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BJINMAHUE TAXEJIbIX METAJ1IJ10B HA 3KCMNPECCHUIO rEHOB

Y PACTEHUA

H. C. PenkuHa, B. B. TanaHoBa, A. ®. TutoB

UHcTuTyT 6uonorum Kapenbckoro Hay4Horo ueHTpa PAH

B 0630pe 0606LeHbl MnTepaTypHbie AaHHbIE MO BAUSHUIO TAXENbIX MeTalIoB Ha 3KC-
NPEeccuio PerynaTopHbIX U CTPYKTYPHbIX MEHOB, CBA3aHHbLIX C METaNIoyCTOMYNBOCTLIO
pacTeHuit. PaccmoTpeHa perynauusa cuHtesa 6ekoB, HENOCPEACTBEHHO YHaCTBYIOLLIMX
B MexaHn3Max afanTtaummn pacTeHuii K AeNCTBUIO TAXESbIX METaI0B, Ha TPaHCKPUMLN-
OHHOM W MOCTTPAHCKPUMNLMOHHOM YPOBHSAX. OBCyXaaloTcsa HoBelIne AaHHbIE MO CUr-
HaNNHIY N 9KCMPECCUN reHoB BeKOB-TPaHCMoPTEepPOoB, GENKOB 1 NenTUa0B, y4acTByio-
LWNMX B MexaHM3Max AeTOKCUKALMM TSKeNblX METaIoB, a Takke B Hecrneumduieckux
a[anTUBHbLIX PeaKLMaxX PpacTeHUI.

KnioyeBble CnoBa: TAXenble MeTansbl, CUTHAIVHT, aKcnpeccuna reHoBs, MexaHun3-
Mbl MeTaJ’IJ’IOyCTOVI‘-IVIBOCTVI.

N. S. Repkina, V. V. Talanova, A. F. Titov. EFFECTS OF HEAVY METALS
ON GENE EXPRESSION IN PLANTS

The review summarizes data from the literature on the effect of heavy metals on the
expression of regulatory and structural genes related to the metal resistance of plants.
We consider the regulation of the synthesis of proteins directly involved in the
mechanisms of plant adaptation to heavy metal impact at the transcription and post-
transcription levels. Latest data on the gene signaling and expression of transporter
proteins, proteins and peptides involved in the mechanisms of heavy metal
detoxification, as well as in nonspecific adaptive responses of plants are discussed.
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BBepeHune

Taxenble MeTanbl NPeacTaBnAlT cobon rpyn-
ny XMMUYECKUX BIEMEHTOB C aTOMHOM Maccomn
cebilwe 40 [a, obnagatoLiyx CBOWMCTBAMU MeTa-
noB [KysHeuoB, Omutpunesa, 2011]. PacteHus no-
BOJIbHO aKTUBHO MOrNOLWAIOT U3 MNOYBbl MOHbI HEKO-
TopbIX TXenbix meTannos (Zn, Ni, Cu n ap.), koTo-
pble B HEDONbLLUMX KONMYeCcTBax HeobXoOauMbl UM
0N HOpMaJIbHOWM XU3HEeOeaATeNbHOCTU, HO CTaHO-
BATCSA TOKCUYHBIMU M OMACHbIMW MPU 3HAYNTESb-
HOM TMOBbILLIEHNN WX KOHLEHTPauum B MNOYBE U B

pacTteHun [Anekceesa-lNonoea, 1991; Tutos u agp.,
2007; Pal, Rai, 2010]. Kpome Toro, Hapsgy ¢ ¢ou-
3MONOTMYECKN HEOOXOANMBIMU dfIEMEHTaMn pPac-
TEeHUS TakKxKe MOryowWAT TaXenble MeTanfbl, He
ydacTeylowme B metabonmame pactexHmin (Pb, Cd,
Hg, V) n TokcnyHble gaxe B O4€Hb HE3HAYNTENbHbIX
KOHUeHTpaunsax [Anekceesa-llonosa, 1991]. llo-
CTynasi B pacTeHUs1 N HaKamnImBasiCb B HUX, TaXe-
Jble MeTabl OKa3bIBaAIOT OTPULIATEIbHOE BINSHNE
Ha MHOIrMe MONEKYNsIPHO-reHeTudeckne (B TOM
yucne UHrMbupoBaHme 3Kcnpeccum 60/bLIOro
yncna reHoB), bmoxmmMmmnyeckune (HapylieHe OyHk-
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LMOHMPOBaHUS GEePMEHTOB, CUHTE3a OENKOB 1 Ap.)
1 ounsnonornyeckne npoueccsl (GoTocuHTES3, Abl-
XaHue, BOAHbIA 0OMEH, MMHEpanbHOE MUTaHMe n
Op.), 4TO NPSIMO UN OMOCPEAOBAHHO MPUBOAUT K
TOPMOXEHMIO VNN NPEKPALLEHUIO UX POCTa U pas-
BUTUSA, @ B OMPEOENEHHbIX ClydYasx — U K rmbenu
[Anekceea-lonoea, 1991; TutoB n pgp., 2007;
Gallego et al., 2012]. BmecTe ¢ TeM cnenyert y4u-
TbiBaTb, YTO pacTeHUs 06nafaT AOCTATOYHO LUM-
POKMM CMEKTPOM  3aLUUTHO-MPUCIOCOOUTENBHBIX
MexXaHM3MOB, CHOPMUPOBABLUMXCS B MpoLecce
ONUTENBbHOM 3BOMIIOLMN N OENCTBYIOLLMX HA Pa3dHbIX
YPOBHSIX OpraHn3aumm — oT MOJIEKYSIIPHOro A0 op-
raHn3mMeHHoro, Gnarogaps KOTOPbIM OHW CNOCO6-
Hbl aAanTUPOBATLCS N BbDKMBATb B YC/OBUSIX 3a-
rPS3HEHNS OKPYXKAIOLWEN cpenpl TsKenbiMu MeTan-
namu [TutoB u ap., 2007; Blaby-Hass, Merchant,
2012; Gallego et al., 2012].

Kak nokasblBalOT NCCEeA0BaHUs, B OCHOBE Me-
XaHN3MOB METaINIOYCTONYMBOCTN PACTEHUN, Tak
Xe Kak U B OTHOLLUEHMM YCTOMYMBOCTU K APYrUM
cTpecc-dakTopamM, BO MHOIMX Clydasix NeXUT UH-
OYUMPOBaHHbIN CUHTE3 BENKOB, CBA3AHHbIN C 3KC-
npeccunein onpeaeneHHbIX reHoB (U1 rpynn reHoB)
M CMHTE30M de novo cTpeccoBbIx 6enkos [Vinocur,
Altman, 2005]. Mpwu aTOM Nepegadya cmrHana B pac-
TEHNAX O [OEenCTBUM CTpecc-dakTopa BKIOYaeT
B cebs Ha YpOBHE KJIETOK TPM OCHOBHbIX 3Tana —
BOCNpuaTME  (peuenuuio) curHana, nepenadvy
(TPaHCOYKUMIO) U yCUNEHME CuUrHana, M3MeHeHust
B aKcnpeccuu reHos [Jlytosa n ap., 2010] n ocy-
LLEeCTBNSAETCS C y4aCTUEM C/IOXHOW CETU CUrHasb-
Hbix cuctem [Bohnert et al., 2006; Fujita et al.,
2006; Maksymiec, 2007; DalCorso et al., 2010].

Peuenuusa n TpaHcaykuusa curHana,
BbI3BAaHHOIO AeliCTBMEM Ha pacTeHuUd
TAXKesbiX METaIOB

K HacTosiLeMy BpeMEHU YCTaHOBIEHO, YTO TH-
Xenble MeTaflbl CBA3bIBAIOTCA C peuentopammu
nnasmanemMmbl PacTeHUN, TEM CaMbIiM FreHepupysi
cTpeccoBbin curHan [Thévenod, 2009; DalCorso
et al., 2010]. B panbHenwem B nepegade curHana,
BbI3BAHHOIO [OENCTBMEM HA PaACTEHUS TSXKENbIX
METaIOB, NMPUHMMAIOT y4acTUE CUrHaNbHbIE MO-
nekynbl (akTuBHble GOpMbl Kncnopoga n Guto-
rOpMOHbI), cucTema Ca’’-kanbMoaynviH, kackag,
dochopunnpoBaHus MUTOrEH-aKTUBMNPYEMbIX
npoTenHknHas (mitogen-activated protein kinase)
(MAPK) [DalCorso et al., 2010].

Mpn 3TOM NOKasaHo, 4YTO B Peakumio pacTeHus
Ha TsXXesNble MeTalibl MOryT ObITb BOB/IEYEHbI pPa3-
JNNYHbIE CUrHanbHble Mmonekysel [Maksymiec, 2007;
Mazzucotelli et al., 2008; Thévenod, 2009; Gallego
et al., 2012]. Hanpumep, 0oHUM U3 PaHHVX OTBETOB
pacTeHuss Ha BO3AECTBME TAXeNbIX METaNIoB SAB-

NAEeTCA YCUNEeHne reHepauym akTUBHbIX GOopM Ku-
cnopoga (APK), B nepsyio o4epenb Nepekncn Bo-
[opoaa, KOTopble MOryT BbICTynaTb B KayecTBe
KIOYEBbBIX CUIHasbHBIX MOJSIEKYN U 3anyckaTb Le-
NMOYKY  MOCNEOyLWMX  3aAWUTHbIX  peakuui
[Maksymiec, 2007]. Tak, yBenmyeHmne coaep>xaHms
H,O, oTmMeyeHOo npu BO3AENCTBUN MeON U KaaMns
Ha pacTtenus Arabidopsis thaliana L. [Maksymiec,
Krupa, 2006; Gallego et al., 2012]. lNepekncb BOOo-
pooa aktmeBupyet cneundunyeckme MAP-kackagpl,
KOTOpbIE, B CBOIO OYepedb, PErympyrtoT aKcnpec-
CUIO0 FEHOB, YYaCTBYIOLLMX B 3aLUMTHBIX peakumsax
pacteHuin [Gallego et al., 2012]. Hapaagy ¢ A®K
B Nepejaye cuvrHana O BO3OAENCTBUM Ha pacTeHMUS
TSXKENbIX METANIOB, B YACTHOCTU KaMUS, y4acTBY-
IOT PUTOrOPMOHBbI — STUNEH, CaNULMNIOBAs N Xac-
MoHoBas kncnotbl [DalCorso et al., 2010].

