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BBEJIEHHUE

ITocTOSIHHBIH POCT HapOJOHACEICHHUS U OBICTPOC Pa3BUTHE MPOU3-
BOJICTBa MPHUBENU B KOHIE 20-T0 BEKa CUTYaIIUIO C COCTOSTHUEM OKpY-
JKAoLIeH cpelbl BO MHOTUX CTpaHaX M PErMOHaxX MHpa Ha TpaHb KO-
JOrUYecKkoro kpusuca. K umcny OCHOBHBIX (DakTOpOB Jerpajariu
NPHUPOJTHON CpeIbl OTHOCUTCS €€ 3arps3HEHHE Pa3WYHBIMH MOJUTIO-
TaHTaMH, CPEIU KOTOPBIX OJHO M3 TJaBHBIX MECT 3aHUMAIOT TSDKEIIbIC
METaJlIbl.

Tspkenble METaTbl — XUMHYECKHE DIIEMEHTHI, OTIIMYAIOIIHECS BbI-
COKOH TOKCHYHOCTBIO JJISl BCEX KHMBBIX OPraHM3MOB U CHOCOOHOCTBIO
N0 MHUIIEBBIM LEMSM MOCTYNAaTh B OPTaHU3M YENIOBEKA M JKUBOTHBIX,
YTO MPEJICTABISIET CEPhE3HYIO YIpO3y Ui MX JKU3HEAEATENLHOCTH
(Sharma, Agrawal, 2005; Villiers et al., 2011). [To nanabpiM Beemuphoit
OpraHu3alyy 3APaBOOXPAHEHUS] CPEIU TOJUTIOTAHTOB, OKAa3bIBAIOIINX
HETaTHBHOE BIIMSIHUE Ha YEJIOBEKa, TSDKENbIC METaUTbl 3aHHUMAIOT BTO-
poe MecTo, yCTymas JHIIb MEeCTUIUAAM U 3HAYUTEIFHO Orepexasl Ta-
KHE XOPOLIO M3BECTHBIC 3arpsS3HUTENN OKPYKarollel cpebl, Kak IBY-
OKHCB YTJIEPOJIa U CEPHI.

Kak mokaspIBaroT MccieJoBaHus, Ha TPOTSHKEHUH TOCIEHUX JeCs-
TUJICTUI COACpKAHUE TSDKEIBIX METAUIOB B OKPY)KAaIOIEH cpene — B
BO3/yXe, BOJIC U MTOYBE — HEYKJIOHHO MOBBIIIAETCS. JTO CBA3aHO C ObI-
CTPBIM DPa3BUTHEM W aKTUBHOW pabOTOW MPOMBIIUICHHBIX MPEANpPH-
STUH, PE3KHM YBEJIIMYCHUEM KOIUYECTBA aBTOTPAHCIIOPTA, €KETOTHBIM
BHECEHHEM B MIOYBY BBICOKHX J]03 MHHEPAIBHBIX YA0OPEHHM, ITUPOKUM
NPUMEHEHUEM IMECTUIMIOB U repOnuuaoB. [Ipu 3ToM TshKemnble MeTa-
JBl UMEIOT JUIUTENBHBIN MEpUo]l MoNTypacnaga ¢ COXpaHEeHHEM CBOHX
TOKCHUYECKHX CBOMCTB, a TaKXKe 00JaJal0T KyMYJISITUBHBIM JICHCTBHEM,
HaKarMBasich B JKUBBIX opranusmax (Verbruggen et al., 2009; Sarwar
etal., 2010; Nazar et al., 2012).



Jna Poccun, HeCMOTpsI HAa 3aMETHBIM Craj] MPOU3BOJICTBA BO MHO-
TUX OTPACsIX MPOMBIIUIEHHOCTH, HAOII0aeMbIil B TIOCTIeIHUE JBa Jie-
CATWJICTHUS, MPOOJIeMa 3arpsA3HEHUS TSKEIBIMH METAJUIAMU OKPYIKako-
e cpezpl, 0COOCHHO TI0YB, CTOUT HE MeHee O0CTpo. B cpenHeM okoio
11 % mouB Teppuropun Poccnn nMEIOT BRICOKU YPOBEHD 3arpsI3HEHHS
STHMH 3JIEMEHTAMH, TIPUYEM B IIEJIOM Dsi/ie PerHOHOB JaHHBIM MOKa3a-
TeJbh 3HAYUTENBHO BBINIE CPEAHETO 3HAUCHUs. YUYUTHIBAs CHUIIBHOC HE-
TaTUBHOE BJIVSHHE TSDKENIBIX METAIJIOB Ha PacTeHHs, HETPYAHO Mpe-
MOJIOKUTH, YTO TIOBBIIIEHNE WX KOHIIEHTPAIUi B MOYBE JOJDKHO HEU3-
0OC)KHO MPUBOJUTH K TEM WM WHBIM HApPYIIEHUSM (UTO- U arpoIeHO-
30B, a B ONPEJCIICHHBIX CIIy4asx JaXe K TOJHOHN Jerpaialiul pacTu-
TEeNBHBIX coo0mecTB. CITOCOOHOCTh K€ PACTCHHM HAKAIIUBATh TsDKE-
JIBIC METAJLTBI B OPTaHax, B TOM YKCJIE UCIIOJIB3YEMBIX B MHIILY, OTPaHH-
YHBACT UCIOJIb30BAHKUE 3arPSI3HCHHBIX TCPPUTOPUI /IS BHIPAIUBAHUS
CeNbCKOX03stiicTBeHHBIX KynbTyp (Pinto et al.,, 2004; Anjum et al.,
2012).

B cuny cka3aHHOTO CTaHOBHUTCS MOHSATHON aKTyadbHOCTh MCCIENO-
BaHHﬁ, IMMOCBAIICHHBIX BJIMAHWUIO TSXKCIIBIX MCTAJIJIOB Ha PAaCTCHUS. B
HacToAIEeC BPEMA OHM aKTUBHO BEAYTCSA BO MHOTHUX CTpaHaxX MHpaA,
Biurouasi Poccuto. I[lpoBeseHHBI HaMHU aHAIW3 MyOJIMKAlUA B Beay-
VX HAYYHBIX JKypHaJIax (3apyOeKHBIX U POCCHICKUX) MO (PU3NOJIOTUH
pacTeHui MmoKa3ai, 4TO YHUCI0 CTaTeH Mo 3TOi mpobiiemMe ocTaeTcs He-
W3MEHHO BBICOKUM M MHTEPEC K MpoOJjeMe YCTOWYMBOCTH PACTCHHHA K
TSDKENBIM METaJUIaM ¢ TOJaMU He ociadeBaeT. CIEKTp M3y4YaeMbIX IpU
3TOM BOMPOCOB JOCTATOYHO MIMPOK: MMOCTYIUIEHHE W TPAHCIOPT TsKe-
JBIX METAJUIOB B PACTEHUSX, UX BO3ACHCTBHE HAa Pa3UYHbIE CTOPOHBI
JKU3HEACSITETbHOCTH, OTICIIbHBIE aHATOMO-MOP(OJIOTUICCKHE U BHYT-
PUKJICTOYHBIE CTPYKTYPhl, OMOXMMHUYECKHE pEaKIUH, CIIOCOOHOCTh
pacTeHni epeHOCUTh BO3ICHCTBUE TSKEIIBIX METAJUIOB M MEXaHHU3MBI
ajlanTaluy K HUM.

OnHako, HECMOTPS. HA MHOTOYHUCIICHHBIC ITyOJIUKAIIUN U 3HAYUTEIIh-
HBII MPOrpecc, KOTOPBIM JTOCTUTHYT 3a MOCIAEAHHUE IOJbl B MU3yYEHUU
JTAHHOW TIPOOJIEMBI, TIO-TIPEKHEMY JOBOJIBHO CJIOKHO CICNIaTh KaKUe-TO
MIMPOKUe 00001IeHUsI. Bo MHOTOM 3TO CBSI3aHO C OCOOCHHOCTSIMH Op-
TaHW3alU{ ¥ TIPOBEACHUS MCCIEI0BAaHUH U, KaK CIEJICTBHE, C TEM, UTO
MOJTy4YeHHBIE Pa3HBIMHU aBTOPAMHU PE3YIbTAThl OYEHb YaCTO OKA3bIBAIOT-
Csl TPYAHOCOIIOCTABUMBIMH MEXAy coOoi. Tak, BO MHOTHX CiIydasx,
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KOT/Ia M3YYaeTcs BIMSHIE TSDKENBIX METAUIOB Ha PACTEHHUS, HCIIONIb3Y-
I0TCS pa3Hble BUIBI METAJUIOB, Pa3IMYHbIe MX KOHLEHTPAIIUN U IKCIIO-
3ULUH, HEOTUHAKOBBIE CIIOCOOBI 00padOTKU pacTeHui U T. A. Paznnya-
I0TCS TaKXKe 0OBEKTHI (BUABI, COPTa, TEHOTHUIIBI), BO3PACT U (a3a pa3Bu-
THS PAaCTEHHM, U3y4YalOTCs Pa3HbIE MMOKA3aTelIH W HCIIONB3YIOTCS pas-
HbIE€ METOIbl MX OIICHKH. B KOHEYHOM cuYeTe, BCE 3TO CYIIECTBEHHO
CHIKaeT 3PEeKTUBHOCT MPOBOIUMBIX UCCIIEIOBAHUI.

B Hacrosieit pabore aBTOPBI MOMBITATUCH 00OOIIUTH HAKOTUICHHEIE
K HACTOAIIEMY BPEMEHHU CBEJIEHH, Kacalolhecs pa3InyHbIX aCIeKTOB
BJIIMSAHUS TSDKEIBIX METAJUIOB Ha PACTEHHs, OTHOCSIIMECS K Hambomee
MHOTOUYHUCIICHHOW Tpymre «uckmouatenei» (excluders) (Baker, 1981).
Hapsiny ¢ aTuM, paccMOTpEHBI BOIIPOCHI, CBS3aHHBIE C BOCHIPUSTHEM H
nepeaadell CUrHajia B KJIETKaX Y PacTCHUH O MOBBIILICHUH YPOBHS Tsi-
JKENTBIX METANIOB B OKPY’KaloIeH cpeze, a TakkKe JaHHbIC, Kacalolue-
€S MEXaHM3MOB WX METaJUIOYCTOWYHBOCTH, JACUCTBYIOIINX Ha KJIETOY-
HOM, CYOKJIETOYHOM U MOJIEKYJIAPHO-TEHETHYECKOM YPOBHSIX OpTaHu-
3auH.

[Ipy 5TOM MBI YYUTHIBAIH, YTO BIUAHHE TKEIBIX METAJUIOB Ha
pacTeHHs M MX OTBETHAs Peakus MOJYNHEHBI N3BECTHOW 3aBHCHUMO-
CTH «103a — 3¢ (DeKT», KOTopas 3a4acTylo HOCUT ABYX(a3HBIN Xapak-
Tep. OTO 03HAYAET, YTO B HEBBHICOKMX KOHICHTPALUAX TSDKEIbIE Me-
TaJUIbl CIIOCOOHBI OKA3bIBaTh HA PACTCHHS CTUMYIUPYOMUH 3 dexT
(B OTHOILEHUH TEX WIH APYTHX (PU3HOJIOTHUYECKHUX MPOLECCOB U MO-
KaszaTelnei), Toraa Kak 0ojiee BHICOKHE J03bI BBHI3BIBAIOT HHTHOUPYIO-
Ui 3G QexT, yCHIMBAIOLIUIACA 10 Mepe BO3pacTaHus ACHCTBYIOICH
KOHIIEHTpAaIuu. B ompeneneHHpIx ciydasx OH MOXKET 3aKaHYMBATHCS
Jaxe Tubenpio pacteHus. B nanHo#l MoHOTpaduu MBI HE paccMaTpH-
BaeM 3((eKThl, BHI3BaHHBIE HU3KUMH (CTUMYJIHPYIOIIUMHU) U BBICO-
KUMU (JICTAIHHBIMH) KOHIICHTPAIIUSIMHU TSKEIBIX METaIoB (3TO
npeaMeT 0co00To pacCMOTPEHHA), & COCPEIOTOUMIIN CBOE BHUMAHHE
Ha aHaJl3e UHTUOUPYIOIIEro BO3AeCTBHSI KOHLIEHTPALUN, IPH KOTO-
PBIX BKIIOYAIOTCS W (QYHKIHOHUPYIOT MEXaHU3MBI, TO3BOJISIOIHE
pacTeHHSIM BBIXKHBATh B YCIIOBHUSIX 3TOTO BUJA CTPECCOBOI'O BO3JICH-
CTBUSL.

ABTOPBI BEIPXKAIOT 0JIAroITapHOCTh KAHAUIATY OMOIOTHYECKUX Ha-
yk I'. @. Jlaiinunen, kanauaary ouosorndeckux Hayk 0. B. barosoii u
Kanaugary Ouonorndyeckux Hayk JI. B. TomumeBo#, mpuHUMAaBIIUM
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aKTHBHOE y4acTHe B MPOBEJICHUH HCCIEIOBAHIH, PE3yIbTaThl KOTOPBIX
MIpE/ICTaBIECHBl B JAHHON paboTe. ABTOpBHI TaKKe€ HWCKPEHHE MpH3HA-
TEJbHBl HAYYHOMY PEJaKTOpy MOHOrpaduu WIEHY-KOPPECIOHIEHTY
PAH, noxtopy Ouonorunueckux Hayk, npodeccopy H. H. Hemonoii n
pereH3eHTaM — JOKTopy Onosormdeckux Hayk JI. B. BeTunHHUKOBOM 1
KaHauaaty omomormdeckux Hayk O. H. JleOGemeBoii, KoTOopble BHHMA-
TEJIGHO U 3aWHTEPECOBAHHO 03HAKOMMIIUCH C JaHHOW paboTON U clena-
JIY pAJ [IEHHBIX 3aMeYaHuil.



