUMOJCUCTBHS CUIHAIH-
HBIX CHUCTEM O0ECIeYMBAIOT YHHKAJIHLHOCTH IyTH
(opMHpOBaHMS KaXKJOro MpoIecca, HECMOTPsI Ha
UCTIOJIb30BaHKE I Miepeliayd  MHpOpMalli B
KJIeTKEe HEOOJIBIIOr0 YHCIa YHMBEPCAJIBHBIX IMOC-
pennukoB. OYEBHIHO, YTO WICCIICAOBAHUE MEXaHH-
3MOB, O0ECTICYMBAIOIIMX COBMECTHBIH KOHTPOJIb
nepesayy MHPOPMAIHs O CHTHAJIBHBIX KacKaaax,
(hyskmmonmpyromux B yciouwix CTM, Oymet oc-
HOBHBIM HATpaBJICHUEM palbOT B ITOH 00JIACTH B
OJKaiime TOJbI.
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Heavy metals are natural components of the earth's crust that accumulate from geogenic and
anthropogenic sources and remain for a long time in ecosystems, which leads to contamination of
soil and water resources of the Earth and to significant losses of yields of cultivated and wild plants.
Understanding the molecular and physiological responses of plants to the stress of heavy metals is
critical to achieving their high productivity. A comprehensive study of how plants can transform
signals about an ever-changing environment into physiological responses is essential to reduce the
harmful effects caused by heavy metals. This review concerns aspects of the functioning these
signaling systems and the perception of excess levels of heavy metals in plants. It is assumed that
the signal network component under stress caused by heavy metals can include receptors for the
perception of signaling and non-protein messengers such as calcium ions and hydrogen peroxide
used for signal transmission. A number of enzymes, including mitogen-activated protein kinases and
phosphatases, retranslate signals and cause gene overexpression of various transcription factors. In
response to the effects of heavy metal, there is increased production of ROS, which disrupts the
normal functioning of a plant cell and causes oxidative damage in biological molecules. Recent
research has extended our understanding of how plant hormones can regulate responses to various
environmental signals, the role of phytohormones (abscisic acid, auxin, brassinosteroids and
ethylene) in the perception of heavy metal stress. Recently, a number of new participants in the
processes of heavy metals perception and transduction has been considered.

Key words: heavy metals, signaling, perception, Ca®* signals, mitogen-activated protein kinases,
ROS, hormones
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Baxxi MeTamu € NMpUpPOJHUMH KOMIIOHEHTAMH 3€MHOI KOPH, SIKi HAKOITMYYIOThCSl 3 TCOTeHHUX 1 aH-
TPOTIOTEHHHX IDKEPElI, M0 MPU3BOJMTH 10 3a0pyNHEHHsS €KOCHCTeM 1 0 3HaYHHUX BTIPAT NPOIYKTU-
BHOCTI KYJBTYPHHUX i TMKOPOCIMX POCIHH. BUBUEHHS TOTO, SIK POCIMHH MOXYTh TpaHnchopMyBaTi
CUTHAJM TIPO TOCTIHHI 3MIHU Y cepenoBUII B ()i3i0JOTIYHI peakilii, BAXKIUBE I 3HWKCHHS IIKiJI-
TMBUX e(QeKTiB BaXKuX MeTamiB. Ormimg crocyetbes (YHKIIOHYBaHHSA CHCTEM pEUENIii Ta CHT-
HaJIHTY BaXXKWX METAJIB, IO iCHYIOTh B POCIMHAX. BBaxkaeTbcs, 0 KOMIIOHEHT CHTHAJIBHOI Mepe-
Ki TIpH CTpeci, CIPUYNHIOBAHOMY BAXXKMMH METaJaMHU, MOXE BKIIOYATH B cede perentopu il
CHPUIHATTI CUTHAJBHHUX i HEOUIKOBHX MECEH/DKEpIB, SKi BUKOPUCTOBYIOTHCS I Iepejadi CUTHa-
ay. Papg depMeHTiB, BKIFOUAOYH MITOT€HAKTHBOBAHI MpoTeiHkiHa3wm i (ocdartasu, peTpaHCIION Th
CUTHAJM 1 BUKJMKAIOTh CKCIPECil0 TeHIB Pi3HMX TPAHCKPHUMIIHHUX (GakTopiB. Y BiMIOBIAp Ha BIUIMB
BaXXKKOTO MeTally BinOyBaeThcsa mocuneHa reHepamnis A®K, mo nmopymye HOpMaibHE (yHKIIOHY-
BaHHSl KJITMHU 1 BUKIMKA€ OKHCHIOBAJIbHE IMOMIKOPKEHHs OioMakpomouiekys. HemaBHi mociimpkeH-
HS PO3MIMPHIN YSIBICHHS IIPO POJIb TOPMOHIB POCIMH B pelemnuii cTpecy Baxkux MetaniB. OcTaH-
HIM 9acOM pO3ITIA€TbCS PsJ HOBUX YUACHHUKIB MPOIECIB peleniii i TpaHCAyKLil CTrHAJIB Ba)KKUX
MeTaliB.

. . . . . 2+ . .
KmouoBi caoBa: eaowcki memanu, cuenanizayis, peyenyis, Ca® cuenaiu, MimozeHaxmugogaui
npomeinxinasu, APK, copmonu
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