BaxkHyl0 ponb B KJIETOYHOM CUTHaNMHIe urpaet
TaKke YHMBEPCASIbHBIN BTOPUYHBIN Meccenmxep Ca®
M curHasnibHas cuctema Ca’'-kanbmopynvH, kotopas
MOXET aKTMBMPOBATLCA W MOA, BIANSHUEM TSXKesbIX
metamnoB [DalCorso et al., 2010]. B yactHoCTU, B OT-
BET Ha OENCTBME TsXKeNblX METa//IOB NPoucxoauT
pes3Koe MOBbILLEHNE KOHLEHTPALUMN KasbUUS B LIMTO-
30ne. MoHbl KanbUps CBA3LIBAIOTCH C HU3KOMOJIEKY-
NSPHBIM  PErynATOPHbIM  OEeNKOM  KanbMOOyIMHOM,
4TO Mo3BonseT Kommnekcy Ca’-kanbMogynMH aKTu-
BUpPOBaTb MNPOTEMHKMHA3bI, dochopunmpyome
6enkn. JT0, B CBOIO 0Yepeab, MPUBOOUT K U3MEHE-
HUIO DYHKUMOHASIBHON akTMBHOCTU U K MNOCnenyto-
e aKTUBALIMM 3KCMPECCUM reHOB, NPOAYKTbl KOTO-
pbIX BOB/IEYEHbI B GPOPMMPOBAHNE METAINIOYCTONYM-
BOCTW. Hanpumep, TpaHcreHHble pacTeHus Tabaka ¢
noBbILLEHHOM akcnpeccuel reHa NtCBP4 (Nicotiana
tabacum calmodulin-binding protein) xapakrtepn3ay-
IOTCS BbICOKOWM YCTOMYMBOCTLIO K HUKENIO [Arazi et al.,
1999].

MoMMMO 3TOr0 YCTaHOBNIEHO, YTO B OTBET Ha
DEeNCTBME TSXENbIX META/IOB MOXET akTUBUPO-
BaTbCSA Kackan peakumn dochopunmpoBaHmsa Mu-
TOreH-akTMBUpyembix  nNpoteuHkmHas  (MAPK)
[Jonak et al., 2002; Samajova et al., 2013]. B atom
cnydae npoucxogut nocnegosatenbHoe ¢$ocdo-
punupoBaHune Tpex npotenHkmnHas: MAPKKK (MAP-
KMHa3a-KMHasa KuHasbl) nepenaetr (pochOopHbIn
ocTtatok knHase MAPKK (MAP-knHa3a knHa3sbl), KO-
Topas 3atem ¢dochopunmpyet MAPK (MAP-knHa-
3y) [DalCorso et al., 2010; Gallego et al., 2012].
MAP-knHasa nepemeLlaeTcs B 94p0, rAe akTuBU-
pyeT Opyrme NpOTEMHKUHA3bl N TPaAHCKPUMNLUMOH-
Hble ¢pakTopsl [DalCorso et al., 2010]. Takum obpa-
30M, MAP-KMHa3HbI Kackap, SBNSETCS BaXHbIM
CnocoboM TpaHCOyKLUMN CuUrHana o BO3OENCTBUM
TEXKENbIX METAMIOB Yy pacTeHui. [lokasaHo, 4To
BO3OENCTBME KagMns NPMBOAMT K akTuBauum re-
HoB, kogupyowmx MAPK y npopocTkoB puca [Yeh
et al., 2004] v mouepHbl [Jonak et al., 2004]. AHa-

@



JNIOrMYHBIN 3P PHEKT OTMEYEH Y NPOPOCTKOB JIOLEP-
Hbl Nog, BavsiHmemM meam [Jonak et al., 2004].

Takum 06pa3om, NpPouecc TPaAHCAYKLUMN CUr-
Hana o0 AeNCTBUN TAXENbIX MeTaslJIOB Ha pacTeHne
Mo CUrHasbHbIM NYTAM B KOHEYHOM UTOre obecne-
ynBaeT Perynauuio CUHTEe3a TPaHCKPUMLMOHHbBIX
¢dakKkTopoB, KOTOPLIE, B CBOIO 04Yepedb, akTUBUPY-
IOT 9KCMPECCUI0 FreHOB, KoaupyloLwwmx 6enku, yya-
CTBYIOLLME B rMpoueccax ajanTtauum pacTeHui
K TAXeNnbIM MeTanfiam 1 nx geTokcmukauum.

dkcnpeccus reHoB TPAHCKPUMNLMOHHbIX
¢$aKkTOpoB Npu AEeACTBUN TAXKEIbIX
MeTaJUI0B Ha pacTeHus

TpaHCKpUNUMOHHBIE dakTopbl — 3TO Oenkw,
KOHTponupyoLme npouecc cuHteda MPHK Ha maT-
pvue OHK nytem cBsa3biBaHMsa cO cneumnduyecku-
Min yqactkamn OHK [Matpywes, 2000], 6narogaps
4YemMy OHW UrPaloT BaKHYIO POJib B MHULMALMN NPO-
rpamMmMbl NOBbILLEHNS UV CHXXEHUS YPOBHS TPAHC-
KpUNuMm reHoB. XapakTepHasi 0COOEHHOCTb dak-
TOPOB TPAHCKPUNLMUN — HANM4Yne B UX COCTaBE Ofl-
Horo nnn 6onee AHK-ceasbiBaOLMX JOMEHOB, KO-
TOpble, B CBOIO O4epe b, CBA3bIBAIOTCS CO cneuu-
dunyecknmm yqactkamu OHK, pacnonoxeHHbiMn B
perynatopHbix  obnactax reHoB  [Vaahtera,
Brosche, 2011]. B HacTosiLLee BpeMS BbIAENEHO U
OMWCAaHO HECKONbKO COTEH TPAHCKPUMNLNOHHbBIX
¢daKkTopoB y pacTeHwurt apabugornicuca u puca
[Weber et al., 2006]. B nocnegHue rogpl NosSIBNSIOT-
CSl CBEAEHMS O PO TPAHCKPUMLUOHHBLIX (hakTo-
pPOB B perynaumn TPaHCKPUNUMK FEHOB, WUHAYLIN-
PYEMbIX OENCTBMEM TSXESNbIX METanNoB, OAHAKO
9TW JaHHbIE HEOOHO3HAYHBI, @ MHOrAA U NPOTUBO-
peumBbl. OgHa U3 BO3MOXHbIX MPUYUH CIIOXHOCTU
N3Yy4eHUs1 PONM TPaHCKPUMNLMOHHBIX (HaKTOPOB B
3aLMTHO-NPUCNOCOOUTESbHBIX pPeakuusx pacTe-
HUIN Ha OENCTBUE TSXKESbIX METAJ/IJIOB CBA3aHa C UX
BKJIIOYEHNEM B CUIHaANbHbIE NYTWU, UHOYLMPYEMbIE
DEeNCTBMEM U Opyrux abuoTudeckmx akTopoB
[Singh et al., 2002].

Ina papoa TpaHCKPUNUMOHHBLIX GpakTOpOoB Moka-
3aHa HAYKUMS NX 9KCNPEeCCun o, BAVSIHUEM Kafl-
Mua. Tak, Hanpumep, YCTaHOBJIEHA akTUBaLMUS
rEHOB, KOAMPYIOLLMX CEMENCTBO TPaHCKPUMLUMNOH-
Hbix dakTopoB AP2/EREF (APETALA2 / ethylene-
responsive-element binding factor). lNpegcrtasute-
M 3TOr0 CEeMEeNCcTBa coaepXar KOHCepBaTUB-
Hbin  [HK-cBasbiBaowmii  gomeH AP2/EREBP
(APETALA?2 / ethylene-responsive-element binding
factor) [Weber et al., 2006]. K naHHOMYy cemencTBy
otHocsaATcs DREB (DRE-binding factor) n CBF
(CRT/DRE binding factor), cnocobHble akTMBMpPO-
BaTb psa MHOYLMPYEMBIX CTPECCOM FEeHOB-MULLIE-
Hel, NoBbIas YPOBEHb UX TPAHCKPUMLMM 32 CHET
cea3biBaHus ¢ DRE/CRT anemeHnToM (dehydration-

responsive element / C-repeat), pacnonoxeHHbIM
B MPOMOTOPHOM y4acTke. B akcnepumeHTax ¢ npo-
pocTkamu MweHnupl Habnoaanock yBenuyeHue
cogepxxaHuns TpaHckpunToB reHoB DREB1 n CBF1
B JINCTbSAX yXe Yepe3 15 MUH OT Havyana aencrens
cynbdata kagmus (100 mkM), KOTOpOe CoxpaHs-
JIOCb Ha MOBLILLEHHOM YPOBHE Ha MPOTSAXEHUN
7 cyt [PenkuHa n gp., 2012]. OTMeTUM, 4TO B KOP-
HAX puca reHbl TPAHCKPUMUMOHHBLIX (aKTOpPOB
OsDREB1A n OsDREB1B akTuBMpoOBanncb Yepes
3 4 ot Havana gericteusa Cd (10 mkM) [Ogawa et al.,
2009]. B otnnume oT 3TOro y pacteHur ranoputa
Limonium bicolor nop, BausHnem CdCl, n CuSO, B
6onee BbICOKOM KoHUeHTpauun (150 mkM) npowc-
XOOWIO CHUXEHME CoaepXaHs TPAHCKPUMTOB re-
Ha LbDREB B nucTbsax 1 kopHax [Ban et al., 2011].

MoMUMO 3TOro yCTaHOBNEHO, YTO KagMUM,
a Takxke LUWHK MOBbLIWAIOT 3KCMPEeCcCuio reHOoB,
KoaMpyloLwmnx $akTopbl TPaAHCKPUNUUMKN CeMeNn-
ctBa MYB (MvYeloBlastosis protein) — MYB4,
MYB10, MYB72 y pacTtenun A. thaliana [Van de
Mortel et al., 2008]. NMpn 3TOM yBENNYEHUE CO-
OepxXaHus TpaHckpuntoB reHa MYB72 nopg
BNMAHNEM KaAMWUS U LMHKA OTMEYEHO B JINCTb-
X, HO He B KOpHAX apabugoncuca [Van de
Mortel et al., 2008]. Mpwn pgencTeum kKagmMmnsa 3Ha-
ynTenbHO MOBbIWANACb  3KCApeccus reHa
MYB28 y Thlaspi caerulescens [Van de Mortel
et al., 2008]. Kagmuin Takxe ycunmean akcnpec-
cuto reHoB MYB43, MYB48 v MYB124 B KOpHSAX
A. thaliana, a meapb He Bbi3blBana akTuBaumn nx
akcnpeccuu [Weber et al., 2006].

HakoHeu, nokasaHo, 4To NnoA, BAUSIHUEM KaaMUs
M LUMHKA B KOPHSAX N NINCTbSX A. thaliana npouncxognt
HakoneHne TpaHckpunToB reHa bHLH 100, oTHOCS-
LEerocsa K CEMENCTBY IeHOB, KOAMPYIOWMX TPaHC-
KpunuuoHHble ¢akTopbl bHLH (basic helix-loop-
helix) [Van de Mortel et al., 2008]. B otnnune ot
atoro y T. caerulescens mnoBbILLEHNE 3KCNPECCUN
JAHHOro reHa Habnanochb TONLKO NoA, BINSHUEM
kagmus [Van de Mortel et al., 2008].