I'TABA 1

IHOCTYIVIEHUE TAXKEJBIX METAJIJIOB
B PACTEHMSA U UX PACIIPEJAEJIEHUE
IO TKAHSAM 1 OPI'AHAM

1.1. KpaTkasi XapaKTepuCcTHKA XHMHYECKHX 3JI€eMEHTOB,
OTHOCSIIIMXCS K IPyIIe TSKeJIbIX MeTAJNIOB

TepMHUH «TsDKeNble METaUIb» ObUI BIIEpBbIe yIMOTpeOJeH ele B
1817 r. HemeuxuM xumukoMm JleomompaoMm I'memuubiM (Leopold
Gmelin), KOTOPBIIA pa3AeNsl U3BECTHBIC B TO BPeMsl XUMHYCCKUE DIIe-
MEHTBHI Ha TPU TPYIIBI: HEMETAILIBI, JISTKUE METaTbl U TsDKENbIe Me-
tajuiel (Habashi, 2009). K tsbkenbiM MeTaiiaM ObLTO OTHECEHO 25 3j1e-
MEHTOB C TIOTHOCTBIO OT 5,31 10 22,00 r/em’ (puc. 1).

OpHaKko A0 CHX MOp HE CYIIECTBYET €IUHOTO NMOHHUMAaHUS, YTO Ke
TAKOE «TSDKENble MeTaluibl». boyiee TOro, B TEXHHYECKOM OTYETE
IUPAC (International Union of Pure and Applied Chemistry — Mexay-
HapOJHBIN COI03 TEOPETUUECCKON M MPUKIaAHON xumun) 3a 2002 T. OT-
MEUEHO, YTO TEPMHH «TSDKEINIBIH METAIUD» UMEET HEBEPHOE TOJIKOBAHHE
13-3a NPOTUBOPEUMBBIX ompeseneHnid. Ha cerogHsmHui 1eHb Bbljielie-
HBI JIUIIIb KPUTEPHUH, T10 KOTOPBIM OMPEIEIISCTCS MPUHAIIC)KHOCTD TOTO
WIH WHOTO XUMHYECKOTO 3JeMEeHTa K naHHOi rpymme. Cpeau HHX:
TUIOTHOCTh, aTOMHBINM BeC M aroMHoe 4ucio. CIoBOocOYeTaHHE «TsKe-
JBIe METAIUIBD» YacTO PacCMaTPUBACTCS C IMPHUPOJOOXPAHHONW TOUYKH
3penus (Duffus, 2002), 1 Torga npu BKIIOYEHUH dIIEMEHTA B 3TY TPYII-
My YYUTHIBAIOTCS HE CTOJNBKO ero (PU3NYECKUEe U XUMHYECKUE CBOWCT-
Ba, CKOJIbKO OMOJIOrHYecKasi aKTHBHOCTh, TOKCHYHOCTb JIJISl )KUBBIX Op-
TaHW3MOB, PacIPOCTPAHEHHOCTh B MPUPOAHON Cpele, CTENeHb BOBIIE-
YEHHOCTH B MPHPOJHBIC M TEXHOTEHHBbIC NUKJIBL. MBI B CBOel padoTe
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MPHUIEPKUBAINCH HanOOJiee PaCIpPOCTPAHEHHOTO OIpPEAeIeHHs, CO-
TJIACHO KOTOPOMY K TSDKEJIBIM MeTallllaM OTHOCST 3JIEMEHTHI, 001a/1ato0-
1IMEe CBOMCTBAMHU METAJUIOB WU METAJJIOUJIOB, UMEIOIINE TIIOTHOCTh
Gonee 5 r/em’, atoMHy10 Maccy cBbiiie 40 la, aToMHOe 4ncio 23 u BbI-
me (Ky3nenos, JImurpuera, 2006).

Chemistry of Wleighable Matter

v v
Inorganic Organic
compounds compounds
v I v v I v v
Nonmetals Metals Simple Composition Chemical
of organic matter physiology
and its parts *—1—*
Light Heavy Plant Animal
Oxygen K Ti Zn
Hydrogen Na Ta Sn
Carbon Ba W Pb
Boron Sr Mo Fe
Phosphorus Ca Cr Ni
Sulfur Mg Ce Hg
Iodine Be Mn Au
Chlorine Al Co Pt
Fluorine Zr As Pd
Nitrogen Si Sb Rh
Te Os

Puc. 1. Cxema xiraccupuKanyu XAMHUYCCKUX DJICMCHTOB, INPEATIOKCHHAS
JI. I'menunbiv B kaure «Handbush der theoretischen Chemie» 1817 r. (u3:
Habashi, 2009)

Heo0X0oauMo OTMETHUTB, YTO CPEIU TSKEIbIX METAJTIOB UMCHOTCS
AIIEMEHTHI, HEOOXOMMBbIC ISl )KU3HEIEATETLHOCTH PACTCHUI (MUKpO-
AIIEMEHTHI), a TAKXKE MIEMEHTHI, QYHKIIMOHATbHAS POJb KOTOPHIX B Ha-
crosmee Bpemst Hem3BecTHa (Clemens et al., 2003). Mukpo3neMeHThI
(Co, Cr, Cu, Fe, Mn, Ni u Zn) y4acTBYIOT IIPaKTHIECKH BO BCEX IPO-
neccax, MPOXOSIIUX B PACTUTEIBHOM KIIETKE: SHEPreTHIeckoM oOMe-
HE, TIEPBUYHOM M BTOPHUYHOM METa0OJIU3ME, TOPMOHAIBHON peryis-
Uy, niepenade curHana u ap. Creayer Takke OTMETUTh, uyTo 25-50 %
BceX OEJKOB paboTalT TONBKO B TPHUCYTCTBUM HOHOB METAJIOB
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(Blindauer, Schmid, 2010), u3 Hux HauOoJbllIee KoOMuuecTBO (Oonee
1200) ¢yukuroHampHO cBs3aHbl ¢ numHkoM (Krdmer et al.,, 2007,
Héansch, Mendel, 2009; Husted et al., 2011). Kpome Toro, HEeKOTOpBIE
METaJLTBI-MHKPOAJIEMEHTBl TPUCYTCTBYIOT B KadyecTBe KO(aKTOPOB B
MOJIeKyJIax 1enoro psiaa GepmMeHToB. OOBIYHO KOHIICHTPAIIMA MHUKPO-
anemenToB B pacteHusx HeBednku (0,001 % ot cyxoil Maccel KIETKH U
HUKE), HO TPU MOBHIIICHUU UX YPOBHS B OKPYXKAIOIICH Cpe/ie OHU CTa-
HOBSATCS TOKCUYHBIMH IS J)KUBBIX opranm3moB (Williams, Salt, 2009).
B otnuume oT 3TOTO TSOKENbIE METANIbl, HE SBISIOMIAECS MHKpPOdIIe-
MEHTaMH, CPEAM KOTOPHIX BaXKHEHINWE 3arps3HUTEIN OKpYKaromeh
cpensl — Cd, Hg u Pb, HeraTuBHO BIUSIOT HA PaCTCHHS JTaXKE B OTHOCH-
TEeIHLHO HEBBICOKMX KoHIeHTparusax (bamkuH, Kacumos, 2004; Hassan,
Aarts, 2011).

Y CTaHOBJIEHO, YTO TOKCHYHOCTh TSKEIBIX METAJLIOB IS JKUBBIX Op-
TaHU3MOB O6yc.HOBHeHa LEJIBIM PAAOM HX q)HSI/I‘IeCKI/IX U XUMHUYCCKUX
O0COOEHHOCTEH: ANEKTPOHHOW KOH(UTYpanreH, 3JeKTPOOTPHUIATENHHO-
CThIO, WOHHW3AIMEH, BEIIMYMHON OKHCIUTEIHLHO-BOCCTAHOBUTEIHLHOTO
MOTEHIIHANa, CPOJCTBOM K OTJIEIBHBIM XUMUYECKUM TPYIIIaM, a TaKKe
CITOCOOHOCTBIO TIPOHUKATh Yepe3 KICTOUYHYIO 000JI0YKYy U 00pa3OBBI-
BaTh MPOYHBIC COCUHECHUS Ha IMOBEPXHOCTU M BHYTpH KieTku (Koxka-
HoBa, [Imutpuesa, 1989; bammakos, Jlykatkun, 2009).

Tspkenple MeTaliIbIl OTHOCSTCS OpEeMMYIICCTBEHHO K PACCEIHHBIM
XUMHYECKUM 3JIEMEHTaM, TIO3TOMY 3arps3HEHUI0 MUMH I1OJIBEpPraeTcs
3eMHas IOBEPXHOCTh, B YaCTHOCTH, TIOYBEHHBIN TIOKPOB ¥ rUApocdepa,
a Taoke atMocgepa (looporoasckuii, 1983, 2004). B cuny aroro mo-
BBIIIIEHUE VX KOHIEHTPAIIUU B OKPY’KaIOMIEH cpelie BCIEICTBUE €CTECT-
BEHHOT'O WJTH aHTPOIIOTCHHOT'O MOCTYIUICHUS MOXET HOCUTh TJI00AITbHBIN
xapakTep. K ecTecTBeHHBIM HMCTOYHHMKAM TSDKEJIBIX METauoB (puc. 2)
OTHOCSITCSI TOpPHBIE TOPOABI (M3 MPOAYKTOB BBIBETPHBAHMS KOTOPBIX
cthopMupoBascs MOYBEHHBIN MOKPOB), BYJIKaHBI, KOCMHYECKasl IbLIb,
3pO3Us MOYB, UCTIAPEHHUE C TIOBEPXHOCTH MOpEH U OKCaHOB, BBIJICIICHUE
nx pactutenbHOocThIO (Kabara-lIlermmuac, Ilenamac, 1989; Jlo6poBosb-
ckuif, 1992; bornanosckuid, 1994). AHTpONIOTeHHBIE HCTOYHUKH TTOCTYTI-
JICHUSI CBSI3aHBI, B OCHOBHOM, C pa0OTOH MPEINpPUSATHIA YTIIeT0O0bIBAO-
mel, MEeTaJUTypruuecKol, XUMHUYECKOW MPOMBIIIUIEHHOCTH U 3HEPIeTH-
YEeCKOro KOMIUIeKCa. BakHBIMM MCTOYHHWKAMHU 3arpsA3HEHHS OKpPYKaro-
el Cpefibl TSHKEBIMUA METAUIAMHE SIBIISTFOTCS Pa3JIMYHbIC TPAHCIIOPTHHIE
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CpEICTBA, & TAK)KE arpOTEXHUYECKHE MEPOIPUATHS, B YaCTHOCTH, BHE-
CceHHe yIOOpeHHMI M MECTUIMIOB, COJACPIKAIIUX B CBOEM COCTaBE ITH
aneMeHThI (Anekcees, 1987; Unbun, 1991; Merrington, Alloway, 1994;
Nicholson et al., 1994; Grant et al., 1998; Hukudoposa, 2003).

WCTOYHMKM NOCTYNNEHUS TAXKENbIX
METarNoB B OKPY>aloLLyo Cpeay

MpupoaHble TexHoreHHble
BeTpoBas apos3usa noys opHogo6biBatoLas
1 FOPHbIX Nopoa NPOMbILLIIEHHOCTb
BynkaHuuyeckas MeTtannypruveckasi
0eaTenbHoCTb NPOMBILLNIEHHOCTb
WcnapeHus ¢ noBepxHoC- OHepreTuyeckas
T MOPEN N OKeaHOB NPOMBbILLUITIEHHOCTb
| NecHble noxapsl Xumuyeckas ||
NPOMBILLNIEHHOCTb
brionorideckinie ABTOTpaHcnopT
npouecchl
— Kocmuyeckas nbinb Cenbckoe x03s1icTBo  —

Puc. 2. OcCHOBHBIC WCTOYHHKH TIOCTYIUICHUS TSDKCIBIX METAJUIOB B
okpyxatouryto cpeay (Turos u ap., 2007)

B 3aBHCHMOCTH OT WCTOYHHWKA 3arpsi3HEHUs (€CTECTBEHHBIN HIIH
TEXHOTEHHBIN) HAOI0IAl0TCSI 3aMETHBIC Pa3Iudus B IPOGUILHOM pac-
MIPEJISIICHUH TSDKEJIBIX METaJUIOB B mo4Be. [Ipy ecTeCTBEHHOM BBICOKOM
YPOBHE 3THX 3JIEMEHTOB Ha (DOHE HEOOJBIIOTO X HAKOILJICHHUS B TYMY-
COBOM TOPHU30HTE MPOCIICKUBACTCS YBEITHUCHUE CO/ICPKAHHUS METAJIIOB
BHU3 IO TIOYBeHHOMY mpodmiro. [Ipu TexHOTeHHOM 3arps3HEHUH Tsi-
JKENBIE METaJUIbl, HA00OPOT, KOHIEHTPUPYIOTCS B MOBEPXHOCTHOM
cinoe. Paznmuarores takxke U (GOpMBI HAXOXKICHHUSI METAUIOB B MOYBE:
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€CITH B [TOYBAX €CTECTBEHHBIX aHOMAJIN OHH MIPEJCTABIEHB B OCHOBHOM
B BUJE Cynb(}aroB, cyapOUIOB U KapOOHATOB, TO MPH TEXHOTCHHOM 3a-
TPS3HEHUH — B BUJIC OKCHJIOB U CBOOOAHBIX HOHOB (MnbuH, 2012). Tlo-
MHMO 3TOTO, Ha TEPPUTOPHUSIX C €CTECTBEHHO BBLICOKHM YPOBHEM TSIKe-
JBIX METAIOB (POPMHUPYIOTCS 0coOble BUABI (QIIOp, HAPUMED, TAIMENH-
Hast (ropa (mpou3pacraromniasi Ha 04Bax ¢ MOBBIIICHHBIM COJICPKaHUEM
IIUHKA) U CEPIICHTUHUTOBAsI (pJtopa (C MOBHIIICHHBIM COICPKaHUEM Psizia
METaJUIOB, B TOM YHCIIE HUKEIS U XpOMa), B COCTaB KOTOPOH BXOJAT Me-
TaJJIOYCTOMYMBBIE BUJIbI PACTEHHUM. PacTUTENBHOCTD e, Mpou3pacTaro-
Iasi Ha TEXHOTCHHO 3arps3HEHHBIX TEPPUTOPHUSIX, B OONBIIMHCTBE CITY-
YaeB COCTOMT U3 BUAOB MECTHOU (DJIOPHI M XapaKTEPU3yeTCsl CHIBHO BbI-
PKEHHON BHYTPHBUIOBOH Ju(pepeHHaIpell o YCTOHUYMBOCTH K Tsi-
xenbiM Metainiam (KocummH, AnekceeBa-Ilomosa, 1983).