MHTEPECHO, YTO KaaMUN TakxXe MHAyuupoBan
y T. caerulescens 3KCnpeccuto reHa TPaHCKpuUn-
umoHHoro daktopa WRKY53, koaupytolwlero de-
NIOK, OTHOCSLLMIACA K CEMENCTBY TPAHCKPUMLOH-
HbiX dpakTopoB WRKY [Wei et al., 2008]. TpaHc-
KPUNUMOHHbIE PaKTOPbl AAHHOIO CEMENCTBA CMo-
COoOHbl CBAA3bIBATLCS C MOCeO0BaTesIbHOCThbIO
W-box B NpoMOTOpHOW 06nacTu MHOIMMX reHos,
Hanpumep, PR-reHoB (pathogen related), koan-
pYOLWVX 3alMTHbIE BeNkn, KOTOopble NPUHUMAIOT
ydyacTve B MexaHn3mMax yCTOMYMBOCTU Kak K Bu1o-
TU4ECKUM, Tak U K abunoTtmyeckum dakropam,
BKJItOYas Tsxkenole meTtannsl [Wei et al., 2008].

MpencraButenaMm ewe OOHOrO CEMENCTBa
GakTopoB TPAHCKPUMNLUUN, SKCNPECCUS KOTOPbIX
Takke akTMBMpoBanacb kagMmuem, asnaitca bZIP
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(basic leucine zipper proteins). 3TOT TpaHCKpUNLUN-
OHHbIM HaKTOp COAEPXNT BbICOKOKOHCEPBATUBHbIN
bZIP pomeH, cocTosLwMin U3 OCHOBHOIO LOMEHA,
OTBETCTBEHHOro 3a cea3biBaHme ¢ JHK-cneundu-
YeCKol nocnenoBaTenbHOCTbIO, N AOMEHA «1enum-
HoBasi 3acTexka» [Liao et al., 2008]. TpaHckpmnup-
OHHble pakTopbl bZIP 06Hapy>XeHbl Yy MHOIMX BUAOB
pacTeHMn N y4acCTBYIOT B Pa3INYHbIX GU3NONOrn-
4YeCKux npoueccax, B TOM YMC/e B OTBETHbLIX peak-
UMaX pacTeHUn Ha AOencTBue cTpecc-¢pakTopoB
[Zou et al., 2008]. OTMeTUM, 4TO 3KcCnpeccus re-
HOB akToOpoB TpaHckpunumn bZIP nosbiwaeTcs
yXxe 4epes 6 yacoB oT Havana so3gencTtema CdACI,
B KOPHSX, IMCTbSIX N CTeBNEe TpaHCreHHbIX pacTe-
HUN Tabaka, WHPUUMpPOBaHHbLIX Agrobacterium,
copepxawlen red ThbZIP1, BblOENEHHbIN N3 rano-
dwuta Tamarix hispida [Wang et al., 2010].

Kak oTmevanocb Bbille, TPAHCKPUMNUUOHHbIE
dakTopbl CMOCOOHbI akKTUBMPOBATbL 3KCMPECCUIO
CTPYKTYPHbIX FEHOB. Tak, Npu ENCTBUN TAKENbIX
MEeTaINIOB MPOUCXOAUT akTuUBauMsa 3KCNpPeccuu
reHoB, Koaupylowmx 6enkn, y4yacTBylOLME Kak
BO BHYTPUKJIETOYHOM, Tak U B AaJIbHEM TpaHC-
nopTe TsSXXeNbIX MeTansioB No pacteHuto. Hapsay
C 9TUM aKTUBU3UPYKOTCS MNpouecchl obpasoBa-
HMSA XenaTHbIX KOMMIekcoB. B ocHoBe aTux Npo-
LLECCOB TakXe NexXunT akTuBaums aKCNpeccuun re-
HOB, MNPOAYKTbI KOTOPbLIX y4aCTBYIOT B AE€TOKCUKA-
NN TAKENBLIX METANOB.

OpHako cnepyeT ykasaTb, YTO B HacTosllee
BPEMS MUCCNeAoBaHMA, NOCBSALLEHHbIE CUMHANNH-
ry, BbI3BaHHOMY AENCTBMEM TSXENbIX METANOB,
noka ewe eauHNYHbI 1 NO3TOMY NMPEeACTaBAEHUS O
nyTax nNepenadn CTPEeCcCOPHOro curHana m 0co-
OEHHOCTAX UX (PYHKUMOHMPOBAHUSA B YCIOBUSIX
0ENCTBUS TOrO MU MHOMO TSXKENOro MeTtanna no-
BOJIbHO pparmMeHTapHsbl.

BnuvsiHue TsHKenbIX MeTansioB Ha 3KCMPEeCcCuio
reHoB 6esikOB-TPaHCNOPTEpPOB Y pacTeHUiA

ZIP cemeiicTBO 6€/1KOB-TPaHCNOPTEPOB.
TpaHcnopTHble OGenkn ZIP  cemelictBa (Zinc
related transporter / Iron related transporter — like
Protein) nokannsoBaHbl Ha nnasmanemme. OHU
Obln 0OHapPYXeHbl Yy 6ONbLLUNMHCTBA BUAOB pacTe-
HUI, a Takke y 6akTepuin, rpudoB U XUBOTHbIX
[Colangelo, Guerinot, 2006]. MexaHn3m gencTeuns
©eNlkoB JaHHOro CeMeNCTBa MOJSIHOCTbIO HEe U3y-
YyeH, 0QHaKO HegaBHMMMU MUCCNeaoBaHUSMU OblNo
rnokasaHo, 4TO TPaHCMNOPT MOHOB C NomoLbio ZIP
TPaHCNOPTEPOB OCYLECTBASETCA MNACCUBHO MO
KOHLEHTpaunoHHOMY rpaaueHTy [Lin et al., 2010],
B YACTHOCTW, OHM YHaCTBYIOT B NEPEHOCE ABYXBa-
JNIEHTHbIX KaTUOHOB 4epe3 nnasmMasemmy. Y
A. thaliana BblOENEHO HECKONbKO FEHOB, KOAOU-
pylowmnx ZIP TpaHcnoptepsl, — AtZIP1-AtZIP5,

AtZIP9-AtZIP12 w AtIRT3. YCTaHOBNEHO, 4YTO CO-
Jep>XaHue TPaHCKPUNTOB 3TUX reHoB Y A. thaliana
Bo3pacTaeT npu Hepoctatke Zn [Hanikenne,
Nouet, 2011], Torga kak y rmnepakkymynsitopoB
Arabidopsis halleri v T. caerulescens akcnpeccug
reHoB ZIP4, ZIP10, IRT3 no mepe nocTynneHus
UMHKa B pacTeHus cHuxaeTtca [Kramer et al.,
2007]. Hakonnenne mPHK ZIP1 n ZIP3 npouncxo-
OUT NpenMyLLeCTBEHHO B KOPHAX A. thaliana v ak-
TUBMPYETCA MNPU  HUBKUX KOHUEHTpauusax Zn
[Grotz, Guerinot, 2006], B TO BpeMs KaK reH
AtZIP4 akcnpeccupyeTcsl Kak B KOPHSX, Tak U B
noberax apabugoncuca, 4To No3BOJISET Npeano-
naraTtb y4acTue npoaykTtoB reHoB cemencTea ZIP
B nornoweHun mn TpaHcnopte Zn [Cohen et al.,
1998]. B knetkax Clamydomonas npu HegocTaTke
UMHKa aKkTMBMU3mMpoBanachb akcnpeccus rena IRTT,
a HaKoMnJIeHne TPaHCKPUNTOB reHa IRT2 oTMe4YeHo
npu pedununte megu [Blaby-Haas, Mercham,
2012]. B kopHsax apabugoncuca reH IRT1 3kc-
npeccupoBasca Takke Npu HegocTaTke Xenesa,
4YTO MOXEeT cBuaeTenbCcTBOBaTb 00 yyactum ZIP
O€eNKoB-TPaHCMOPTEPOB B MOrJIOWEHMN N3 MOYBLI
Fe* [Verret et al., 2004].

Onsg MHormx OenKoB-TPaHCMOPTEPOB Xapak-
TepHa HM3Kas M30bMpaTenbHOCTb MO OTHOLLEHUIO K
MOHaM MeTalsIoB, NOSTOMY OHU MOMYT NPUHUMATb
ydacTve B MNOrfOWEHUM N TPAHCMNOPTE pPa3HbIX
OBYXBaNeHTHbIX KaTUOHOB. Hanpumep, B KOPHNAX
apabugoncuca n ropoxa npu geduvumTe xenesa
akcnpeccus reHa IRT1 n COOTBETCTBEHHO CUHTE3
TpaHcnopTHbIX 6enkos IRT1 cnocobCcTBYET NMOrno-
LEHNIO KaTMOHOB Kaamua n uuHka [Cohen et al.,
1998]. Y apabugoncuca akcnpeccus reHa AtIRT1
aKTUBMPOBanacb NMpu BO3AENCTBUN HUKENS, 4TO
rOBOPUT O BO3MOXHOM Yy4acTumM TpaHchnopTepa
IRT1 B akkyMynaumm n TpaHcnopTe 3TOoro metanna
[Zhao, Eide, 1996]. Y T. caerulescens akcnpec-
cua reHa ZTP1 TpaHcrnopTepa LMHKa cnocobcTBy-
€T nornoweHuto Hukens [Assungao et al., 2001].

Kpome TOro, nmpegnonaraetcss BOSMOXHOCTb
yyactuna psaga ZIP TpaHcnopTtepos (ZIP6, ZIP4,
IRT) B 3arpy3ke TaXesnblX MEeTassloB B KCUIIEMY
M B JanbHEM TpaHcnopTe no pacteHuto [Kramer
etal., 2007].

NRAMP cemeiicTBO 6€JIKOB-TPaHCIIOPTEPOB.
Benkn TpaHcnoptepsl NRAMP (natural resistance
associated macrophage protein) ob6HapyXeHbl Yy
BCEX XMBbIX OpraHM3mMoB. benkn aToro cemencrea
JIOKaNM30BaHbl Ha TOHOMMAcTe W nNnasmanemMme U
NepeHOCHAT ABYXBAJIEHTHbIE KaTWOHbI [Kramer et al.,
2007]. Mpepnonaraetcs, 4TO OCHOBHas yHKUUS
6enkos NRAMP 3akntoyaeTcs B TPaHCNOpPTE UOHOB
xXenesa 13 Bakyonu B LMTO30/b U NOAOEPXAHUN UX
romeocTtasa y apabugoncuca [Thomine et al., 2000].
Kpome Toro, tpaHcnoptepel NRAMP3 1 NRAMP4
Yy4acCTBYIOT B MEPEHOCE KaaMUS U3 BaKyonn B LIUTO-

@



305k [Verbruggen et al., 2009]. Noka3aHo, 4To y A.
halleri v T. caerulescens reH NRAMP3 3kcnpeccu-
pPOBaICS NPEMMYLLIECTBEHHO B KOPHSIX, HO Y A. halleri
3KCnpeccust JaHHOro reHa Habnoganacb U B nobe-
rax. Kpome Toro, B KOpHsix T. caerulescens akcnpec-
cupoBanuck reisl NRAMP1 n NRAMP5 [Becher et
al.,, 2004; Talke et al., 2006; Van de Mortel et al.,
2006]. YcTaHOBNEHO, YTO Y TPaHCreHHbIX pacTeHUN
apabupgoncuca ceepxakcnpeccus reHa AtNRAMP1
YBENNUYMBAET YCTOMUMBOCTb K BbICOKMM KOHLIEHTPA-
umam xenesa [Curie et al., 2000].

CTR cemericTBO 6€s1IKOB-TPaHCNOPTEPOB.
Mpenctasutenn CTR (The Copper Transporter
Family) cemeiicTBa 6e1KOB-TPaHCNOPTEPOB BNep-
Bble Obli OOHAPYXEHbI Y OPOXOKENA U MeKonn-
Talowmx, a 3aTemM 1 y pacteHmin. lNokasaHo, 4to y
A. thaliana akcnpeccua reHa COPT1, koampyto-
wero 6enok COPT, nokanusoBaHHbIA Ha Naasma-
nemMmme, murpaeTt Kl4eBYID POJib B MOrAOWEHUU
meam [Sancendn et al., 2004].

CDF cemericTBO 6€/1IKOB-TPaHCIIOPTEPOB.
Benku-tpaHcnopTepbl cemenctea CDF (CATION
DIFFUSION FACILITATOR) mmMmeloT Takxe BTOpoe
HazsaHue MTP (Metal Tolerance Protein). MNpea-
CTaBUTENW OAHHOro CeMeNCTBa CrnocobHbI nepe-
HOCUTb WOHbl ABYXBANEHTHbIX METaIoB, TakuXx
kak Zn, Cd, Co, Ni u Mn, n3 umto3sons: nam B Baky-
OJlb YEPE3 TOHOMNACT, NN U3 KNETKM Yepes nnas-
manemmy [Blaudez et al., 20083; DalCorso et al.,
2010]. 9kcnpeccus reHa AhMTP1 y pacTeHui
A. halleri noBbilanack B NPUCYTCTBUU LMHKA Mpe-
MMYLLLECTBEHHO B nnCTbsX [Kramer et al., 2007].
Jaxe He3HauMTenbHOE yBENUYEHME IKCMPECCUn
reHa AhMTP1 y A. thaliana cnoco6¢cTBOBano BO3-
pacTaHnio YCTOMYMBOCTU PACTEHUN K MOBbILLEH-
HbIM KOHUEHTpauuam umHka [Kramer et al., 2007].
OpHako reH MTP8 He 3akcnpeccupoBancs y rm-
nepaxkkymynatopoB A. halleri v T. caerulescens
noAa, BAUSIHUEM LMHKA, HO MOBbLILLEHNE Coaepxa-
HUA ero TpaHckpunToB Yy A. halleri npoucxoanno
B KOPHSIX B MPUCYTCTBUM KagMUs U Meau, a Takke
B noberax npu gencteum meaun [Talke et al., 2006;
Becher et al., 2004]. 3Ty gaHHbIE CBUOETENLCTRY-
10T 06 yyactum TpaHcnopTepa MTP8 B romeocTa-
3€ HECKOJIbKMX TSXKEbIX METaN0B.

CewmericTBO 6esnikoB-TpaHcnoptepos ATda3
P1B-tuna. benkn-tpaHcnoptepbl ATda3 P1B-1u-
na npuHaanexar K cynepcemenctey AT-da3z P-tu-
na. MNMpeacrtaBuTenn JaHHOro CeMencTBa cnocob-
Hbl MEPEHOCUTbL KaTMOHbI METaNNO0B Yepel Ornosno-
rmyeckne MembpaHbl U3 uMTonIa3mMbl B BaKyosb
WM anonnacTt NPOTMB 3NEKTPOXMMUYECKOro rpa-
OVeHTa 3a CYeT 3Heprun rugponmsa  ATD
[Colangelo, Guerinot, 2006]. 8 AT®da3 P1B-Tunay
A. thaliana v Oryza sativa 6bIn1 NEPEUMEHOBAHbI
B HMA (heavy-metal ATPases). benku-tpaHcnop-
Tepol HMA nopgpasgensioTcs Ha fgBa kiacca.

MpencraBuTenu NeEpBOro y4acTBYIOT B TPAHCMOP-
Te oAHOBasieHTHbIX MOoHOB (Cu'/Ag), B TO Bpems
Kak 6enkym BTOPOro — CMOCOOHbLI TPAHCMOPTUPO-
BaTb ABYXBasieHTHbIe NOHbI (Zn/Co/Cd/Pb) [Verret
et al., 2004; Gallego et al., 2012]. Hanpumep, npu
nencTeum BbICOKUX KOHLLEHTpauui Zn
n Cd noBbllwanacek akcnpeccus reHa AtHMA4 y
apabuponcuca u T. caerulescens [Verret et al.,
2004], a Takke Tpex reHoB HMAs (OsHMAS,
OsHMAG6, OsHMA9) y puca [Verkleij et al., 2009].
HMA 6enku otnuyaloTcs OonblUelr CenekTUBHO-
CTblO, 4eM OeNKn-TpaHCNOPTEPbI APYrvX KNacCoB.
B yacTtHocTn, 6enkn HMA2, HMA3 n HMA4 cno-
COOHblI TPaHCMOPTUPOBATb TOJNIbLKO KaTUOHbI Zn
n Cd [Kramer et al., 2007]. Npn atom HMAS nepe-
HocuT Zn n Cd 13 uutonnasmbl B BakyoJlb Yepes
TOHOMMACT, a NOKaNM30BaHHbIE B MiasmManemMmme
HMA2 n HMA4 y4yacTByiOT B 3arpyske aTux meTan-
JIOB B KCUNEMY U TPAHCMOpTe 13 KOpHel B nober
pacTteHus [Vong, Cobett, 2009; Rascio, Navari-
Izzo, 2011]. OTmMeTuMm, 4TO reH puca OsHMA9 mo-
XET y4acTBOBaTb B TPAHCMOPTE HE TOJIbKO LIMHKA
1 kagmus, Ho 1 cemHua [Verkleij et al., 2009].

CemeiicTBOo 6enkoB-TpaHcnopTepoB ATPa3s
V-tuna. bBenkun AT®a3 V-Tmna cnocobHbl obecne-
ymnBath paboty Cd> / H'-aHTunopTepa. B HeJasHmx
nccnegoBaHmsx Obl10 NMokaszaHo, 4TO KagMuin U
Meab CNoCcOBCTBYIOT akTUBALMIN SKCNPECCUM FEHOB,
koampyowmx ATdasbl V-Tna B KOPHAX pPacTeHns
AYMEHS MU Orypua coOTBETCTBEHHO [Kabala et al.,
2010; KagHuHa u gp., 2013]. B yactHOCTH, Y Npopo-
CTKOB SidMEHS Nof, BANSHNEM Kaamus Habnioaanocb
YCUJIEHME 3KCMPECCUN FrEHOB ABYX CyObeanHuL, Ba-
KyonsipHoit H'-AT®asbl HWHA ¢ u HvHVA E, uTo
CBUAETENLCTBYET 00 MX y4aCTUM B MEXaHU3MaX Me-
TannoyctonumsocTtun [KasHuHa n gp., 2013].

ABC cemelicTBO 6e/IKOB-TPaHCNOPTEPOB.
Benkn-tpaHcnopTtepsol ABC (ATP-binding
cassette) oGHapyXeHbl Y pasHbIX BUOOB pacTe-
HUA, B TOM u4ucne y apabumpgoncuca U puca
[Uraguchi, Fujiwara, 2012]. laBecTHO, 4TO Benkun
ABC-Tvna npuHMMaloT yd4acTve B TpaHcrnopTe
MOHOB MeTannoB B popme XenatoB B BaKyOsb
yepes ToHonnacT [Kramer et al., 2007]. B gaH-
HOM CeMeNcTBe BblaenstoT nogcemenctso MRP
(multidrug resistance associated proteins),
XapakTepHoe A9 MAEKONUTAIOWUX, OOHAKO re-
Hbl, kogupylowme MRP 6enku, oGHapyXeHbl U Y
pacTeHui, B YacTHOCTU apabuponcuca v puca
[Klein et al., 2006]. YBenuyeHune copepxaHus
TpaHCcKpMnTOB reHa AtPDRS8, xoampyiloLwero
6enok AtPDR8 ABC-TuMna, nokann3oBaHHbIl
B nnasmaneMme apabugoncuca, nNpovcxonmno
B MPUCYTCTBMN KagMWUS N CBUHLA, @ TPAHCreH-
Hble pPacTEHUs CO CBEPX3KCMpPEeCcCuen reHa
AtPDR8 v NoBbILLEHHOW MEeTanI0yCTONYNBOCTbIO
HE aKKyMynMpoOBalM MOHbI 3TUX MeTasnnoB. OTO
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MOXHO paccMaTpuBaTb Kak CBMOETENbCTBO y4ya-
ctna 6enkoB-TpaHcnopTepos AtPDR8 ABC-ce-
MelCTBa B BbIBEAEHUM MOHOB METAJINIOB U3 KJET-
kn yepes nnaamanemmy [Kim et al., 2007].

FRD cemeiicTBO 06€JIKOB-TPaHCNOPTEPOB.
Benku-tpaHcnoptepbl AtFRD3 (Ferric Reductase
Defective) BoBneyeHbl B romeocTtas noHos Fe. lo-
Ka3aHo, YTO 3KCMpeccus reHa, kogupylowiero 6e-
nok-TpaHcnoptep FRD3, yyacTByloWwmMii B 3arpy3s-
K€ WMOHOB METAIOB B KCUJIEMY U UX OaSIbHEM
TpaHcnopTe, BO3pacTaeT B KOPHAX rMNepakkymy-
natopoB A. halleri v T. caerulescens [Kramer et
al., 2007]. Kpome TOoro, oTME4YeHOo, 4TO YPOBEHb
TpaHCKpMNTOB reHa FRD3 Takxe Bo3pacTaeT B
nmctbax A. halleri B otnndine ot A. thaliana
[Becher et al.,, 2004; Talke et al., 2006]. l'eH
AtFRD3, xoompyowmin 6enok FRD3, akcnpeccu-
pyeTcs B KJEeTKax nepuuukia KOpHs, Mo3ToMy
npeanonaraeTcs, 4YTo JaHHbIA 6enok Heobxoamm
ONs JanbHero TpaHcrnopTa Xenesa, MOCKObKY
y4acTBYET B 3arpy3ke MOHOB METaJIOB B KCUJIEMY
[Green et al., 2004]. OTMeTuM, 4TO y4acTmne 6enka
FRD3 B romeocTase xenesa n B ero TpaHcrnopre
Nno KCUneme B NPUCYTCTBUM LMHKA Yy rmnepakky-
mynatopoB A. halleri w T. caerulescens 3Haun-
TeNlbHEe, 4YeM Yy He runepakkymynstopa
A. thaliana. TloBbllLeHHAA 3KCMpPeccust reHa
AtFRD3 y runepakkyMyfSiTOPOB MOXET ObITb CBS-
3aHa C UX BbICOKOW CMOCOOHOCTbIO K 06pa3oBa-
HUIO XeNaTHbIX KOMMAEKCOB B kKcuneme. Kpome T1o-
ro, NpUCyYTCTBUE LMHKA MOXET KOCBEHHO CBUAE-
TEeNbCTBOBATbL O TOM, 4TO 6enok FRD3 cnocobeH
TPaAHCNOPTMPOBaTb MOHbI HE TOJMbKO Xefesa, HO
U Opyrnx MeTasuyioB, B 4aCTHOCTU uUMHKa [Lasat

etal., 1998].
OPT cemelicTBO 6esIKOB-TpaHCNOPTEpPOB.
Cynepcemenicteo  OPT  (The  Oligopeptide