TakuMm 00pa3oM, HE3aBUCHMO OT MCTOYHUKA 3arpsS3HEHUS TEPPHUTO-
pUH TSHKETBIMU METaJlJIaMH TTOBBIIIIEHHE X YPOBHS B IMOYBE MPAKTHUE-
CKH BCETJIa MPUBOJIUT K YBEITMUEHHUIO KOHIIEHTPAIIN TOKCHYHBIX HOHOB
B pacTeHUsX. [IoCKONbKY TsKeable METalbl MOCTYHAalOT B OPraHU3M
YeJIOBeKa W JKMBOTHBIX WMEHHO C PACTUTEIHLHOW MHINEH, co3aaBas
CEPhE3HYI0 yIrpOo3y MX 3/I0POBBIO, BOIPOCHI, CBA3aHHBIE C MOTJIOMICHHU-
€M HMOHOB METAJJIOB PACTEHUSIMU U UX TPAHCIIOPTOM B HAJ3EMHBIEC Op-
TaHbl, IPEJCTABIIAIOT HE TOIBKO YHCTO HAYYHBIM, HO M OOJBIION MpaK-
TUYECKUU UHTEpEC.

1.2. ITorsiomeHune TAKeJAbIX METAJII0OB KOPHAMU pPacTeHU

MexaHU3MBI TOTJIOUIEHHS TSDKENBIX METAJUIOB KOPHSIMH BKITIOUAIOT
KaK MacCHBHBIN (HEMETa0OIMYECKHA) EPEeHOC HOHOB B KIIETKY Oe3 Hc-
TMOJIB30BAHUS JIOTIOTHATENIHHONW SHEPTHH, TaK M aKTHBHBIN (MeTabonnye-
CKHi{) Mpoliecc MOTJIOIIEHHUS, CONPSHKEHHBINA ¢ 3aTpaTol SHEPTUH, KOTO-
pas UCIIOIb3YeTCs 1S IepeMEIIaHksl HOHOB IIPOTUB IPAJANCHTA DIIEKTPO-
xummgeckoro notennuaia (Costa, Morel, 1993; Lux et al., 2011).

[TaccUBHBIN TPAHCTIOPT TSKEIBIX METAIUIOB B KJIETKY OCYIIECTBIISI-
eTcs TIOCPEACTBOM KAaTHOHHBIX HECEJIEKTHBHBIX KaHAJIOB TPEX BHIOB:
1) xaabITMEBBIX KaHAJOB, aKTUBHPYEMBIX MEMOJISIpU3AINCH MEeMOpaHbI
(DACC — depolarization-activated calcium channels), 2) KaabIIHEBBIX
KaHaJIOB, aKTUBUPYEMBIX runeprnossipusauueii memopansl (HACC —
hyperpolarization-activated calcium channels) n 3) KaTHOHHBIX KaHa-
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JIOB, HE YYBCTBUTEIBHBIX K U3MEHEHHUIO DJICKTPUICCKOTO TOTECHIIHAIIA
(VICC — voltage-insensitive cation chanels) (White, 2005; DalCorso et
al., 2008; Verbruggen et al., 2009; Kudo et al., 2011).

AKTHBHBIN TPaHCIOPT TSHKEIBIX METAUIOB B KJIETKY IPOUCXOIUT C
YYaCTHEM CIEIHATbHBIX OCIKOB-IIEPEHOCYHKOB. B mociennue necstu-
JIETUsl IOCTUTHYT 3HAYMTEIBHBIH MPOrpecc B MICHTU(DUKAIMH TpaHC-
MEMOpaHHBIX TPAHCIIOPTEPOB METAILIOB, YTO OTPAXKEHO B IIEJIOM PsJIE
pabot, B ToMm umcie ob63opor (Hall, Williams, 2003; Eide, 2006;
Kramer et al., 2007; Verbruggen et al., 2009; Blindauer, Schmid, 2010;
Ueno et al., 2010; Hassan, Aarts, 2011; Waters, Sankaran, 2011;
Uraguchi, Fujiwara, 2012; Khan et al., 2014). Ha ocHoBanuu ananusa
JTUTEPATYPBl MOXKHO CJIIENIATh BHIBOJI, YTO B MOCTYIUICHUH H TPAHCIIOPTE
HMOHOB TSDKEJBIX METAJUIOB B KIETKaX PACTCHU NMPUHUMAIOT Y4acTHE
00JIBIIIOE KOJUYECTBO OENKOB, OTHOCSAIIMECS K PasIHUYHBIM CEMEHCT-
BaMm. Hambonee w3yuennsie cemeiictBa: ZIP (zink-iron-regulated
transporter), B ToM umcne mnoacemeiictBo IRT1 (iron regulated
transporter); ABC (ATP-binding cassette) mnoncemerictso PDR
(pleirotropic drug resistance) u mnoncemerictrBo MRP  (multidrug
resistance-associated proteins); OPT (oligopeptide transporters) non-
cemeiictBo YS (vellow-stripe) m noacemeiictBo YSL (yellow-stripl-
like); Pig-ATd-a3b1 noacemetictBo HMA (heavy metal ATPase); CDF
(cation diffusion facilitator); NRAMP (natural resistance associated
macrophage protein); CTR (copper transporter family); CAX (cation
exchanger). Ilpu 3TOM 00HapYKEHO, YTO BCE OHU YYAaCTBYIOT B TPaHC-
MOpPTEe METAJUIOB-MUKPOAJIEMEHTOB KaK MPH HMX HEJOCTaTKe B IIOYBE,
Tak ¥ rpu u30bITKe. CrienuUIeckux TPaHCIIOPTEPOB JUIS TSDKENBIX Me-
TaJJIOB, HE SBJISIOIINXCS HEOOXOIUMBIMU JJIsl PACTEHHIA, HE BBISBIICHO.
B 3TOM pazzpene MbI OCTAaHOBHUMCSI TOJBKO Ha TeX OenKaxX, KOTOPBIC Y
pacTeHUI-UCKITIOYATENIel YY4acTBYIOT B TPAHCIOPTE METAIOB depe3
1a3MalieMMy, B TOM YHCJIE B UX 3arpy3Ke B KCHIIEMY U (Io3My.

ZIP-Genku ManoOu30UpaTENIbHBI U MOTYT TPaHCIOPTHPOBATh He-
CKOJIKO JBYXBAJICHTHBIX KaTHOHOB MeTaymioB (Grotz et al.,, 1998;
Cohen et al., 2004; Ishimaru et al., 2006; Waters et al., 2007; Assun¢do
et al., 2010). Ha ceromusmiHuii IeHb y IEJIOTO Psiia BUJOB PACTEHHMA
00HApyKEHO y4JacTHE 3TUX OCJIKOB B IOIJIOIICHHH KOPHAMHU U TpPaHC-
TopTe depes IMIasMaleMMy TakuxX KatnoHos, kak Cu®’, Fe*", Mn*', Zn?,
a take Cd’*" (Tabm. 1). B 4acTHOCTH, NOKA3aHO, YTO YCHIICHHUE
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Tabauya 1. benku ZIP-cemeiicTBa, ydacTBYIOIIME B TPAHCIIOPTE KAaTHOHOB
TSDKEJBIX METaJUIOB Uepe3 TuiazmaieMmy (mmo: Waters, Sankaran, 2011)

KaTunons! MmeTaiuion

Bun pacrenus | benok o T F M [z [ HcTounuk
Arabidopsis IRT1 + + + + | Korshunova et al., 1999;
thaliana Rogers et al., 2000

IRT2 + + Vert et al., 2001

IRT3 + + Lin et al., 2009

ZIP1 + Grotz et al., 1998

ZIP3 + Grotz et al., 1998

ZIP5 + Hassan, Aarts, 2011
ZIP2 + + Wintz et al., 2003;

Z1P4 + + Assungdo et al., 2010
Z1P8 + Van de Mortel et al., 2006
ZIP10 + Van de Mortel et al., 2006
ZIP12 + Van de Mortel et al., 2006

Cucumis sativus | IRT1 + Waters et al., 2007

Glycine max ZIP1 + + |Moreau et al., 2002
Hordeum IRT1 + + + + |Pedas et al., 2008
vulgare ZIP3 + Pedas et al., 2009
ZIP5 +
ZIP8 +
Medicago ZIP1 + Lopez-Millan et al.,
truncatula Z1P3 + 2004
Z1P4 +
ZIP7 +
ZIP5 + +
ZIP6 + +
Oryza sativa IRT1 + + | Bughio et al., 2002;
Lee, An, 2009
IRT2 + + | Ishamaru et al., 2006;
Nakanishi et al., 2006
ZIP1 + + | Ramesh et al., 2003
Z1P3 + Ramesh et al., 2003
ZIP5 + Lee et al., 2010b
Z1P7 + Yang et al., 2009a
ZIP8 + + Leeetal., 2010c

aKcupeccuu TeHoB AtZIP1, AtZIP2 wn AtZIP5 npuBOIUT K yBEIHYE-
HHUIO CONEp)KaHUs ITMHKA B KOPHSX pacTeHuu Arabidopsis thaliana
(Hassan, Aarts, 2011), a rera OsZIP] — nuHKa U KagMHUs B KOPHSIX
puca (Oryza sativa) (Ramesh et al., 2003). Dxcnpeccust TeHOB Jpy-
rUX NpeAcTaBUTeINIel 3Toro cemeiictra (ZIP3/4/9) B Oonbliieli cTereHU
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BO3pAcTacT B YCIOBUAX neduiura IuHKa B cyocTpare (van de Mortel
et al., 2006). [Ipenmnonaraercs, uro ZIP-rpancnopTepsl pa3iudaroTcs
TaK)Ke JOKaJu3alue Ha BHYTPUKJIETOUYHBIX MEMOpaHaxX W B Pa3HBIX
TKaHsax kopHs (van de Mortel et al., 2006).

OcHoBHas gyskimsa TpancmopTHHIX O0enmkoB IRT1 u IRT2 — mepe-
Hoc noHoB Fe’™ B kierkn xopus (Ishimaru et al., 2012). ITpu stoMm y
JBYIOJBHBIX pACTEHUI ¥ OJHOAONBHBIX BUAOB, HE OTHOCAIINXCA K Ce-
MeiicTBy 31aKkoB, co crparerneii I Tparcmopra Fe*' ator 6enok, kak mo-
JIararoT, SBJISETCS OCHOBHBIM TpaHcmopTepoM noHOB xene3a (1), omna-
KO OH MOXKET y4aCTBOBATb U B TPAHCIIOPTE Apyrux uoHoB (Mn®", Zn*" u
Cd*) (Rogers et al., 2000; Sasaki et al., 2012). Tax, Ipi yCHICHHH YKC-
npeccun reHa OsIRT] B KiIeTKax KOPHS prica BO3pacTalio COACp)KaHUe
KagMmus B KOpHsX u moOerax pactenuil (Lee, An, 2009), a BbICOKHiA
ypoBeHb 3kcnpeccuu reHoB OsIRTI u OsIRT2 B xjieTkax IpoioKei
MPUBOJMII K YBEIWYCHHWIO TIOTJIOMIEHHS KaJMHS W3 Cpelbl pocTa
(Nakanishi et al., 2006).

Y pacrennii u3 cemeiictsa 31makoB peanusyercs ctparerus 11, u Fe*
TPAHCIOPTUPYETCS B KOMILIEKCE ¢ QurocuaepodopaMu C ydacTHEM
Oenka — YS1. DToT Oe0Kk 0OHapy»KeH y IIeJIOr0 psaa BHIOB M3 3TOTO
cemeiictBa: y kykypy3ssl (Yen et al.,, 2001), sumens (Murata et al.,
2006), puca (Lee et al., 2009). ®yHKITUOHUPYET OH B CUMIIOPTE C MPO-
toHoM (Schaaf et al., 2004). YcraHorneHo, uro y sumens (Hordeum
vulgare) HvYS1 sBnsercs cnennuieckuM TPaHCIOPTEPOM, KOTOPBIH
TepeHocHT ToNbKo Komiiekesl Fe’™ ¢ durocumepodopamu (Harada et
al., 2007), Torma kak y KyKypy3sl (Zea mays) (ZmYS1l) u y puca
(OsYsl) Genku crocoGHBI TPAHCIIOPTHPOBATH TAKKE KOMILIEKCh Co° ',
Cu® u Zn*" (Ma, Nomoto, 1993). Y MyTaHTHBIX PacTeHHI KyKYPY3bl C
oTCyTcTBHEM TeHa YS! TpaHCHopT KoMIuIekcoB Zn ¢ durocuuepodo-
paMu B KJIETKH KOpH# ObLT HapyieH (von Wiren et al., 1996).