Transporters Family) BknoyaeT noacemMencrTso
YSL (Yellow Stripe-Like), xapaktepHoe ons pacte-
HuiA. MNokal3aHo, 4To 6Genku-TpaHcrnopTepbl YSL
CNOCOBOHbI TPAHCNOPTUPOBATb NOHbI TaKUX MeTa-
nos, kak Fe, Zn, Cu, Ni, n B MeHbLUel cteneHn Mn
n Cd B KOMMNNEKCE C HUKOTUAHAMWHOM 4epe3
nnasmanemmy [Schaaf et al., 2004; Kramer et al.,
2007]. Y A. thaliana 6bino BblgeneHo 8 YSL Gen-
koB-TpaHcnopTepos [Colangelo, Guerinot, 2006].
lMokasaHo, 4To reH AtYSL1 akcnpeccupyeTtcs B
JINCTbAX U Mbible apadbugoncuca [Le Jean et al.,
2005; Kramer et al., 2007], a reH AtYSL2 - B Tka-
HAX Kcunembl 1 Gnoambl nobera n KopHs. benku
AtYSL2 perynupyloT TpaHCMOPT Xenesa, meau
[DiDonato et al., 2004] n uuHka [Schaaf et al.,
2004], npu 3TOM TPaAHCNOPTUPYIOT MOHBI Xenesa
M Meau B BMOE KOMMIEKCOB C HUKOTUAHAMWHOM
[DiDonato et al., 2004].

B uenom 6enkn-tpaHCnopTepbl UMPaoT BaXKHYHO
pOSib B MOrIOWEHNA MOHOB METAIOB U UX TPAHC-

NnopTe Kak BHYTPU KNETKM, Tak 1 No pacteHnto. OgHa-
KO Hapsay ¢ HeoOxoaMbIMU OJ151 HOPMaJIbHOWM XWN3-
HeOoeAaATeIbHOCTU paCTeHI/II‘/JI MeTa/u1laMn  pacteHnd
CrMOCOOHbI nornowaTtb U UOHblI TOKCUYHbIX TAXKEeJ1bIX
MeTasioB. B aTOM cryyae 3anyckaloTcs BHYTPUKIIe-
TOYHbIE MEXaHN3Mbl JETOKCUKaLUWN, K KOTOPbLIM Mpe-
XOe BCero OTHOCUTCS XenaTupoBaHVe MeTaslyioB
(06pazoBaHMe xenaTHbIX KOMIMIEKCOB 32 CHET CBSA3bI-
BaHNA MOHOB METaJJ10B C pPa3/iINvYHbIMU J1I/IraH,£l,aMI/I).
B 4acTHOCTW, aKTMBHOE y4acTue B MexaHu3Max fOe-
TOKCUKaLUU MPUHNMAIOT Takne HN3KOMONEKYJIAPHbIE
6enkun, kak MeTannoTmoHenHbl [Rauser, 1999].

BnusiHMe TSXeNbiX METasnsIoB Ha 3KCNpeccuio
reHOB MeTaJUI0OTUOHEUHOB Y pacTeHuin

MeTannotnoHemnHsl (MT) OTHOCATCS K CeEMEN-
CTBY HU3KOMOJIEKYNSIPHbLIX MeTasICBA3bIBAIOLLMX
OenkoB C BbICOKMM COAEPXaHMEM UMCTeuHa
[Robinson et al., 1993; Capdevila et al., 2012].
OHN 0BHapYXeHbI Y XUBOTHbIX, PaCTEHUI N FPU-
6oB [Kumar et al., 2012; Ryvolova et al., 2012]. Ha
OCHOBaHMW pacnpegeneHns LMCTENHOBbIX OCTaT-
KOB M KOJIMYECTBA apoMaTMHEeCKUX aMUHOKNCNOT
METaNNIOTUOHEVHBI Y PacTEHNI NOAPA3AENSIOTCS
Ha 4 Tuna (MT 1-4) [Kumar et al., 2012].

HecMoTps Ha TO 4TO 9KCNpeccusa MeTaIoTno-
HEMHOB Y pacTEHN NPONCXOANT B PaA3SINYHbIX OP-
raHax (KopHsix, ctebne, NMCTbsX, UBeTkax, ninogax
n cemeHax) [Guo et al., 2003], oHa HOCUT TKaHe-
cneundunyHbIi xapakTtep. B yacTHocTH, Obino No-
Ka3aHo, 4To reHbl MT1a n MT2b akcnpeccupytoT-
cs BO ¢pyioame, Torga kak 6onbliee cogepxaHue
TpaHcKpMNToB reHoB MT2a n MT3 obHapyxmnBa-
N0Cb B KneTkax Mme3odunna nof BANSHUEM Mean y
TpaHCreHHbIX pacTteHun apabuponcuca [Guo et
al., 2003, 2008; Kohler et al., 2004].

N3BECTHO, 4YTO Y XMBOTHbIX METaNIOTUOHENHDI
Yy4acCTBYIOT B OETOKCUMKALMN TakmMxX MeTanoB, Kak
CBUWHeL, KagMUA, pTyTb, 1 MeETAB0/IM3ME METASIIOB,
HeOoOXOoAMMbIX AN GU3NONOrMYECKUX MPOLLECCOB
(Mmeob 1 umHk) [Capdeliva et al., 2012], ogHako y
pacTeHul nx pofib NOIHOCTbLIO He sicHa [Foley et al.,
1997; Gallego et al., 2012]. Tak, npn nccnegosaHmn
JpEeEBECHLIX pacTeHuin Avicennia marina v Bruguiera
gymnorrhiza OTMEYEHO YyCUJIEHNE IKCNpeccumn re-
HOB, KOOMPYIOLLMX METAIOTUOHENHBI 2-r0 Tuna
npu OENCTBMM KaaMusl, UWHKA, MeaM M CBUHUA
[Huang, Wang, 2010; Huang et al., 2011]. B yacTtHO-
ctu, CdCl, (2-40 mMkM) axkTnBMpoBan TpaHCKpPWI-
uMio reHa BgMT2 B nucTbaxX MNPOPOCTKOB
B. gymnorrhiza npyn BCeX N3y4eHHbIX KOHLEHTpaLK-
ax [Huang et al., 2011]. B 10 e Bpems akcnpeccus
reHa AmMT2 B nuctbsx A. marina nop, BAUSHUEM
ZnSO, (80-1200 mkM), CuSO, (50-750 mMKM) n
Pb(NO,), (5-100 MKM) 3aBucena OT KOHLiEHTpaumm
MeTanna u NPOAOIHKUTENBHOCTU €ro OencTBus.
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Hanpumep, copepXxaHve TPaHCKPUMTOB reHa
AmMTZ2 yBennumBanocb npu 60nee BbICOKNX KOH-
ueHTpaupsax metanmnos [Huang, Wang, 2010]. bo-
nee TOro, CBepxakcrpeccuss reHos BgMT2 n
AmMT2 pactennn (B. gymnorrhiza w A. marina) B
TpaHcreHHon E. coli cnocobcTBoBana MoBbILLEHNIO
ee yctonumeocth K Zn, Cd, Cu n Pb. lNMony4yeHHble
JaHHble paccMaTpuBalOTCA Kak CBUAETENbCTBO
BO3MOXHOIO y4acTusa reHoB BgMT2 n AmMT2 B me-
XaH1U3Max MeTaJI0yCTOMYMBOCTU pacTeHuii. OTme-
TUM, YTO NMOA, BANAHNEM LIMHKA MPOUCXOANT UHAOYK-
ums akcnpeccun reHa MT1 B NCTbSAX TONONS, Toraa
Kak MNoBbILLEHUs akcnpeccum reHa MT2 He obHapy-
eHo [Castiglione et al., 2007].

BmecTe ¢ TeM HeEOOXOAMMO OTMETUTb, YTO YPO-
BEHb 3KCMPECCUN FeHOB METa/NIOTUOHENHOB HE
BCEraga 3aBMCUT OT KOHUEHTPAUUU TSXKENbIX MeTasl-
JI0B B KOPHEOOMTAEMOW Cpeae v NPOAOIKUTESNTIbHO-
CTM WnX JOEencTBus Ha pacteHud. Tak, ecnm y
Helianthus tuberosus BbisiBNeHa 3aBUCUMOCTb Me-
XAy KoHueHTpauwen Cu B ctebne n ypoBHEM 3KC-
npeccun MT2 reHa, To Ans LMHKA TakoW 3aBUCUMO-
CTN He oBHapyxeHo. B nuctbax tonons (Populus
alba) Takke He BbiSiBEHA 3aBUCUMOCTb MEXAY CO-
OEepXaHMEM TpaHCKPUNTOB reHa PaMT v KOHUEH-
Tpaumen umHKa, a Takke NPOLAOIKUTENBHOCTLIO
ero pericteus [Castiglione et al., 2007].

Kak yka3biBanocCh BbilLE, POfb METANIOTUOHEN-
HOB B AETOKCUKaLMN TSXENbIX META/IIOB BCE eLle
n3ydeHa HepocTtatodHo. OgHaKko uMeloTcs ceBefne-
HUS O TOM, 4TO aKcrnpeccuss reHa MTZ2 Brassica
juncea B TpaHCreHHbIX pacTeHusix apabugoncuca
BbI3blBasia MNOBbILLUEHNE NX YCTOMYNBOCTU K KAOMUIO
n meaun [Zhigang et al., 2006]. MNMpegnonaraeTcs,
4YTO METAOTMOHENHBI MOMYT TakKXe MNpUHMMAaTb
y4acTume He TONbKO B NpoLeccax AETOKCUKALMN, HO
M B OPYrnX 3alUTHbLIX MEXaHn3max, HanpmMep aH-
TnokcnaaHTHelx [Kotrba et al., 2009].