NRAMP — ceMelCTBO TpaHCNIOPTEPOB, YUACTBYIOIIMX B MEPEHOCE
JBYXBAJICHTHBIX HOHOB MeTaJUIOB B nutomiasmy (Kramer et al., 2007).
Hawnbonee wu3ydeHHBIMH O€lKaMHd W3 3TOTO CEMEWCTBA SBISIOTCS
NRAMP3 u NRAMP4, nokann3oBaHHBIC HA TOHOIUTACTE U OCYIIIECTB-
JSIFOIIME TPAHCIIOPT MOHOB M3 BaKyOJIM B IUTO30J1b. OTHOCUTENBHO HE-
JIaBHO OBUIO BBICKA3aHO IMPEIIIONI0KEHHE, YTO BO3MOXHBIM YYaCTHU-
KOM TPaHCIIOPTa TsDKeNmbIX Metamios (B gactHoctH, Cd*™ 1 Mn®") uepes
miazmanemmy sisiercs 0enok NRAMPS (Ishimaru et al., 2012). On
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BBISIBIICH Ha HApPY)XHOW CTOpOHE IIa3MaTHYECKOl MeMOpaHbBI KIETOK
SHIOAECPMBI U 3K30/I€PMBI KOPHS prca. B ombITax ¢ pucom, BBIpaIIeH-
HBIM B YCJIOBUSIX TMOBBIIICHHON Y®-pajauanuu, ObUIA BEIICICHBI MY-
TAHTHBIE PACTEHHUS C OYEHb HU3KOW CIIOCOOHOCTHIO K HAKOIUICHHUIO Kaj-
MHS, YTO OKa3ajoch CBS3aHHBIM C (YHKIHMOHHUPOBAHHEM TEHa
OsNRAMPS (Ishikawa et al., 2012). Kpome Toro, npu cpaBHCHHH CTe-
nean ydactust O6enkoB OsIRT1 u OsIRT2 c¢ 6enxkom OsNRAMPS B
TPaHCTIOPTE HOHOB KaJMUsI OBUIO OOHApPYKEHO, YTO UMEHHO TOCIEeTHUN
SIBIISIETCS. OCHOBHBIM TPAHCIIOPTEPOM 3TOTO METala ¥ pacTeHHi prca
(Sasaki et al., 2012). [Tozgnee Opu10 BBIsIBIEHO, YTO OSNRAMPS Tpanc-
MOPTUPYET Takke HoHbI Maprania U uuHka (Uraguchi, Fujiwara, 2013).

CrienrraecKkuMy TpaHCIIOPTEPaMH, KOTOPBIE OCYIIECTBIISIFOT TPAHC-
nopt Tonbko MoHOoB Menu (II) depe3 ruazmaneMmy, SIBISIIOTCS O€JKH
noacemeirictrea COPT (copper transporter) cemelictea CTR. VYV
A. thaliana n puca BeIsSBIIEHBI ceMb 0enkoB 3Toro tuna (COPT1-COPT7),
SKCTIPECCHS TEHOB KOTOPHIX ObLTa 0OHApyXeHa MPaKTUYECKH BO BCEX TKa-
HsX KopHs U moOera (Yuan et al., 2011; Puig, 2014). ITpu 3ToM 3kcnpec-
cus getbipex u3 Hux — COPT1, COPT2, COPT4 u COPT6 — ycunmBaiach
B IPUCYTCTBUM M30BITKa MoHOB Meau (Jung et al., 2012). OOHapyxeHO
TaKKe, 4TO B NPUCYTCTBUU KaaMmusi y A. thaliana Bo3pacTai ypoBeHb dKC-
npeccuut TeHoB AtCOPTI1, AtCOPT2 u AtCOPT6, uto mpUBOAWIO K yBE-
JIMYCHHUIO COJICPIKaHMS MEAU B KOpHsX pacteHui (Gayomba et al., 2013).
IIpu 3TOM coptlcopt2copt6 MyTaHTHBIE pacTEHUs] OKa3aIlCh TOpas3io Me-
Hee YCTONYMBBIMH K KaIMHIO IO CPABHEHHUIO C JUKUM THIIOM.

IToMrMO aKTHBHOCTH OEIKOB-TIEPEHOCYNKOB M KATHOHHBIX KaHAJIOB
Ha TIOTJIOIIEHWE TSDKENBIX METAUIOB KOPHSIMH PAacTeHHH OOJbIIoe
BIMSHHUE OKa3bIBAlOT CBOMCTBA MOYBBI, B YACTHOCTH THUI MIOYBHI, €€ XU-
MHUYECKUI U MeXaHW4YecKHid cocta, pH, comep:kaHue OpraHu4ecKoro
BellecTBa, OOMECHHAs KAaTHOHHAs CHOCOOHOCTb, MHKpodopa W p.
(WUnbun, 1991; Sanita di Toppi, Gabbrielli, 1999; Rauser, 1999). Cyme-
CTBEHHOE BJIMSTHHE OKAa3bIBAIOT W JAPYTHE MOHBI, HAXOASAIINECS B TIOYBE
(Kabara-Ilenauac, Ilenauac, 1989). Ilpu 3ToM HauOOJbIINN aHTAaro-
HU3M MPOSBISIOT 3JIEMEHTHI OJJUHAKOBOH BAJIEHTHOCTH, CIIOCOOHBIE 00-
pa3oBbIBaTh cxonHble KoMmIuiekchl (Wierzbicka, 1987; Hart et al.,
1998). Hampumep, cBUHEI TTOAABIISICT TOTJIONICHUE U TIEPEIBIKEHIE B
moberu xenes3a, Mmapranna u nuaka (Kannan, Keppler, 1976). BcacriBa-
HUE KaJIMHUS KOPHSIMU PACTEHUI CHUXKAETCS TPU J00ABICHUH B PaCTBOP
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Ca™, Zn*", Mn*", Cu®" u Fe** (Costa, Morel, 1993; Jalil et al., 1994;
Gussarsson et al., 1995). B cBoro odepens, BBISIBICH HHTHOUPYIOIINN
> et KaaMus Ha MOTIONUIeHHe U akkyMmymsuuio Zn®, Cu®’, Mn®" u
Ca*' (Metwally et al., 2005; Liu et al., 2006; Zhang et al., 2010).

1.3. TpaHCHOPT TsI7KeJBbIX METAJJIOB IO PACTEHUIO

OO11ee conepskaHue TSHKEIbIX METAIUIOB B OpraHax PacTeHHI 3aBHCHT,
B OCHOBHOM, OT JIBYX HPOLIECCOB: aKTUBHOCTH IMOTJIOIICHHUS METalJIa KIIeT-
KaMH KOpHS 1 3 (PEeKTUBHOCTH €ro nepeMelIeHus 0 PACTEHHUIO, TIe BaX-
HYIO POJIb UTPaeT paauaiibHbIi Tpancnopt noHos (Clemens, 2006b).

PannanbHbIil TPAaHCTIOPT MOHOB TSDKEINBIX METAJIOB IO TKAHSIM KOPHS
JI0 COCYZIOB KCHJIEMBI MOKET OCYILECTBIISITHCS KaK IO aroIuiacTy, Tak U
[0 cUMIUIAcTy. M3BECTHO, YTO anoIUIaCTHBIM IIyTh JIBMXKEHUsSI KaTHOHOB
METAJVIOB BO3MOXEH B TeX 00JIaCTAX KOpPHS, IIe OTCYTCTBYIOT IOSICKU
Kacnapu, nanpumep, B 30He MEpUCTEMATUUECKHX KIIETOK, B Ha4aJIe 30HBI
PacTsDKEHUSI M B Ha4Yase 30HBI ITOSABJICHUS KOPHEBBIX BoslockoB (Lux et al.,
2004). On ocymiectBisieTcss ocpeacTBoM nuddy3un depe3 KICTOUHBIC
CTEHKH M BHYTPHKJIETOYHOE CBOOOIHOE MpocTpaHcTBO (Meluuk u 1p.,
2003). Bkiag anomsacta B MOCTYIUICHHE TOKCHYHBIX HOHOB B MPOBOJS-
LIHME COCYAbl, KaK MONAararoT, HEBEJIMK, IIPH 3TOM OH BO3pacTareT ¢ yBEIHU-
YeHHEM KOHIIEHTpanuu Metamia B cyocrpate (Redjala et al., 2009). On-
HaKO SKCTIEPUMEHTAIBHBIX JaHHBIX 10 3TOMY BONPOCY KpaiHe Majlo.

B cummiacTHOM TpaHCHOPTE HOHOB TSDKEJIBIX METAJUIOB Yepes I1as-
MaJIEeMMY KJIETOK B COCY[Ibl KCHJIEMBl YYaCTBYIOT OCJIKU-IIEPEHOCUUKH
HMA2 u HMA4 (puc. 3) (Hussian et al., 2004; Verret et al., 2004).
Otu 6enKu 00HapyKEeHbI B KIETKaX MPOBOASIINX TKaHEH MpaKTHYECKH
BO BCEX OpraHax pacTeHUH, OTHOCALIUXCS U K UCKIIOYATessIM, U K THU-
nepakkymymsatopam (Eren, Argiliello, 2004; Hussain et al., 2004). Muo-
TOYMCICHHBIMU 3KCIIEPUMEHTAMHU IOKa3aHO, YTO MYTallUH 10 I'eHaM
AtHMA2 n AtHMA4 nenatotr pacteHus A. thaliana HecIOCOOHBIMU
TPaHCIOPTUPOBATh IMHK W3 KopHel B moberu (Hussian et al., 2004). V
JBOWHBIX MYTAaHTOB Ama2hma4 ¢ NOHWKEHHON (QyHKIHMEH 3TUX T€HOB
MPAaKTUYECKU BCE MOCTYNUBILUE B PACTCHUS HOHBI MeTaljla HaKaIuIuBa-
I0TCSI B KOPHSIX, TOTJIa KaK B Ha/I3€MHBIX OpraHax IIMHK I1OJHOCTbIO OT-
cyrctByet (Puig, Penarrubia, 2009). Ilokazano Takxe, 4To TOAABICHUE
skcnpeccun reHoB HMA2 v HMA4 y A. thaliana noutn MOIHOCTBIO
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OJIOKHpYeT TepeMellleHue KaaMmus u3 KopHeii B mobOern (Wong,
Cobbett, 2008). Kpome Toro, B ypOBHE IKCIPECCUU T'€HOB 3THUX OCIIKOB
BBISIBIICHBI 3HAYUTENILHBIC OpraHocnenupuaeckue paszmmuns. Hanpumep,
y puca npu ASUCTBUH MeTaJTa HauboJiee BHICOKUN YPOBEHB DKCIPECCUN
rena OsHMA?2 Ob1n oOHapy»keH B KopHsx (Satoh-Nagasawa et al., 2012),
y stumens (HvHMA2) — B muctesax (Mills et al., 2012), a y miieHuMIs!
(Triticum aestivum) (TaHMAZ2) — B y3nax crebns (Tan et al., 2013). B
HaIKX OMbITax (puc. 4) B IPUCYTCTBUN METaJlIa YPOBEHb TPAHCKPUTITOB
reHa HvHMA2 noBbITIAJICS B TUCTE 7-THEBHBIX MPOPOCTKOB STIMEHS, TO-
I/1a KaKk B KOPHE OH HEeCKOJbKO cHinkauics (KasaunHa u nip., 2014).

A b
#
PC-Ma v
% e f OO M o | OsHMAZ
GS-Mo PCS / i
03,0 """--—_._,_‘_‘_‘_‘_‘_‘_ ® OsLCT1
NA-Mg | o8 Iu' 2 / xylem phloem
- b TpaHCHIOPT H3
Companion cell KCHITeMEI BO (JI03MY
3arpy=xa drmosMel
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3arpysKa quIosMbI
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2

AtHMAZ2/4

Puc. 3. Bo3MmoxHble MEXaHU3MbI TPAHCIOPTAa HOHOB KaJMHs B KCUJIEMY H
dnoamy y Arabidopsis thaliana (A) u puca (b):

Me - wuonbl Mmerama; GSH — BoccraHoBnenusiit riayratuon; PCS —  ¢wuro-
xenatuHcuHTa3a; PC-Me — KOMIUTIEKCH HOHOB MeTauia ¢ ¢puroxenatuHamu; GS-Me —

KOMIUIEKChl HOHOB MeTajla ¢ IiiyTaTHoHOM; NA-Me — KOMIUIeKChl HOHOB MeTajlia ¢
HukoTuHamMuHOM (110: Khan et al., 2014)
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Puc. 4. YpoBenb TpanckpunToB rena HvHMA?2 B xopusax (1)
1 JUCTBAX (2) pacTeHMi SUMEHS Pa3HOTrO BO3pacTa IOcIie
4-cyTouHO# dKcnosumuu Ha pactope ¢ Cd*" (100 MxM)
(mo: Kaznuna u np., 20146)

B nurepatype nmerorcs Takxke ganHble 00 yyactun HMA2-6enkos
B 3arpy3ke (iosmsl y 3makoB (Yamaji et al., 2013; Khan et al., 2014). B
gacTHOCTH, Y puca 6enok OsHMA?2 6bu1 00HapyeH B TapeHXUMHBIX U
CUTOBHUJHBIX KieTKax ¢uosmbl (Yamaji et al.,, 2013). ABTOpbI monara-
0T, 4TO 3TOT OEJIOK y4acTBYET Ha 3aKIFOYUTEIFHOM 3Talle TPaHCIIOpTa
[IUHKA U KaJIMUS U3 KCUJIEMBI BO (DJI03MY.

[Ipenmomnaraercs, 9TO TSHKENIbIe METAJLTBI MOTYT TPAHCIIOPTHPOBATH-
Cs B COCYIbI KCHJIEMBI M B KOMIUIEKCE C XeJlaTopaMu, HallpuMep, C TIIy-
TaTHOHOM WX (pUTOXETaTHHAMH, OJJHAKO MEXaHHM3M ATOTO TPAHCIIOpTa
He usydeH (puc. 5) (Clemens, 2006b; Verbruggen et al., 2009).

CremyeT Takke OTMETHTh, uTo oMuMo HMA?2/4 GenkoB, KOTOpPEIE
TPAHCTIOPTUPYIOT HECKOJIBKO TSDKENIBIX METAIOB (B YaCTHOCTH, IIMHK U
KaJMHi), Y paCTeHUH MMEIOTCS M crienr(riyeckue TpaHCIIOPTepHl, yda-
CTBYIOIIHE B TPAHCIIOPTE IO PACTEHHUIO TOJIFKO OAHOTO MeTayuta. Hampu-
Mep, B KOpHSX A. thaliana obuapyxkeHn Tpancroprep AtHMAS (Andrés-
Colés et al., 2006), a B xoprsix puca — OsHMAS (Deng et al., 2013),
(YHKIMS KOTOPOTO COCTOUT B TPAHCIIOPTE MOHOB MEU B COCY/IbI KCHIIE-
Mbl. B mepurtukie xopHs A. thaliana BeuBien Oemox FRD3 (ferric
reductase defective3), orHocsammiics k cemerictBy MATE (multidrug and
toxin efflux) u yqacTByommii B TpaHcropre komiuekca Fe’'c murpatom
B cocyabl kcmteMsl (Green, Rogers, 2004; Durrett et al., 2007).

18



BaKyoJIb BaKYyoJIb
PC-CA(I1)?
4—._’— PC-Cd(Il)
yv-caan |
T PCS
ADE+ P, 2GSH % e
’ s GS,-Cd(I1) o GS,-Cd(I1)
C ‘Jf"3<'€‘ ‘““C X-Cd(IT) €———X-Cd(11)
ATP
HMA4 GS,-Cd(II) 2GSH
KCHjieMa \ /\ cd(1ny /
Ca’"kanajsl ZIP, NRAMPS

Cd(In
Puc. 5. Cxema TpaHCcIIOpTa HOHOB KaJMHS IO CUMILIACTY:
GSH - Boccranosnennsli riryratuoH, PCS — duroxenarmncunrasza; PC-Cd(I) —
KOMIUIEKCEI HOHOB Kagmusi ¢ ¢uroxemaruHamu; GS,-Cd(Il) — kxoMIulekchl MOHOB

kaamus ¢ riryratnonoM; X-Cd(Il) u Y-Cd(II) — Bo3MO>KHBIE MOJIEKYIIBI, YIaCTBYIOIINE
B TPAHCIIOPTE KaJMUsI, HEU3BECTHBIE Ha ceroAHsAImHM nens (mo: Clemens, 2006a)

TpaHCTIOPT MOHOB 1O KCHJIEME OCYIIECTBISIETCS B COCTaBE KCUIEMHO-
T'O COKa, B OCHOBHOM, B KOMILJIEKCE C OPraHMYECKIMHU KUCIOTaMU (ITUTpa-
TOM W MaJIaTOM) WJIM aMHHOKHCIOTaMH (acTiaparuHOM, TITyTaMHHOM, THC-
tuauHoM) (Clemens et al., 2002). CKOpOCTh IBWKEHHS, HalIpUMEp, Kaj-
MUS U3 KOPHS B TOOET CPaBHUTEIHHO BBHICOKA HAa HAaYaNbHBIX dTarax. C
nomombio paguoaktisHoro Cd'"” 06HapykeHo, 4TO OH MOSBISETCS B OC-
HOBAHHMHU CTEOJIS prica yKe uepe3 1 Jac mociie TIOMEIICHUS pacTeHUH Ha
MUTATEIBHBIN pacTBOP, coaepxammuii kaamMuid. Ho Bo Bnaranuiia JucTbeB
Y JIMCTOBBIC TUIACTUHKY METAJDT IOCTYTaeT Oojee 4yeM yepes 36 J4acoB OT
Hayana dSKCHO3UIHH, YTO, TO-BUINMOMY, CBSI3aHO C €r0 33/IEPXKKOU B y3-
nax cteons (Fujimaki et al., 2010). Ha TpaHCIIOPT TSDKENIBIX METAILIOB U3
KOpHS B CTeOEh OKa3bIBAIOT BIIMSHUE TAKUE MPOIIECCHI, KaK MEPEHOC HO-
HOB Yepe3 IIa3MaIeMMy KJIETOK KOPHS, CHMITIACTUYECKHIH TPAHCIIOPT 10
COCYJZIOB KCHJIEMBI, 3arpy3Ka B KCHJIEMY U CBS3BIBAHHE HIOHOB METAJLIOB B
KCUJIEMHOM COKe paznuyHbiMu Jurannamu (Harris, Taylor, 2004).
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W3BecTHO, 4TO y 371aKOB TepeMeleHue HOHOB M3 KCHIIEMBI BO (hJ10-
3My NMPOUCXOIUT B y3nax crebst (Fujimaki et al., 2010). HauGonee Be-
POSITHBIM KaHJIUAATOM JUTsl OCYIICCTBIICHHS TAKOTO TPAHCIIOPTA KaIMUS
(o apyrux meramiax WH(OOPMAIMU B U3BECTHOW HaM JIMTEPAType HET)
spisiercst 0eok LCT1 (low-affinity cation transporter). IloBbllieHHAs
akcnipeccus reHa OsLCT] Obuta oOHapy)XKeHa B IMPUCYTCTBHU METailia
B y3JIax CTeOJIs puca BO BpeMs CO3PEBaHUS CEMsH, OCOOEHHO B CAMOM
BEepXHEM, KOTOpbIi cBsi3aH ¢ comperreM (Uraguchi et al., 2011). CHu-
KEHUE YPOBHS IKCIIPECCHHU 3TOTO TeHa MpuBOaAWIo K 50%-My yMeHb-
IICHUIO KOHICHTpAIlMKM KaJMHUs B 3e¢pHE 03 3aMETHBIX M3MEHCHUI B
COJICpP’)KaHUHU METaNTIOB-MUKPO3JIECMEHTOB.

B nenom psijie uccnenoBaHuil mokazaHo, 4To TSKEJIble METaJIBl MO-
T'YT TPaHCIIOPTUPOBATHCSA M O COCyAaM (PJIIO3MBI B CUCTEME OPraHOB
«moHop — akientop» (Cakmak et al., 2000; Harris, Taylor, 2001). C uc-
MOJIb30BaHUEM PaHOrpapHIECKIX METOJIOB Y PACTCHHUI Pa3HbIX BHJIOB
3adukcupoBan (odMHEIH TpaHcmopt m3otomoB ' Cd, “Ni, ®Zn u3
JIUCTHEB B LIBETKH U TUIOJBI (CEMEHA), a TaKXKe OT JIUCTA K JIUCTY WIH K
kopHto (Cakmak et al., 2000; Harris, Taylor, 2001; Page, Feller, 2005).
TpaHcopT MeTaIIoB 1o (hJI03Me UTpaeT BaXKHYIO POJb B JOCTABKE ITH-
TaTENBHBIX JIEMEHTOB, B TOM YHCJIC H MUKPO3JIEMEHTOB, OTHOCSIITUXCS
K TSDKENBIM MeTalllaM, B pasBuBaromuecs cemeHa (Bauer, Hell, 2006).
OTMeTnM, 9TO B MOCJIEAHEE BPEMS BCE OOJIBIIYIO aKTyaTbHOCTh MPHUO0-
peTaer npodieMa YBEIIMYCHHS CONICPIKAHUS TSHKENIBIX METAJUIOB B 3€p-
HE TPU BBIPAIIUBAHUY XJICOHBIX 3JIAKOB KU 3€pHOO00OBBIX KYIBTYD
Ha 3arpsA3HCHHBIX UMHU Mo4yBax. Hampumep, kajMuii B KOIIMYECTBaXx, 3a-
MeTHO mpeBbimarommx [1JIK, ycTaHOBIEHHOTO Il XJICOHBIX 3JIaKOB
(0,2 mr/kr cyxoro Beca), Obl1 0OHapy>keH B 3epHe miueHunsl (Harris,
Taylor, 2001), puca (Shah, Dubey, 1998) u stamens (Chen et al., 2007)
MIPH BIPAIIMBAHUN 3THUX BUIOB HA MOYBaX, COACPIKAIIMX MeTaLlL. [Ipu
3TOM, KaK OBUIO BEISBICHO y puca, oonee 90 % kamMmusi mocTymnaer B
3epHo uMeHHO 1o Quioame (Tanaka et al., 2007). Xors B menom, He-
CMOTPS Ha B&KHOCTH 3TOT'O BOIIPOCA, MOCTYIUICHHE NOHOB METAJIOB BO
(I105My U3yUYEHO B rOpa3/io MEHBIIEH CTEIEHH, YeM B KCHIIEMY.

K HacTosmemMy BpeMeH: J0Ka3aHo, 4To MO (prro3Me TsHKeIbie MeTall-
JIBI MOTYT TPAaHCTIOPTUPOBATHCS B KOMIUIEKCe ¢ HUKoTHHamMuHOM, GSH
1 (UTOXENaTHHAMH, KOTOpBIE OBUTH OOHAPYXKEHBI BO ()IIOBMHOM COKE
(puc. 3) (Van Belleghem et al., 2007; Mendoza-Cdzatl et al., 2008).
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[Tpu 5TOM HUKOTUHAMUH CBSI3aH, KaK MOJAraiT, B OCHOBHOM C MHUKPO-
snemenrtamu (Cu®’, Fe?*, Mn®", Zn®"), u B TpaHcmopTe 3THX KOMILICK-
coB npexanonaraercs ydactue YSL-6enkos (Curie et al., 2009; Klatte et
al., 2009; Verbruggen et al., 2009). Ot 6enxu oOHapy>KeHBI HAa BHYT-
PEHHUX MeMOpaHaX KJIETOK, IPUIIETAIONINX K cocyaM (II03MBbl, Kak B
moOerax, Tak 1 B KopHsx (DiDonato et al., 2004; Le Jean et al., 2005;
Schaaf et al., 2005; Curie et al., 2009). BeposTHO, OHH TOMOTAOT TIO-
CTYIUICHHIO KOMIUICKCOB METAJUIOB C HHKOTHHAMHHOM H3 COCYJIOB
¢doaMel B pazBuBatomiuecs tTkanu. Okazanock, uto Y SL-0enku QyHK-
IUOHHUPYIOT B CHCTEME CUMIIOPTa HOHOB METAJJIOB C IPOTOHAMU U WT-
PaloT BaXHYIO POJb B PEMOOMIN3AIUY IIMHKA U MEAH U3 CTAPEIOIINX
JUCTHEB, & TAKXKE B IMOCTYIJICHUW B CEMEHA JKelie3a, IIMHKAa W MeIu
(Waters, Grusak, 2008; Ishimaru et al., 2010). B wacTHOCTH, CHI)KEHHE
Yy MYTaHTHBIX pacteHuil 4. thaliana ypoBHs 3kcnpeccun rena AtYSLI
MPUBOJWIO K YMEHBIICHUIO KOJIMYECTBA M HUKOTHHAMHHA, U HWOHOB
xeneza (II) B cemenax (Le Jean et al., 2005), a aBoliHbIE MyTaHTBI
ysllysl3 umenu emie M HU3KOE cojepkaHue nMHKa u Mmeau (Waters et
al., 2006). B puce oOHapy»eH BBICOKHH ypPOBEHb 3KCIIPECCHH T'€Ha
OsYSL2 B KIIeTKaX-CIIyTHUKAX (hJIO3MBI B KOPHAX M JTUCThIX IIPH Ae(hH-
uure xenesa B cyocrpare (Koike et al., 2004).

Bo ¢nosme Obimu oOHapyX eHBI KOMIUIEKCH (PUTOXETATHHOB C
Cd*, Hg" u Zn*" (Dorcak, Krezel, 2003; Gong et al., 2003; Haydon,
Cobbett, 2007; Trampczynska et al., 2010), 4To oxa3alioch BecbMa
HEOXHIAHHBIM, TIOCKOJIBKY (PUTOXENATHHBI, 0 KOTOPBIX MOWAET peyb
B TJaBe 3, CUMTAIOTCS MOJIEKYJIaMH, YYaCTBYIOIIMMH B CBSI3bIBa-
HUU TOKCUYHBIX MOHOB B IHUTOIUIA3ME M TPAHCIIOPTE UX B BaKYyOJIb.
Ha cerognsmnamnii AeHh OENMKH, OCYIICCTBIISAIONINE TPAHCIOPT KOM-
MJIEKCOB TSKENBIX METAJIOB ¢ ()UTOXENATHHAMU BO (PIIOAMY, HEU3-
BECTHBI.