BnusHue Tsxenbix MeTansoB Ha 3KCNpPeccuio
reHoB GpUTOXeNnaTUHCUHTa3bl Y pacTeHUun

dutoxenatmHbl, OTHOCSILLMECH K MeETansCcBs-
3blBalOWMM NenTugam, Bnepsble OblN BblOENEHbI
U3 KIeTo4yHoun cycneHamn Rauvolfia serpenthina
[Grill et al., 1987]. B HacToOsiLLEE BPEMS MEPBUY-
Has CTpyKTypa puUTOXenaTUHOB N3yyeHa As MHO-
rMx BUAOB PACTEHUN, OTHOCSALLMXCS K pa3HbIM Ce-
MencTBaM, U HekoTopbix rpudos [Cobbett, 2000;
CeperunH, 2001; Ogawa et al., 2009; Pal, Rai,
2010]. OHu npepcTasnsaioT coboit HebonbLine 60-
ratble LMCTEMHOM NenTuabl C OCHOBHOW CTPYKTY-
poi (y-Fny-Uwnc),-Fan, roe n = 2-11 (06bI4HO He
oonee 6) [Grill et al., 1987; Rauser, 1995;
Cobbett, 2000; CeperuH, 2001; Pal, Rai, 2010].

Hanunune tnonosbix (SH) rpynn no3sonset ¢pu-
TOXenaTuHaM CBS3bIBATbLCS C MOHAMM TSXeSbIX Me-

TamnoB M 06pas3oBbiBaTb B LMUTO30JIE XenaTHble
KOMMJIEKCbI C MOMNEKYNSiPHbIM BecoM 2,5-3,6 k[a
[Cobbett, 2000; CeperuH, 2001; Gallego et al.,
2012]. O6pa3oBaBLUMECH HU3KOMOJEKYSSIPHbIE
KOMMJIEKCbI 3aTEM TPAHCMOPTUPYKOTCS B BaKyoJlb
¢ nomotbio Cd/H'-aHTunopTepos [Salt, Wagner,
1993] n AT®-3aBrcnMbIX ABC-TpaHCnopTepoB TO-
Honnacta [Salt, Rauser, 1995], Bknoyas HMT1-
TpaHcnopTep, 0OHaPYXEeHHbIN y apoxoken [Prévéral
et al., 2009]. Mpn aTOM PUTOXENATUHBI YHaCTBYIOT
He TONbKO B MEXaHMU3MaX AETOKCUMKALMUN TSHKENbIX
meTannoe [Clemens et al., 1999; CeperuH, 2001;
Gallego et al., 2012], HO 1 B romMeocTase MeTaJlJIoB,
HeoOXOANMbBIX AN HOPMasibHOro NpoTekaHnsa dou-
3MONOrnMYecknx npoueccoB, Hanpumep Zn mn Cu
[Thumann et al., 1991].

CuHTE3 PUTOXENATMHOB UHAYLIMPYETCS MHOMM-
MU TsDKeNbiIMU MeTannamu, B Tom ymicne Cu, Zn,
Ag, Au, Hg n Pb, HO B Hamnbonblien ctenexdn Cd
[Rauser, 1995; Cobbett, 2000; Pal, Rai, 2010].

duTtoxenaTuHbl, B OTIMYME OT METa/UIOTUO-
HEeVHOB, He SABNSIOTCSA NEPBUYHBIMU FEHHBIMU NPO-
OyKTamMu, a CUHTE3UpPYIOTCS U3 rayratmoHa npu
ydyactum depmMeHTa pUToxenaTtuHCMHTasbl (y-rny-
TamMmunumctTenHTpaHcnentngasbl) [Robinson et al.,
1993; Rauser, 1995; Clemens et al.,, 1999;
Cobbett, 2000; CeperuH, 2001; Capdevila et al.,
2012]. B yacTHOCTM, B 9KCNepuMeHTax ¢ Npopo-
ctkamun ropoxa [Klapheck et al., 1995] n gpyrumm
BUAAMU PACTEHUIN MOf, BAUSHUEM KagMus OTMe-
YEeHO YMEHbLUEeHVE nyna rnyTaTMoHa O[HOBpe-
MEHHO C HakonneHnem dutoxenatuHos [Rauser,
1995; Cobbett, 2000; Gallego, 2012].

Perynauma cnHtesa oputoxenaTtMHoOB OCYLLECTB-
NSIETCS Ha YPOBHE 9KCMPECCUM FEHOB, KOOUPYIO-
Wnx GUTOXENATUHCUHTA3Y, a TakkKe MeHoB, KOau-
pyloLwmx pepMeHTbl CUHTe3a rnytaTruoHa. Bnepsble
reH CAD1, kogvpylowmin GUTOXeNnaTUHCUHTA3Y,
Obln BblgeneH y cadi-myTaHTOB apabugoncuca,
CMNOCOOHbIX CMHTE3MPOBAaTb HOPMaJIbHOE KOnu4ye-
CTBO r/lyTaTnoHa, HO HN3Koe — puToxenaTtmHos [Ha
et al., 1999]. B nocnegHve rogbl akTMBHO UCCneny-
eTcsa akcnpeccus reHoB PCS, koampyowmx ¢puTto-
XenaTMHCUHTA3y y PasHbiX BUAOB PaCTEHUN, B TOM
yncne apabuponcuca, puca, MeHULbl, ropynLpl
[DalCorso et al., 2010]. lNoka3aHo, Hanpumep,
yTo aKcnpeccus reHos AtPCS1 w TaPCS1, kogu-
pylolmx duUToxenatMHCUHTady y apabugoncuca
M MLWEHNLBI COOTBETCTBEHHO, aKTUBMPOBAa CUH-
Te3 GUTOXENATUHOB Y OPOXCKEN U CNOCOOCTBOBaNA
MOBBLILLEHNIO WX  YCTOMYMBOCTM K  KagMUIO
[Vatamaniuk et al., 1999; Clemens et al., 1999].
Y Avicennia germinans akcnpeccus reHa AgPCS
aKTMBMpOBanacb MNoA, BAUSHMEM HE TONbKO Kaf-
mMusl, Ho n mean [Gonzalez-Mendoza et al., 2007].

YpoBeHb akcnpeccun reHa SmPCS y runepak-
Kymynstopa CcBuHUA Salvinia minima npu Oencr-
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BUM Pb BO3pacTan B JINCTbSX, B TO BPEMSA Kak B
KOPHSIX, HaAMpoTuB, CHmXanca. Bo3MoxHO, 3TOT
dakT 0OBSACHAETCS TEM, YTO aKTMBAUUS CUHTE3a
PUTOXENATMHOB B KOPHSX PEryampyeTcsl TOJIbKO
Ha NOCTTPaHCKPUNUMOHHOM YypoBHe [Estrella-
Gomez et al., 2009].

CornacHo nocnegHMm gaHHbIM, B perynauum
aKTUBHOCTU OUTOXENATUHCUHTA3bl U CUHTE3a
dUTOXEeNnaTMHOB MOXEeT NpuHUMaTb Yy4dacTue
depmeHT npoTteuHdocdarasza 1 [Lima et al.,
2012]. Hanpumep, B onbiTax C KJETOYHOM CyC-
neHamen apabumpgoncmca npu WUCMNONbL3OBAHUN
cneundunyeckoro nHrudbutTopa npotenHdocda-
Tasbl 1 — KaHTapMaMHa NokKasaHo, 4TO yXe Yepes
30 MuH oT Havana Bo3gencTeua kaamus (100
MKM) NponcxoguT CHUXEHME aKTMBHOCTU MpPO-
TemHdocdaTasbl 1, 4TOo crnocobeTByeT PocPo-
pPUAMPOBAHUID (PUTOXENATUHCUHTA3bl U Nocne-
ayluwemMy cuHtesdy dutoxenatnHoB. OTMeYeH-
HOe MHrMbmnpoBaHMe aKTUBHOCTM NPOTENHPOC-
daTasbl 1 MHOYUMPOBANO MOBbLILLEHNE CUHTE3a
dUTOXENATUHOB B OCHOBHOM 3a CYET BIMSAHUSA
Ha aKTMBHOCTb MUTOXENAaTUHCUHTAa3bl, YTO CBU-
0EeTENbCTBYET O BO3MOXHOCTU PErynsaumum ux
CVMHTE3a Ha NOCTTPAHCKPUMNLUMOHHOM YpPOBHE
[Lima et al., 2012].

HecmoTpst Ha TO 4TO ponb GUTOXENATUHOB B
MexaHU3Max AEeTOKCUKaLMK TSXENbIX MeTasnsioB
O4YeBUAHA, yyacTne OUTOXENaTUHCUHTa3bl U ca-
MUX PUTOXENATUHOB B MEXaHm3Max YCTOMYNBO-
CTU K TSXeNbIM MeTasllaM U3y4eHo HeA0CTaTo4HO
NonHoO. Hanpumep, N3BECTHO, YTO CBEPX3KCnpec-
cusa reHa AfPCS1 v NOBbLIWEHHBIN YPOBEHb GUTO-
XeNnaTMHOB Yy TPaHCreHHbIX pacTeHunin apabuaon-
cuca MOXET NoBbILaTh akKyMynsumio kagmus 6e3
YBENNYEHNST YCTOMNYMBOCTN pacTeHui, bonee To-
ro, Aaxe npmMBoOaAUT K UX rMNepyYyBCTBUTENBLHOCTM
K kagmuio [Lee et al., 2003; Pomponi et al., 2006].
CywecTtByeT npeanonoxeHne, 4TO Hapsay Cco
CMOCOOHOCTbIO 00pa30BbLIBaTL XenaTHble KOM-
naekcbl ¢ MeTannamm GUTOXeNaTUHbl MPUHUMAIOT
y4yacTue B aHTMOKCUAAHTHbIX MEXaHM3max 3aLlm-
Tbl, OOHAKO MPSAMbIE 3KCMEPUMEHTANbHbIE OaH-
Hble, NOATBEPXAAKLINE 3TO, K HACTOSLLEMY MO-
MeHTy oTcyTcTBytoT [Pal, Rai, 2010].

MHTEpecHO OTMEeTUTb, 4TO 9KCNpEeccus reHa
nweHnubl TaPCS1 npuesoanna K CHAXEHUIO YyB-
CTBUTENBLHOCTN MyTaHTOB cad71-3 pacteHun
apabugoncuca K KagMuio 1, KpoMme Toro, cro-
cobcTBOBaNa [panbHEMy TpaHCNOPTY KagmMus,
4YTO, B CBOIO O4Yepeab, NPUBOAUISIO K CHUXEHWUIO
ero HakonneHusa B kopHax [Gong et al., 2003]. B
3KcrnepumeHTax ¢ MyTaHTamu A. thaliana cad2-1
CO CHWXEHHbIM CMHTE30M raytaTtmoHa n cad3-1,
HEecrnocobHLIMU CUHTE3UpPOoBaTb GUTOXENATUHBI,
OblJI0 NOKa3aHo, 4To o6a MyTaHTa 06n1analoT Bbl-
COKOW CTeNneHblo akKKyMynsiuun Mblllbsika B MO-

6erax pacTteHun. [MoaTomMy MOXHO MpPennosno-
XUTb, 4TO CUHTE3 UTOXENAaTUHOB B KOPHAX
ABNSAETCHA OOHUM U3 Hanbonee BEPOATHbIX Mexa-
HU3MOB, npenoTepaLlaloLLmnx HakoneHne
Mbllbsika B noberax m 3epHe pacTteHuin [Liu
etal.,, 2010; Duan etal., 2011].