TakuMm 00pazom, HECMOTPS Ha 3HAYMUTEIBHBIN MPOrPEcC, TOCTUTHY-
THI K HACTOSIIEMY BPEMCHH B MOHUMAaHWWA MEXaHHU3MOB TPAHCIIOpPTA
TSOKETIBIX METAJUIOB MO PAaCTEHHIO, BCE €Ie OCTAETCs JJOCTATOYHO MHO-
T'O BOMPOCOB, JIJISl BBISICHEHHSI KOTOPBIX HEOOXOIMMO MPOBEICHUE JIAlTb-
Helmux uccienoBanuii. Oco00ro BHUMaHUS TpeOyeT HICHTH(UKAIIHS
0CIIKOB M HU3KOMOJICKYJISIPHBIX COEIMHEHWH, BOBJICUCHHBIX B TPAHC-
MOPT TSDKEIBIX METAJJIOB HA BCEM MPOTSIKEHHH OT KOPHS 10 CEMSH.
OdYeHb BaKHO HJCHTH(UIIUPOBATE in Vivo CyOCTpaThI ISl CHHTE3a Oell-
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KOB-TPAHCIIOPTEPOB U NIETATM3NPOBATh X OMOXUMHYECKHE CBOWCTBA.
Jlyumiee moHMMaHNE MEXaHHM3MOB TPAHCIIOPTA TSDHKENBIX METAIJIOB, a
TaK)Ke BBISICHCHHE POJIM Pa3IMYHBIX OCITKOB-TIEPEHOCYUKOB B ITEPE/IBH-
JKEHUHM HEOOXOJUMBIX PACTEHUIO 3JIEMEHTOB U TeX, KOTOPBIC HE UMEIOT
(YHKIMOHANBEHOTO 3HAYeHHs, OyJeT CHocoOCTBOBATh CO3JAHHIO
CeJIbCKOXO03SIMCTBEHHBIX KYJIBTYP C BBICOKMM KadeCTBOM MPOAYKIHU U
CHIKEHHBIM COZIEPKaHUEM TSKEBIX METAJUIOB B OpTraHax, UCIOJIb3ye-
MBIX B IIHIILY.



I'TABA 2

BJIUAHUE TAKEJIBIX METAJIJIOB HA OCHOBHBIE
®U3NOJOTMYECKHUE MMPOIIECCHI PACTEHUI

K HacTosieMy BpeMeHH BIHSHHUE TSKETBIX METANIOB HA OCHOBHBIC
(u3HOTIOrNYecKre MPOIECChl Y PACTCHUN B IIEJIOM OTHOCHTEIBHO He-
mwioxo m3ydeHo (Clemens, 2001; Ceperun, Msanos, 2001; Vassilev,
2002; UBanoB u mp., 2003; Meharg, 2005; Ceperun, KoxeBHUKOBA,
2006; Broadley et al., 2007; TuroB u np., 2007; bammakos, JlykaTkuH,
2009; Hasan et al., 2009; Yang, Chu, 2011; Sanita di Toppi, Meharg,
2011; I'pumko, Cermmkos, 2012; Kazauna, Tutos, 2013 u ap.). Ycra-
HOBJICHO, YTO B MPUCYTCTBUH TSHKEIBIX METAJUIOB HE TOJIBKO TOPMO3SAT-
CA POCT U Pa3BUTHEC PACTCHUH, HO M TPOUCXOIAT MHOTOUHCIICHHBIC
CTPYKTYPHO-()YHKIIHOHAIbHBIC U3MEHEHHUS B (POTOCHHTETHYECKOM Aall-
napare, HapyIIalTcs HPOLECCH AbIXaHUs, TPAHCIIUPALIUY, TPAHCIIOpTa
BEIICCTB U T. A. B pe3ynbraTe 3TOr0 CHIKACTCS MPOIYKTHBHOCTH OT-
JIEbHBIX PACTCHUI U LEIbIX (PUTOICHO30B, & MHOTAA [a)e MOJHOCTHIO
paspyiiarTcs pactuTenbHbie coobrectsa (Ali et al., 2000; Khudsar et
al., 2004; s161oxoB, 2007; Anekcees, 2008).

B 9T0i1 rn1aBe aBTOPHI MOMBITATNCH B MAKCHUMAIIBHO CXKATOH (Gopme
0000IIUTE HMEIOIIMHCS (DAKTOJOIMYCCKHI MaTepuall, KacaroIMHCs
BIIMSHUS TSKEIBIX METAJIOB HA TaKhe (HU3MOJOTHYCCKHE MPOIECCHI Y
pacTeHuit, Kak pocT, pa3BuTHe, (POTOCHHTES, ABIXaHHUE U BOJHBIN OOMEH.

2.1. Poct

TopMmoskeHHE pocTa SBJISICTCS OJHUM M3 CaMbIX Ba)KHBIX M HanboJiee
JIETKO PErHCTPUPYEMBIX ([JaXKe BU3yallbHO) MPOSIBICHUN TOKCHYHOCTHU
TSDKENBIX METAJJIOB B OTHomeHuu pacteHuit (Vassilev et al.,, 1998a;
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Rauser, 1999; UBanoB u ap., 2003; TuroB u ap., 2007). B MHOTOYHC-
JICHHBIX J1a0OPaTOPHBIX, BETETAIIMOHHBIX U IOJIEBBIX OIBITaX C Pa3HBI-
MU BUAaMHU (COPTaMH, T€HOTUIIAMH) MTOKA3aHO, YTO IO/ BIUSHUEM Ts-
JKEITBIX METAJUIOB Y PACTCHUN YMEHBIIAKOTCS JIMHEHHBIC Pa3Mephl KOP-
Hell 1 mo0eroB, CHIDKAETCS HaKoIuieHue Onomacchl. HanbOoubiiee ync-
JI0 UCCIIEZIOBAaHUI B 3TOM HAIIPAaBJICHUH IMOCBSIIEHO ACHCTBUIO Ha pac-
TEHUsS KaJMHUsl, KaK OJJHOTO W3 HAM0O0JIee TOKCHUYHBIX TSDKEIBIX METall-
JIOB, B HECKOJIBKO MEHBIIICH CTENEHH H3YUYEHBl METAJUIBI-MUKPOIJIEMEH-
Tl (Menlb, HUKEIb, ITMHK), a TaKXKe CBUHEIl. BIHsSHNEe MPYTHX TSKEIbIX
METAJIJIOB HA POCT PACTCHUI MOYTH HE U3yYaeTCs. AHAIN3 UMEIOIIIXCS
JTUTEPATYPHBIX TAaHHBIX M PE3yJIbTaThl COOCTBEHHBIX UCCIICIOBAHUN TI0-
3BOJIIOT CPOPMYIIUPOBATH PAJT BEIBOJIOB OOIIEro XapakTepa.

1. CreneHb 1 XapakTep UHTHOUPYIOIIETO JSHCTBUS TAKEIBIX METal-
JIOB Ha POCT, KaK ¥ Ha Jpyrue GU3N0IOTUICCKHE MPOIIECCHI, 3aBUCST OT
WX TOKCUYHOCTH, KOHIIEHTPAIIMU B OKPYXKAroIiel cpene W MpOoAOIIKHU-
TEJIHHOCTH BO3ICHCTBHA, a TaKXKe OT OMOIOTMYECKHX OCOOEHHOCTEU
BUJa (COpTa, FEHOTHUIIA) U BO3PACTHOTO COCTOSIHUS pacTeHuit (CeperuH,
Wsanog, 2001; WBanos u ap., 2003; Metwally et al., 2005; Demirevska-
Kepova et al., 2006; Jlafinuaen u ap., 2011; Kasuuna u ap., 2012 u
np.). B Tabnuimax 2 u 3 mpuBeneHBl XapaKTepHbIE MPUMEPHI BIHSHUS
KaJMUsl Ha POCT KOpHEH W MOOEroB y psijia BHIOB PACTEHHA, OTHOCS-
IIUXCS K Pa3HBIM CEMEHCTBaM.

2. TopMokeHHe pocTa PacTCHUH MO/ BIMSHUEM TSIKEIBIX METAJIOB
CBSI3aHO C WX HEMOCPEJCTBEHHBIM BO3JICHCTBHEM KaK Ha ITPOIIECC JIeie-
HUSI, TaK 1 Ha pacTspkeHue kieTok (Rauser, 1999). Cpean ocCHOBHBIX He-
TaTUBHBIX BO3JIEUCTBUN Ha IPOLIECC JEJICHUS] — CH)KEHHE MHTEHCUBHO-
CTH KJIETOYHBIX JICIICHUI, YMCHBIIICHUE KOJIMIECTBA KIETOK Ha Bcex (a-
3aX MHTO3a, YBEIHMUYCHHUE MPOODKUTSILHOCTH OTIENBHBIX (a3 H BCEro
muTtotrdeckoro 1ukia (Breskle, 1991; Ceperun, Banos, 2001). Kpome
TOTO, B MEPUCTEMAaTHUECKUX KJIETKAaX KOPHEW BBICOKHE KOHIIEHTPAIUU
TSOKEIIBIX METAJUIOB MPHUBOAST K IIUTOTCHETUYECCKAM HAPYIICHUSIM, Ta-
KHM KaK, HallpuMep, CIHpau3alis XpOMOCOM, HEpaBHOE UX PacXoiKjie-
HHUE K TIOJTI0CaM KIJIETKH WJTH TIOJTHOE OTCYTCTBUE PACXOXKIACHUS, TTOSBIIC-
HUE TETPAIUIONIHBIX KieToK (Jlopramok u ap., 2001; JlemyeHnko u mp.,
2005; Aina et al., 2007; Unyayar et al., 2010). B nprucyTCTBUM TSKENBIX
MeTa/UI0B OOHapyskeHbl pa3pbiBel HUTel JIHK, xpomocomHbie abeppa-
1M, HApyLIEHUsI PEryJsuu SKcnpeccun reHoB (Mouron et al., 2004).
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Tabnuya

2. BimgHme KagMus Ha POCT M HAKOIUICHHE OMOMAacChl KOpHS

Yy pacTeHui
Konnent- Bemmuunna
Bun pactenus patus DKCIo3u- l'IOI(:;ifiaTeJI}I, S CE—
MeTajuia, | Lusd, CyT % OT
MKM KOHTpOJIS
JluHa KopHs
Arachis 200 28 80 Shi, Cai, 2009
hypogaea 400 28 53 Shi, Cai, 2009
800 28 34 Shi, Cai, 2009
Avena sativa 300 7 58 Turos u np., 2002
Brassica rapa 800 28 47 Shi, Cai, 2009
Echinochloa 50 14 45 Ezaki et al., 2008
crusgalli 150 14 35 Ezaki et al., 2008
Helianthus 400 28 79 Shi, Cai, 2009
annus 800 28 53 Shi, Cai, 2009
Hordeum 20 20 20 Chen et al., 2008
vulgare 50 5 67 Demirevska-Kepova et
al., 2006
300 7 58 TutoB u np., 2002
500 5 60 Demirevska-Kepova et
al., 2006
1000 30 30 Tamas et al., 2006
Medicago sativa 30 7 80 Ortega-Villasante et al.,
2005
Oryza sativa 100 4 55 He et al., 2007
500 14 66 Cheng et al., 2008
Phaseolus max 10 6 38 I'pumixo, Ceiukos, 2012
100 6 30 I'pumixo, Ceiukos, 2012
50 10 81 Xue et al., 2013
100 10 68 Xue et al., 2013
Pisum sativum 5 21 14 Wodala et al., 2012
10 6 61 I'pymko, Crimukos, 2012
100 6 18 I'pymko, Crimukos, 2012
Secale cereale 50 14 55 Wojcik, Tukiendorf, 1999
250 14 15 Wojcik, Tukiendorf, 1999
Triticum 50 14 60 Wojcik, Tukiendorf, 1999
aestivum 100 30 87 Moussa, El-Gamal, 2010
250 14 25 Wojcik, Tukiendorf, 1999
500 7 47 Ouzounidou et al., 1997
600 7 60 Amirjani, 2012
Vicea faba 8 7 77 Ma et al., 2010
10 7 67 Maet al., 2010
Zea mays 10 3 58 Nocito et al., 2008
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Oxonuanue maon. 2

Konrnent- Bennunna
B pactenns pauus Dkenosu- HOK(??.aTeJIH, A pa—
MeTaia, | Lusd, CyT % OT
MKM KOHTPOJIA
Zea mays 50 14 40 Wojcik, Tukiendorf, 1999
100 6 28 Pavlovkin et al., 2006
100 14 38 Wojcik, Tukiendorf, 2005
100 30 76 Puertas-Mejia et al., 2010
250 14 10 Wojcik, Tukiendorf, 1999
buomacca kopus
Arabidopsis 50 7 42 Perfus-Barbeoch et al.,
thaliana 2002
100 7 23 Perfus-Barbeoch et al.,
2002
Arachis hypogaea 400 28 59 Shi, Cai, 2009
800 28 44 Shi, Cai, 2009
Avena strigosa 50 4 102 Uraguchi et al., 2006
Brassica napus 50 15 56 Nouairi et al., 2006
100 15 51 Nouairi et al., 2006
Brassica rapa 400 28 49 Shi, Cai, 2009
800 28 15 Shi, Cai, 2009
Cajanus cajan 450 80 36 Garg, Kaur, 2013
Helianthus annus 400 28 42 Shi, Cai, 2009
800 28 37 Shi, Cai, 2009
Hordeum vulgare 50 5 60 Demirevska-Kepova et
al., 2006
500 5 85 Demirevska-Kepova et
al., 2006
20 20 37 Chen et al., 2008
Lupinus albus 20 15 67 Vazquez et al., 2006
60 15 40 Vazquez et al., 2006
Mesembryanthe- 10 5 55 [eBsixoBa u ap., 2003
mum crystallinum 100 5 48 Iepskosa u ap., 2003
Oryza sativa 500 14 66 Cheng et al., 2008
Phaseolus max 50 10 68 Xue et al., 2013
100 10 53 Xue et al., 2013
Pisum sativum 40 21 53 Rivera-Becerril et al.,
2005
Triticum aestivum 30 12 50 Stolt et al., 2003
50 24 46 Cietal., 2010
Zea mays 30 7 74 Rellan-Alvarez et al.,
2006
20 7 88 Wang et al., 2009
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Tabauya 3. BawsHWe KaaMmus Ha pOCT M HAKOIUIGHHWE OWoMacchl rmobera

Yy pacTeHui
Konment- Bemnuunna
Bun pactenus pauust JKcno3u- l'lOKleaTeJIH, A pE—
MeTajlia, | ILus, CyT % OT
MKM KOHTpOJIS
Bricora nobera
Arachis 400 28 47 Shi, Cai, 2009
hypogaea 800 28 42 Shi, Cai, 2009
Avena sativa 300 7 44 Turos u np., 2002
Brassica napus 10 15 53 Nouairi et al., 2006
50 15 39 Nouairi et al., 2006
100 15 31 Nouairi et al., 2006
Helianthus 100 28 39 Shi, Cai, 2009
annus
200 28 20 Shi, Cai, 2009
Hordeum 20 20 37 Chen et al., 2008
vulgare 50 5 91 Demirevska-Kepova et
al., 2006
500 5 67 Demirevska-Kepova et
al., 2006
300 7 40 TutoB u np., 2002
Oryza sativa 500 14 74 Cheng et al., 2008
Phaseolus max 50 10 84 Xue et al., 2013
100 10 83 Xue et al., 2013
Pisum sativum 5 21 40 Wodala et al., 2012
10 6 83 I'pymko, Crimukos, 2012
100 6 32 I'pymko, Crimukos, 2012
Secale cereale 100 11 77 Krupa, Moniak, 1998
Triticum 50 24 60 Cietal., 2010
aestivum 100 7 60 Titov et al., 1996
500 7 55 Ouzounidou et al., 1997
600 7 76 Amirjani, 2012
Zea mays 10 3 48 Nocito et al., 2008
25 14 65 Krantev et al., 2008
80 6 66 Knayc u np., 2013
200 6 47 Knayc u np., 2013
Cyxas 6rnomacca robera
Arabidopsis 50 7 70 Perfus-Barbeoch et al.,
thaliana 2002
100 7 40 Perfus-Barbeoch et al.,
2002
Arachis 400 28 45 Shi, Cai, 2009
hypogaea 800 28 38 Shi, Cai, 2009
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Oxonuanue maon. 3

Konuenr- Benuunna
B pactenns pauus OKkcnosu- HOKfSaTeJIH, S pa—
MeTalia, | LU, CyT % OT
MKM KOHTPOJIA
Avena sativa 100 7 80 Astolfi et al., 2004
100 30 36 barosa u ap., 2012
Avena strigosa 50 4 98 Uraguchi et al., 2006
Brassica rapa 400 28 47 Shi, Cai, 2009
800 28 13 Shi, Cai, 2009
Cajanus cajan 450 80 43 Garg, Kaur, 2013
Helianthus 400 28 29 Shi, Cai, 2009
annus 800 28 23 Shi, Cai, 2009
Hordeum 10 14 87 Smykalové, Zamecénikova,
vulgare 2003
20 20 33 Chen et al., 2008
50 5 85 Demirevska-Kepova et
al., 2006
100 30 56 Puertas-Mejia et al., 2010
100 30 40 barosa u ap., 2012
500 5 66 Demirevska-Kepova et
al., 2006
Oryza sativa 100 4 50 He et al., 2007
500 2 90 Hsu, Kao, 2003
500 14 79 Cheng et al., 2008
Phaseolus max 50 10 79 Xue et al., 2013
100 10 71 Xue et al., 2013
Triticum 50 24 40 Cietal., 2010
aestivum 30 12 58 Stolt et al., 2003
1000 7 56 Kovacevi¢ et al., 1999
Zea mays 20 7 58 Wang et al., 2009
30 7 57 Rellan-Alvarez et al., 2006
100 30 67 Puertas-Mejia et al., 2010

B ocHOBe OTMEUEHHBIX HApYIIECHHH KJIETOYHOTO AEJICHUS, IPEexIe
BCET0, JIOKUT CBA3BIBAHUE HOHOB METALVIOB C CYJIb(QrUApUIbHBIMU
rpyInnamMu OelIKOB BepeTeHa U (PepMEHTOB, OTBETCTBEHHBIX 32 MPOXOXK-
neane muto3a (becconora, 1991; UeanoB u ap., 2003; Ceperun, Ko-
»keBHUKOBa, 2006). HekoTophie TspKENbIe METAIIIBI (KaaMUi, HUKENh)
BBI3BIBAIOT TaKoke nospexaeHue sapa (Liu et al., 2003/2004), napyma-
tor cunte3 PHK u mHrnbupyior axktuBHOCTH pubOoHyKieasbl (Shan,

Dubey, 1998).
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MexaHu3M BO3JCHCTBHS TSAKEIIBIX METAJIIIOB HA PACTSHKEHUE KIICTOK
CBsI3aH, B MEPBYIO OYepeib, CO CHIKCHHUEM 3JaCTUYHOCTH KJIETOUHBIX
CTCHOK, IPUYMHAMU KOTOPOTO SBIISIOTCS 00pa3oBaHUE MOHAMHU METal-
JIOB TMPOYHBIX cBsi3eil ¢ SH-rpynmamMu 6e1KOB, BXOISAIINX B €€ COCTaB, C
MOBPEXKACHUEM CTPYKTYPBl MHUKPOTPYOOUYEK M HApYIICHHEM BOJIHOTO
pexxuma kierok (Poschenrieder et al., 1989; Mpanos u mp., 2003; Cepe-
ruH, KoxxeBamnkora, 2006; Villiers et al., 2011). [Tomrmo 3TOr0, HHrHOH-
pOBaHHE META/UIaMH POCTA PACTSLKEHUEM MOXKET OBITh CBSI3aHO C Hapy-
IIICHUEM MPOHHUIIAEMOCTH MEMOPaH BCJICACTBUE YBEIUUCHHUS KOJIMYCCTBA
AKTUBHBIX (DOPM KHCIIOpOJIa U BO3PACTAaHUS MHTEHCHBHOCTHU MEPEKUCHO-
ro okucienus munuaoB (Tamas et al., 2006; Sharma, Dietz, 2009).

3. IIpu BeIpalMBaHUK PACTEHUH B MPUCYTCTBUH TSHKENIBIX METAIIJIOB
WX TOKCUYECKOE JICHCTBHE B OOJIBIICH CTEIIEHU TPOSBIISIETCS B OTHOIIIE-
HUU POCTa KOpHEW (32 WCKIIOYEHHWEM BHUIOB-TUIICPAKKYMYJISTOPOB),
MOCKOJIbKY HMEHHO B HHUX 3aJICP)KUBACTCS U MHAKTUBUPYETCS OOJIbIIas
4acTh MOCTYINMBILIKX B pacTeHHue TOKCH4YHBIX MOHOB (Liu et al., 2008).
HakormuieHue TsDKEIbIX METAUIOB B KOPHSX COMPOBOXK/IACTCS YMEHbIIIC-
HHEM pa3MepOB M OMOMAcChl KOPHEBOH CHUCTEMbI, CHHYKCHHUEM KOJIHYe-
cTBa OOKOBBIX KOpHEH, OTMHpaHHEM KOpPHEBBIX BOJIOCKOB (Vassilev et
al., 1995; Titov et al., 1996; Ceperun, Mpanos, 2001; Demirevska-
Kepova et al., 2006; Uraguchi et al., 2006; Tutos u np., 2007; bamma-
koB, JIykatkuu, 2009; Shi, Cai, 2009 u np.).

TopmoxkeHue pocta moOeroB HaONIOIASTCsI, KaK TPaBHIIO, ITpH OoJiee
BBICOKMX KOHIICHTPAIMSX TsDKENIBIX METAJIOB, YeM KOopHel. B pesynbra-
T€ 3TOr0 YMEHBIIAOTCS BBHICOTA IMOOETOB M pa3Mephl JINCTOBBIX I11aCTH-
HOK, CHIDKAeTCs1 OMoMacca HaJl3eMHBIX OPIaHOB, a y 3JIAKOB €IIe U TMHA
MeXIoy3ui. Pa3mepsl corBeTuii, a Takke Macca IUIOJOB M CEeMSH
YMEHBIIATCSA B MPUCYTCTBUM METAJUIOB B TOPa3lo MEHBIIEH CTETICHH,
MOCKOJIbKY UX COJIEPYKaHUE B 3THX OpraHax 0ObIYHO MUHHMAJbHO, a He-
raTUBHOE JICHCTBHE Ha TCHEPATHBHEIC OpPraHbl B OCHOBHOM OIOCPEIO-
BanHoe (Vassilev et al., 1996; Khurana et al., 2006; barosa u ap., 2012).

OTAenpHO HEOOXOAMMO OTMETHUTDH BIMSHHE TSDKEIBIX METAIOB Ha
POCT JIUCTa — OCHOBHOTO, CIICIUAIM3UPOBAHHOIO OpraHa ()OTOCHHTE3A.
[loBpIlIeHNE KOHIICHTPAIIMH BCEX H3YyYCHHBIX METAJLIOB B OKPYKaIO-
el cpeje MPUBOIUT K 3HAYUTECILHOMY YMEHBIICHHIO TUIOIIAIAM JIUC-
TOBOW IIJIACTUHKH, YTO SBJSCTCS OJHOW M3 MPHUYMH CHIXKCHUS WHTCH-
cuBHOCTH (oTocuHTe3a W Tpancnupauuu (Veselov et al, 2003;
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Khudsar et al., 2004; Kasuuna u ap., 2011). 3amMeTHOE CHIKEHHE pa3-
MEpOB JIUCTHEB B NMPHUCYTCTBHH BHICOKUX KOHIICHTPALWH TSKEIBIX Me-
TaJUIOB OOHAPYKEHO MPAKTUYCCKU Y BCEX BUJIOB PACTCHHIA, C KOTOPBI-
MU TIPOBOJIMIIHCH TIO/TOOHBIC UCCIieNOBaHUS (Ta0I. 4).

Ta6ﬂuz¢a 4. BrustHue TsOKeIbIX METaJIOB Ha POCT JIMUCTa

Konrent- SKemo- ITnomans
Meramn | Bun pacrenus pauui 3ULIUSA, HOHCTa’ Hcrounuk
MeTasa, % OT
MKM or KOHTPOJIS
cd™ Arachis 100 28 49 Shi, Cai, 2009
hypogaea
Gossypium 100 6 90 Daud et al., 2013
hirsutum
Helianthus annus 50 4 28 Hatata, Abdel-Aal,
2008
100 4 16 Hatata, Abdel-Aal,
2008
Hordeum vulgare 100 4 69 Kasnuna u np., 2012
Lepidium sativum 450 30 85 Gill et al., 2011
100 30 68 Gill et al., 2011
Phaseolus 3 6 35 Poshenrieder et al.,
vulgaris 1989
Pisum sativum 50 28 37 Sandalio et al., 2001
Vigna radiata 100 3 21 Muneer et al., 2011
500 3 17 Muneer et al., 2011
Zea mays 10 6 89 I'pumiko, CelmukoB,
2012
100 6 48 I'pumko, CrIMKoOB,
2012
80 6 57 Knayc u mp., 2013
200 6 34 Knayc u ap., 2013
Pb** Plantago major 2000 30 61 Kosobrukhov et al.,
2004
2000 30 30 Kosobrukhov et al.,
2004
Zn*" | Avena strigosa 100 4 70 Uraguchi et al., 2006
Festuca rubra 100 20 68 Hertstein, Jager, 1986
Pelargonium 500 15 29 Misra et al., 2005
graveolens
Pisum sativum 50 28 39 Sandalio et al., 2001
Populus tremula 130 61 15 Durand et al., 2010
Setaria viridis 160 25 76 Kaszuuna u ap., 2009
Typha latifolia 50 21 27 Yeetal, 1997
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4. Hanbosee yCTOWYHMBBIM K JCHCTBHIO TSDKEIBIX METaJIOB POCTO-
BBIM IIpOIeCCOM sBiseTCs TmpopacTtanue cemsH (Shah, Dubey, 1998;
Jlsary3oBa, 1999; Xononosa u ap., 2005; Turor u ap., 2007 u ngp.),
YTO, OUEBUHO, CBS3aHO C HECIIOCOOHOCTHIO TOKCHYHBIX MOHOB MPOHU-
KaTh 4Yepe3 CEMEHHYI0 000J04Ky. JIMIb Ha 3aKIIOYUTEIBHON CTauu
HaOyXaHHs CEMSH, KOTJ]a TIOBPEXKIAIOTCS CEMEHHBIE ITOKPOBBI, OHH MO-
I'YT MOCTYNAaTh B KJICTKU 3apOAbIIIA U BBI3BIBATEH 33JCPIKKY MpopacTa-
HUSL BCIICJICTBUC TOPMOXCHHUS JICNICHHS W PACTSHKEHHUS KIIETOK
(Wierzbicka, Obidzinska, 1998; Ceperun, KoxxeBuukosa, 2006).

5. PocT pacTeHuit MOXKET TaKKe 3aMeISAThCS B Pe3yabTaTe Omocpe-
JIOBAHHOTO JICHCTBUS TSHKEIBIX METAJUIOB, CBA3AHHOTO C M3MEHCHUEM
ropmoHanbHoro Oananca (Veselov et al., 2003), Hapymenusmu $HoTo-
cunte3a (Vassilev et al., 1997), Bomumoro pexwuma (Barcelo,
Poschenrieder, 1990), munepansaoro nuranus (Siedlecka, 1995), npi-
xanus (Pavlovkin et al., 2006).

2.2. PazButne

BrusitHue TSKENbIX METAIIOB Ha Pa3BUTHE PACTEHUM M3YYCHO B TO-
pas3go MeHbLICH CTEeHH, YeM UX BO3ACHCTBHE Ha POcT. TeM He MeHee
Ha OCHOBaHHMU MMEIOUIMXCS paboT, TMOCBSIIEHHBIX 3TOMY BOIPOCY, a
TaKXKe Pe3yJIbTATOB COOCTBEHHBIX HCCICAOBAaHUN MOXHO CHENaTh Clie-
JYIOLINE BBIBOJIBL.