BnusHue TaXebiX MEeTaN/IoB Ha 3KCMPeCcCcuto
reHoB, KOHTPONNPYIOLWNX CUHTE3 (PepPMEHTOB
mMeTabonuama rnyraTuoHa y pacteHui

FnytatnoH npenctaBnseT cobow TpunenTua,
COCTOSILLNI N3 OCTATKOB TPEX aMUHOKUCAOT: LuC-
TenHa, ramuuHa U rnyraMmmia (y-rnyrammnuucTen-
HunrnnumH) [CeperunH, 2001; Estrella-Gomez
et al.,, 2012; Gallego et al., 2012; Anjum et al.,
2012]. 'nytatmoH COLEPXUT TMOMOBbLIE FPYMMbl,
nocpeacTBOM KOTOPbIX OH CNOCOGEH CBA3bIBATb-
€S C MOHamMu meTannos 1 metannongos [CeperuH,
2001; Anjum et al., 2012]. FnyTaTMoH o6Hapy>XeH
Yy BCEX OPraHn3MOB, BKJI0Has PacTeHus.

CuHTes rnytatmoHa OCyLWeCcTBNSeTCsa B ABa
aTana. [lepBblli 9Tan BkA4YaeT oOpa3oBaHue
y-rayTaMmmagucTenMHa M3 ranyramara M uucTeunHa.
JaHHbI aTan katanmanpyeTcs GEepMEHTOM y-Ty-
TaMUNUNCTEMHCUHTETA30M. BTopon atan 3akio-
4aeTCa B KOHblOraumu y-rnyramuaumcTenHa c
rANUMHOM U KaTanmampyeTcs GepMeEHTOM rnyTa-
TnoHcuHteTason [CeperuH, 2001; Estrella-Gomez
etal., 2012].

YCTaHOBNEHO, 4TO 3KCMApPEeccusl reHoB, KOAW-
pyloLmx GepMeHThl, yHacTByloLLMEe B BUOCUHTE3E
rnyTaTuoHa, CnocobCTBYET MOBLILEHUIO MeTan-
JIOYyCTOMYMBOCTU pacTeHur. Hanpumep, MyTaHThl
apabupgoncuca cad2-1 ¢ mMoanduUUMpoBaHbIM
B6akTepuanbHeiM reHoMm S1pt::ECS, kogumpyowmm
y-rnyTaMmuaumMcTenHCMHTETa3y B noberax pacrte-
HUS, OTNNYAANCb MNOBbLILLEHHOWN YCTOMYMBOCTbBIO
k As, Hg n Cd no cpaBHEHUIO C HETPAHCTEHHbIMU
MYTaHTHbIMWU pacTeHnaMu cad2-1 ¢ 61oKnpoBaH-
HbIM CUHTE30M Y-FyTaMUILUCTEVHCUMHTETA3bl U
YYBCTBUTENbHBIMU K AENCTBUIO TAXENbIX MeTas-
nos [Li et al., 2006]. Kpome Toro, nokasaHo, 4To
KagMUin MHOYUMPOBan 3KCnpeccutd reHoB gshl
n gshll (kogupylowmx rnytTaTMOHCUHTETA3y) B Nn-
cTbaAX A. thaliana [Zhu et al., 1999], a cBepxakc-
npeccus reHa gshll E. coli B uMto30ne TpaHCreH-
HbIX pacTeHuin B. juncea cnocobcTBOBaNa NOBbI-
LLIEHNIO YCTOMYMBOCTM 3TOro Bmaa K kagmmio. OT-
Me4yaeTcs, YTO TPaHCreHHble pacTeHns B. juncea
CNOCOOBHbI HakanaIMBaTb KagMWn B 3HAYUTENBHO
OoJiblLIEN CTENEHU, YEM pPaCTEHMS OMKOro Tuna
[Zhu et al., 1999].

YCTaHOBMAEHO, YTO HE TONbKO KagMWUA, HO W
CBUHeL, CnocoOCTBYET MOBbLILLEHUIO 3KCMPECCUM
reHa SmGS, akTMBauun rNYyTaTUMOHCUHTETa3bl U
aKKyMynaiumMn rayTaTMoHa Kak B JIMCTbSX, Tak N B
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KOPHSIX pacTeHusa runepakkymynatopa Salvinia
minima, npn 9TOM 3akcnpeccus reHa SmGS B nu-
CTbsIX Obia BbilE, YeM B KOPHSX [Estrella-Gomez
etal., 2012].

OTmeydeHo Takxke, YTO copepXaHue rayTaTtmo-
Ha 3aBUCUT OT KOHLEHTpauuMu MeTanna B nuta-
TEeNbHOWM cpene, Bapbupys y pasHbiX BUAOB pacTe-
HUIN. Hanpumep, 6bI10 NokasaHo, 4YTo coaepka-
HUe ryTaTUoHa YBEIMYMBAETCS C MOBbILLEHVMEM
KOHUEeHTpauun kagmusa y Pisum sativum [Gupta
et al., 2002], Sedum alfredii [Sun et al., 2007],
Kykypy3bl [Riiegsegger and Brunold, 1992], a Tak-
Xe B KyNnbType KNeTok TomaTa u Tabaka [Estrella-
Gomez et al., 2012].

Hapsay ¢ pepmeHTamn BuocuHTesa rnyraTumo-
Ha BaXkHbIM pepMeHTOM ero meTtabonmama siBnsi-
eTcsa rnyTatmoH-S-TpaHcdepasa, kKaTannsunpyto-
Wwas KoHblorauuvto rayratmoHa ¢ anmdaTnyeckun-
MW, apOMaTUYECKUMU, 3MOKCUAHLIMU N reTepo-
UMKINYECKUMUW paguikanaMmu pPasinyHbiX KCEHO-
ONOTUKOB, OENCTBYIOLLIMX Ha pacTeHus. Hannume
rayTaTmoH-S-TpaHcdepasbl xapakTePHO AN BCEX
XNBbIX OPraHn3mMoB, Bko4dasa pacteHus [Estrella-
Gomez et al., 2012; Anjum et al., 2012]. Cynepce-
MENCTBO rNyTaTnoH-S-TpaHcdepasbl nogpasne-
ndetca Ha 7 knaccoB (F, U, L, Z, T, DHAR,
TCHQD), 13 KOTOpbIX XapakTepPHbIMU OIS pacTe-
Hun aensaoTca F n U knaccbl. B HacTosLee Bpems
dunsnonornyeckasa ponb 1 ydactme dpepmMmeHTa B
3aLUNTHBIX peakumnsax pacTeHuUn n3y4eHa HegocTa-
To4HO [Moons, 2003; Dixon et al., 2010; Anjum
et al., 2012]. N3BecTHO, 4TO Y apabuagoncuca ce-
MEINCTBO FrEHOB gst KOOMPYET MyTaTUOH-S-TpaHC-
depasy U knacca, npegcraBuTensaMm aHHoro ce-
MeNnCcTBa y puca aBAsIOTCA reHbl 0sgtu3 n osgtu4.
MNMokazaHo, 4Tto umHK (30 MkM) n kagmuin (20 mkM)
MHAYLMPYIOT 3Kcnpeccuio osgtu3 n osgtu4 reHos
B KOPHSIX MPOPOCTKOB puUca yxe yepes 2 yaca oT
Ha4vana nx gericteua [Moons, 2003].

Adpyrum  rnytatmoH3aBUCUMbIM -~ PEPMEHTOM
ABNgeTCa MeTunTpaHcdepasa, karann3mpyoLwas
obpaTvmble peakuun MepeHoca METUIbHbIX
rpynn. Tak, Hanpumep, CENeHOUUCTEMHMETUN-
TpaHcdepasa cnocobcTByET METUIMPOBAHUIO Ce-
NneHoumcTerMHa C nocneaylowmum obpasoBaHneEM
MeTunceneHouuncteuHa [LeDuc et al., 2004]. MNMpsa-
MbIX 0OKA3aTeNbCTB y4yacTus metuntpaHchepasbl
B 3aLMTHbIX MEXaHM3Max pacTeEHU Ha OeNCcTBMe
TSKENbIX METANIOB K HACTOSILLEMY MOMEHTY HET.
OpHako MokasaHo, YTO CBEPXIKCMNPECCUs FEHOB
SMTAt n SMTBj, BblAeneHHbIX N3 rMMNepPakKyMyns-
Topa ceneHa Astragalus bisulcatus, cnocobcTBO-
Basia MOBLILEHNIO YCTOMYMBOCTU K CENEHY Y
A. thaliana v Indian mustard [Zhu et al., 2009].
Kpome Toro, TpaHCreHHble pacTeHUs OTANYaINCh
©onbLLUeli cnocoBHOCTLIO akKyMy/IMPOBaTb CEJEH,
yeMm pacTeHus gukoro Tuna [LeDuc et al., 2004].

BnunsiHne TXXenbix MeTansoB Ha 3Kcnpeccuto
reHoB, y4acTBylOWMUX B Hecneuuduyeckux
apanTUBHbIX peakuusax pacTteHni

Hapsgy ¢ aktmBauuwien reHoB u cuHTesa ben-
KOB, Y4aCTBYIOLLUMX HEMOCPEACTBEHHO B Nepeagaye
CTpecc-curHana, TpaHcnopTe MOHOB N MEXaHU3-
Max OeTOoKCuKauun, TaXenble MeTanbl oka3biBa-
0T BINSIHME M HA 3KCMNPECCUIO reHOB, U, COOTBET-
CTBEHHO, Ha CUHTE3 OEesiKoB, Yy4aCTBYIOLLUNX B HE-
cneundunyecknx mMexaHmamMmax agantauym K Oen-
CTBMIO Pa3/INYHLIX CTPecc-¢pakTOPOB.

B yacTHOCTK, TAXenble MeTanibl U1 MeTano-
Mabl CNOCOOHbI aKTUBUPOBATb 3KCIMPECCUIO FreHOB
cemMeiicTBa Hsp 6enkoB TennoBoro woka (BTLL),
ABNSAIOLLINXCS BaXKHbIMU KOMMOHEHTAMW KJTETOYHO-
ro oTBeTa npakTuyecky Ha nboe cTpeccoBoe
Bo3gencTteue [Gupta et al., 2010]. Hanpumep,
Yy NPOPOCTKOB TOMAaTa Npu BO3AENCTBMN MblLLIbSKA
NPOUCXOANIO YBEIMYEHUE COAEPXaHUSA TpaHC-
KpnToB reHa Hsp90- 1 B KOPHSX, a N0, BINSIHUEM
XpomMa — npeumyllecTBeHHO B mnoberax [Goupil
et al., 2009]. Bo3gencreme kagmMus Ha pacTeHus
puca Takke CcnocobCTBOBaNO akTUBALMK 3KC-
npeccumn reHos BTLL [Ogawa et al., 2009].

Kpome TOro, nokasaHo, 4TO Yy pacTeHun
Lupinus luteus npn gencTteMn CBUHUA, Kagmus,
a Takke Mblllbsika NPOUCX0ANT akTMBaUUS 3KC-
npeccumn rena LIPR10, OTHOCALLErOCHA K CEMENCT-
By reHoB PR (pathogenesis-related protein)
[Jomova et al., 2011]. Kak n3BecTHO, 3Kcnpeccus
reHoB PR ceMencTBa akTMBMPYETCS Npu bmoTuye-
CKOM CTpecce, HO UX akTueauuio Habnwoganm
M NoA BAVAHWUEM TSXKeNblIX MeTansioB, U Npu apy-
rmx abruoTrUHeckmnx cTpeccax, No3ToMy npegnona-
raeTcs MUx yyacTme B 3aLMTHLIX peakumsix pacTte-
HUIA Ha [OENCTBME LUIMPOKOro CrekTpa CTpecc-
dakTopos [Edreva, 2005].

B HacTosLLEee Bpemsl Hapsiay C AaHHbIMK 00 3KC-
NPEeccun pasHbIX rPYNM reHoB B YCIOBUSIX AENCTBUSA
Ha PacTeHUS TSHXKENbIX METASIIOB NOSIBNSIOTCA CBe-
OeHNs O BAUSIHUM KX Ha akcnpeccuto MUKPoPHK.
MunkpoPHK - 510 kopoTkmne monekynbl PHK, He ko-
avpylowme 6enku, KOTopble CBSA3bIBAOTCH C KOM-
nneMeHTapHoiMu ydactkamm MPHK, Tem cambim
WHAKTUBUPYIOT 1 NMOMEYaloT ee 41 NocnenytoLen
nerpagaumm puboHykneason [Huang et al., 2009].
MwukpoPHK obHapyXeHbl KaK y XXVUBOTHbIX, Tak U Y
pacteHuin. B yactHocTn, MMKpOPHK BbigeneHsl
1 oxapakTepusoBaHbl y A. thaliana v puca [Sunkar,
Zhu, 2004]. NokasaHo, 4T0 MUKPOPHK moryT aktu-
BMPOBATbLCH B OTBET HA AENCTBME pa3/iNyHbIX abno-
Tnyeckmx dpaktopos [Fujii et al., 2005; Sunkar, Zhu,
2004; Zhao et al., 2007; Jones-Rhoades, Bartel,
2004]. Hanpumep, kagmuii cnocobCTBOBA Kak ak-
TMBaUUX, TaKk U MHMMOMPOBAHWUIO pPa3HbIX BUOOB
MnkpoPHK y puca [Huang et al., 2009].
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3akniouyeHne

HecMoTps Ha NPOAOIIKUTENBHBIN Nepuoa, nsy-
YeHUs1, BONMPOChl YCTONHMBOCTU N afganTtaummn pac-
TEHUI K OENCTBUMI0O HeBnaronpusaTHbIX HakTopoB
cpenpl NO-npexXHEMY HaxoasATCs B LEeHTPe BHUMaA-
HUSA GU3N0NIOroB MHOIMMX CTpaH. B nocnegHue ro-
Obl Gnarogaps passuTMIO U LUMPOKOMY NPUMEHE-
HUIO MOJIEKYNIAPHO-FEHETUYECKNX METOO0B OCO-
OEHHO aKTUBHO UCCNEAyTCS MEXaHU3Mbl OTBET-
HbIX peakuuin pacTeHuin, B TOM Y1CIe N Ha OENCT-
BME TSXKENbIX METAN0B, HA TPAHCKPUMNLMOHHOM U
NOCTTPaHCKPUMLUNOHHOM YPOBHSX. Tak, 3a no-
cnepHue NecaTuneTums 6binuv BblAENEHbI M OXapak-
TEpU30BaHbl MHOIME CEMENCTBA FEHOB, akTuBa-
LMS 9KCMNpPeccuMm KOTOpbIX CMOCOOCTBYET MOBbI-
LWEHUI0 METaIOyCTONYNMBOCTU Y PasHbIX BUOOB
pacteHuin (puc.). B yacTHOCTU, BbISBNIEHbI HEU3-
BECTHble paHee OenKkM-TpaHCNopTeEPbl TAXENbIX
MeTanNoB 1 KOANPYIOLWVE X FeHbl. [1onyyeHbl HO-
Bble flaHHble 06 akcnpeccun BObLLIOro Yncna re-

HOB, MPOAYKTbl KOTOPbIX Yy4aCTBYIOT B Xenatmpo-
BaHUW TSXXeNbIX MeTannoB. Mosemnnce ceeneHns
006 aKkTMBauunM reHoB, KOAMPYIOLLMX KOMIMOHEHTbI
Lenu nepenadn CTPECC-CUrHana, U CUrHasbHbIX
MoJiekynax, KOTopble TakxKe NMPUHUMAIOT ydyacTue
B JaHHOM npouecce. Kpome Toro, oTKpbIThl 1 OXa-
pakTepmn30BaHbl PEryNaTOPHbIE 3NEMEHTbLI TPAHC-
Kpunumn, Bktovas MmkpoPHK, cnocobHble pery-
NMpoBaTb 3KCAPECCUIO FTEHOB, B TOM YNCIE U MPWU
OENCTBUM Ha pacCTEHUs TSXeNbiX MeTannoB. He-
COMHEHHO, pe3yabTaTbl NCCNEA0BAHNI 3KCNpPecC-
CWM FEeHOB CYLLECTBEHHO PacLUMPSIIOT U yrayons-
0T CYLLECTBYOLWME NPeacTaBneHns 0 TOM, Kakme
KOHKPETHO reHbl 1 Kak MMEHHO Y4acCTBYIOT B 3a-
LUMTHO-MPUCNOCOBOUTENBHBIX peakumnsax pacTeHui
Ha OENCTBME TAXENbIX METASIOB.

Heob6xoaumo, ogHako, OTMETUTb, YTO, HECMOT-
psi HA 04EeBMOHbLIAN NPOrPecc M 3Ha4YUTESNbHbIE YC-
nexm B 910 06NacTn, UMeloLLMEecs 3KCNepUMeH-
TanbHbIE OAHHbIE HEPEOAKO HOCAT MPOTMBOPEYMU-
BbIl XapakTep M TPyAHO COMOCTaBMMbl MeXAay

TssxeabIe METANLIBI

Pemenuus i TPAHCTYKIHA
CHIHAJIA B PACTEHHH

AKTHBAIUS TPAHCKP HIIITHOHHLIX
dakTopos
(CBF/DREB, bZIP, MYB, HLH u jp.)

AKTHBAIHA YKCIPECCHH TEHOB
" cuHTes 6eKoB de rovo

MeTaLICBA3LIBAIONIIE
Ge1KH H HeIMTHALL

(MT, PCS, GSH)

TpaucnoprHbie deaxu

(ZIP, NRAMP, CTR, CDF,
Pip-tuma AT®a3w1 u gp.)

Hlameponst

(Hsp m 1p.)

HoBbimenne
VCTOHYHBOCTH PACTCHHIL
K TAEIBIM METALIAM

O6Llasa cxema CurHanuHra,

akTMBaLMM 3KCNPEeccun reHoB M cuHTesa 6enkoB de novo,

obecneynBaloLLMX METaNI0YyCTOMYMBOCTL pacTeHuit [no: Vinocur, Altman, 2005; Fujita et al.,

2006; DalCorso et al., 2010].

CokpauweHunsa: CBF/DREB -

C-repeat-binding factors/dehydration-responsive element-binding

factors; bZIP - 6enkn «neumHoBas 3actexka»; MYB - MYeloBlastosis protein; HLH - helix-loop-helix
proteins; MT — meTannoTnoHeunHsl; PCS — putoxenatnHcmnHrasa; GSH — rnyratunoH; ZIP — Zinc related

transporter / Iron

related transporter-like Protein;

NRAMP - natural resistance associated

macrophage protein; CTR — The Copper Transporter Family; CDF - cation diffusion facilitator;
AT®dazbl P1B -Tuna - 6enkn-tpaHcnoptepbl ATdPa3 P-tuna; Hsp — 6ekn TeNI0BOro LWokKa.
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coboin B cuny TOro, 4TO MCCNeaoBaHUSA BedyTcs
Ha pasHbIX OObekTax, MPU 3TOM MCMNOJSb3YIOTCHA
pa3Hble TsXenble MeTassbl, B pa3HblX KOHUEHTPa-
LUMAX, HEOAMHAKOBbLIE SKCMO3NLUU U T. A. Tem He
MeHee CeroaHs BroJiHe 04eBuaeH Kpyr BOMpPoOCOB,
MONCKM OTBETOB Ha KOTOPbIE A0IKHbI paccMaTpu-
BaTbCs B Ka4eCTBe 3a4ady ass NpoBeaeHus nanb-
Henwmnx nccnepoBanuii. K HUM, Ha Hawl B3rnsg,
B NEpPBYIO o4epeap creayeT OTHECTU: a) U3y4yeHune
PONN CUTHANBHbBIX MOJIEKYJ1, BOBJIEYEHHbLIX B PEry-
NAUMIO 3KCMPECCUm reHoB Npu AeNCTBUN TAXENbIX
MeTannoB; 6) OLEHKY COOTHOCUTENIbHOIrO BKaaa
pa3HbIX FEHOB U CUrHasbHbIX CUCTEM B MPOLLECCHI
aganTaunm K TSXenbiM MeTannam; B) OLLEHKY CTe-
MEHN cneunduyHOCTU aganTUBHbLIX pPeakuyin Ha
OENCTBUE TAXENbIX METANOB; I') BbIACHEHMNE CY-
LEeCTBOBAHUS IMHENHOWN UAWN WHOW 3aBUCUMOCTM
Mexay coaepXaHMEM TPAHCKPUNTOB ONpeaesieH-
HbIX FEHOB N NPOAOIKNTENBHOCTBIO AENCTBUSA TS-
XENbIX METAOB, a TaKXe MEXAY XapakTepoM n3-
MEHEHWNS 3KCMPECCUMN FEHOB U KOHLUEHTpaumen
METanNsOoB; A) OLLEHKY BOSMOXHOCTM NPSIMOro (He-
NOCPEACTBEHHOI0) BAUSHUSA TSXENbIX METansoB
Ha aKTMBHOCTb TEX MM UHbIX FEHOB.

OTBETbl HA 9T M HEKOTOPbLIE ApYyrve BOMNpPO-
Cbl MOMOTYT HE TOJIbKO CYLLLECTBEHHO YrNyOuTb U
OeTann3mpoBaTb CyWECTByOWME npencrasne-
HUS O NpUpPoOe METaNNoyCTOM4YMBOCTU pacTe-
HUI, HO N OKaXYTCS BaXXHbIM BK1aAOM B 00LLytO
TEOPUID YCTOMYUBOCTU pPaCTeHUn K AEeNCTBUIO
HebnaronpusaTHbIX GakTOPOB BHELUHEWN cpeabl.

PaboTta BbinonHeHa npu nopaepxke MuHM-
cTepcTBa obpasoBaHusa U Hayku Poccuiickoi de-
nepaunu, cornawenme N2 14.132.21.1321.
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