1. TNoBbINEHHBIE KOHIEHTPAIIMK TSDKEJBIX METAIOB B OKpYIKaro-
niedl cpene 3aepKUBAOT Pa3BUTUE PACTEHUN W HACTYIUIEHUE O4Yepea-
HBIX (heHOJOTHYECKHX (a3, YTO HEPEIKO NPUBOAUT K YBEIMUYCHUIO
MPOAOJLKUTENIFHOCTH BETETAIMOHHOTO NIEPHOAA, a B Psilie CIIyyacB pac-
TeHHs BOOOIIE HE MEPEeXOJdiT K TeHEPAaTHBHOMY Pa3BHUTHIO, HECMOTPS
Ha BIIOJIHEC OJAarompUSATHBIE MPUPOTHO-KIUMATHUECKUE YCIOBHS
(Vassilev et al., 1998b; Khudsar et al., 2004; Ka3zauna u ap., 2006).

2. 3ajepKKa HACTYIUICHUs] ouepeHbIX peHodas y pacteHuii B Ipu-
CYTCTBHH TSDKENBIX METAIJIOB B OOJIbIIEH CTENIEHH BhIpakKeHa Ha paH-
HUX dTanax OHTOTEHE3a, TOr/Ia KaK Ha 0oJiee MO3IHUX Tanax pa3BUTHS
TAKOTO pOJia PA3UYUS CTIKUBAIOTCS WM TIOJHOCTBIO HCYE3aI0T
(Vassilev et al., 1998b; Kasuuna, 2003).

3. Tspkenble MeTaluIbl (B YaCTHOCTH, KaJMHUI U CBUHEI[) TOPMO3ST
poct u muddepeHIuaAI0 anuKaTLHOW MEpHUCTeMbl cTeOns (KOoHyca

31



HapacTaHus) y 37aKOB, YTO MPHUBOIUT K CHIDKCHHIO TEMIIOB OpPTraHOTe-
Hesa (puc. 6). [Ipu 5TOM BBICOKHE KOHIIEHTPAIMH METaNIOB MOTYT BBI-
3bIBaTh MOJHYIO OCTAaHOBKY Pa3BHTHS pacTeHUU yxe Ha | stame opra-
HoreHesa (TuroB u ap., 2001; Kaszauna, 2003). CHukeHUE TEMIIOB Op-
raHOTeHe3a IT0J] BIMSHHUEM TSDKEIBIX METAJIOB, OYEBHIHO, CBSA3aHO C
3aMeJICHHEM CKOPOCTH JCNICHHUS KIIETOK alWKAIBHOH MEPHCTEMBI
cTebnsi, B pe3ysbTaTe 4ero HeoOXouMoe IS Tiepexoa KoOHyca Hapac-
TaHUS K CIACAYIOMEMY dTally KOJIMYECTBO KIETOK HAKAIUTMBACTCS TI03]-
HEe, YeM B OOBIYHBIX YCIIOBHUSAX POCTA.

A B
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§ 80 <80+
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= & B0 — s BO -
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2.2 &
5= 40— o 40
!o\o ]
g g
= 0 a0
=
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Konuentpauus anerara kagmus, MI/KT cyocTpaTa

.
|:|, I sTan opranorenesa; — Il aTanm opranorenesa

Puc. 6. BrussHMe MOHOB KaaMusl Ha JUIMHY KOHyca HapacTaHus (A) W TEMIIbI
opranorenesa (b) y pacrennit ssamens B ¢aze npopoctkoB (Kasuuna u zp., 2006)

4. 3amenyicHUE Pa3BUTHSI PACTCHUIN B TPUCYTCTBUH TSAKEIIBIX METall-
JIOB MOXeET OBITh BI3BAHO U3MEHEHNEM (HApYIICHUEM) KJIETOYHOTO Me-
TaboJIM3Ma B BEPXyIIEUHBIX MEPHCTEMAX, a TAKIKE HAPYIICHUEM MUHE-
panbHoro nutanus (Kasuuna u np., 2000).

2.3. ®oTocuHTE3

U3zBecTHO, 4TO (DOTOCHHTE3 OTIIMYAETCS OYCHb BHICOKOW YyBCTBH-
TEIHHOCTBIO K BO3JCUCTBHUIO TSDKETBIX METAJIOB, KOTOPBIE BIHMAIOT HA
MHOTHE CTOPOHBI 3TOro mporiecca. [Ipu 3ToM, KaK MoKa3aHO B MHOIO-
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YHCIICHHBIX Pa0oTax, CHWXKeHHue ckopocTH accummsiiu CO, B mpH-
CYTCTBHH TSDKEIBIX METAUIOB (Tabi. 5) MOXKET OBITh CBS3aHO Kak C
(YHKITMOHAIBHBIMH, TaK M CO CTPYKTYPHBIMU U3MEHEHHSIMH B (OTO-
cunTeTnyeckoM ammapare pacrenuii (DCA) (Vassilev, 2002; Turos u
np., 2007). Himwke yka3zaHbl OCHOBHBIEC «MHIIICHH» TOKCHYIECKOTO JEHCT-
BUSI METAJIOB Ha (DOTOCHHTETHYECKHUE MPOIECChHl Y PACTCHHH.

Tabnuya 5. BnusiHre KaaMusi HA MHTEHCHBHOCTD (DOTOCHHTE3a PACTEHUH

Konuenr- Bennunna
panus IKCMOSH- | | azare-
Bun pacrenus Metaa, s, 13, % oT Hcrounuk
MKM T KOHTPOJISL
Avena sativa 100 14 82 Ka3zuuna, 2003
Hordeum vulgare 10 3 60 Smykalova,
Zamec¢nikova, 2003
100 4 69 Kaznuna u ap., 2010
250 10 94 Vassilev et al., 2004
500 10 89 Vassilev et al., 2004
Lactuca sativa 10 28 27 Dias et al., 2013
Phaseolus max 50 10 81 Xue et al., 2013
100 10 65 Xue et al., 2013
Pisum sativum 100 0.08 (2 u) 75 Balakhnina et al., 2005
1000 0.08 62 Balakhnina et al., 2005
Triticum aestivum 50 9 70 Cietal., 2010
100 30 91 Moussa, El-Gamal, 2010
400 30 66 Moussa, El-Gamal, 2010
500 4 80 Bishnoi et al., 1993
Vigna radiata 100 6 59 Wahid et al., 2007
100 12 42 Wabhid et al., 2007
Zea mays 25 14 70 Krantev et al., 2008

1. B mpucyTCTBHM TSKENBIX METaJUIOB HaOIIOAAIOTCS OMpeAeseH-
HbIE U3MEHEHHsSI B aHATOMHYECKOH CTPYKType JIMCTa: YMEHBIIAIOTCS
pa3Mepbl KIETOK Me30(UIIa | TONIIMHA KICTOYHONH CTCHKH, CHUYKAKOT-
CS YUCIIO W pa3Mepbl XJIOPOIJIACTOB, a TAKXKE pa3Mephbl 3aMBIKAIOIINX
kieTok ycrhuil (Vitoria et al., 2003; Kosobrukhov et al., 2004; Turos u
Ip., 2007; Kazauna u ap., 2011).

2. Tspkenple METaJUTBI BHI3BIBAIOT Pa3IMYHbIC HAPYIICHUS B CTPYK-
TYpHOH OpraHu3anyyu XJOPOIUIACTOB: YMEHBIIIEHHUE YHCIIA TPaH U THJIa-
KOWJIOB, CHW)KCHHE NpoTshkeHHOCTH MemOpan (Molas, 1997; Alkhatib
et al., 2011), u3MeHeHHEe CTPYKTYpbl MEeMOpaH M HX XHMHYECKOTO
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cocTaBa (B YaCTHOCTH, CHH)KCHHUE COJEP)KaHUS HEHACBIEHHBIX XHUp-
HBIX KHCJIOT), YBEIMYCHHE KonuuecTBa miactoriodyn (Vassilev et al.,
2004; Souza et al., 2005).

3. Ilox BOMSIHMEM TSKEJBIX METAJIOB B JINCTHAX PACTEHHH yMEHb-
maeTcss coaepaHue (QOTOCHMHTETHYECCKMX NUTMEHTOB (Tabdn. 6)
(Vassilev et al., 1998a; Tananosa u ap., 2001; Nouairi et al., 2006; Ka3z-
HUHA U Ap., 2012 u ap.). [Ipu 3Tom B OONBIIEH CTENIEHH 3TO OTHOCUTCS
K xyopoduinam, uem k kaporuHousam (Khudsar et al., 2001; Tananosa
u ap., 2001; Prasad, 2004). OCHOBHbIMH ITPUYUHAMM CHH)KEHHUS KOJIHU-
4YecTBa XJIOPOQHIUIOB @ M b B MPUCYTCTBUH TSKEIIBIX METAJUIOB SIBIISI-
I0TCS: TIOZIaBIeHUEe OMOCHHTE3a XJIOPO(HIUIOB, yCUICHHE Mpolecca HxX
Jerpaganuy, HapylIleHHe YIbTPacTpyKTypsl XyopomiactoB (Sheoran et
al., 1990; Molas, 1997).

4. TspKemnble METaJIbl OKa3bIBAIOT OTPULIATEILHOE BIMSIHUE HA CBETO-
BbIe peakiu (POTOCHHTE3a U HAa CTPYKTYPHYIO LENOCTHOCTh (OTOCHC-
tem (Li, Miles, 1975; Siedlecka, Krupa, 1996; Tukendorf, Baszynski,
1991). Haubonee uyBcTBUTENBbHA K MOHaM MeTauloB (orocucrema Il
(®C 1I) (Krupa, Baszynski, 1995; Di Cagno et al., 2001). B npucyrcteun
TSDKEIIBIX METaUIOB CHIbKaeTcs 3 dekTuBHOCTD ee paboThI, YTO PETHCT-
pUpyeTcsl MO HM3MEHEHHUIO LIEJNOTO psAfa MapaMmeTpoB (iyopecueHIuu
xnopoduuia. Hanmpumep, camxarotcest Makcumanbublid (Fp,) 1 MEHUMAITB-
ueiii (Fp) BeIxom duryopecrieniuy, nepemenHas ¢uyopectenius (F.,),
kBaHToBas 3¢ ¢pextuBHOCTE DC II (F/F,), 3aMenmnsieTcst CKOPOCTh AIIeK-
TpPOHHOTO TpaHcmopTa. Bce 3To ykasbiBaeT Ha HapymieHus B pabore
®CA pacrenuit (Schreiber et al., 1994, Maksymiec, 1997, Maxwell,
Johnson, 2000; DalCorso et al., 2008; Ka3uuna u ap., 2012). JaHHbIX 0
BIIMSTHUU TSKETbIX MeTayuioB Ha (otocuctemy 1 (PC 1) ouens mano, Tem
HE MEHEe YCTaHOBJECHO, YTO HEKOTOPHIE TSIKENbIe METaUIbI (B YacTHO-
CTH, KaJIMUI) TIOBPEXKIAIOT CBETOCOOMPAIOIINE aHTEHHBIE KOMILIEKCHI
peaknmoHHbIX 1eHTpoB kKak @C II, Tak u OC I (Siedlecka, Krupa, 1999;
Fagioni et al., 2009). M3BecTHO Takke, YTO B IPUCYTCTBUH TSHKENBIX Me-
TaJUIOB 3aMeISIeTCsl CKOPOCTh IUKJINYECKOr0 M HELUKIMIECKOTo (oTo-
dochopunuporanus (Tukendorf et al., 1993).

5. HeratuBHoe BiMsAHUE TSDKENBIX METAJUIOB HA TEMHOBBIE PEAKIIUH
(doTocHHTE3a CBA3aHO TIIaBHBIM OOpa3oOM C MOJABICHHEM aKTHBHOCTU
¢depmenToB nukia KansBuHa U, B YaCTHOCTH, OCHOBHOT'O (hepMeHTa ac-
cumuwsinnn CO, — pubynozoducdocdarkapOoKcHuIa3bl/OKCUTEHA3BI
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Tabauya 6. BnusHue xagMus Ha copepxkaHue xJIopoduuioB (a+b) B IUCTHAX
pacTeHui

Konuentpa- Bennunna
st Jxenozu- rmokasare-
Bun pacrenus us, o Hcrounuk
MeTasa, a1, % oT
MKM or KOHTPOJIS
Arachis hypogaea 400 28 59 Shi, Cai, 2009
Avena sativa 100 7 73 Astolfi et al., 2004
100 14 75 Kazuuna, 2003
Brassica napus 50 15 34 Nouairi et al., 2006
100 15 20 Nouairi et al., 2006
Brassica rapa 800 28 46 Shi, Cai, 2009
Helianthus annus 50 4 51 Hatata, Abdel-Aal, 2008
400 28 71 Shi, Cai, 2009
800 28 55 Shi, Cai, 2009
Hordeum vulgare 50 4 68 Tananosa u np., 2001
54 12 80 Vassilev et al., 1998a
100 4 92 Kaznuna u ap., 2010
250 10 90 Vassilev et al., 2004
500 10 82 Vassilev et al., 2004
Lactuca sativa 10 28 72 Dias et al., 2013
50 28 44 Dias et al., 2013
Lepidium sativum 50 30 74 Gill et al., 2011
100 30 62 Gill et al., 2011
Lupinus albus 20 15 83 Vazquez et al., 2006
60 15 64 Vazquez et al., 2006
Oryza sativa 250 2 74 Roychoudhury et al.,
2011
500 2 70 Roychoudhury et al.,
2011
500 3 36 Hsu, Kao, 2003
Phaseolus max 50 10 82 Xue et al., 2013
100 10 57 Xue et al., 2013
Secale cereale 100 11 63 Krupa, Moniak, 1998
500 7 50 Krupa et al., 2008
Triticum aestivum 100 30 91 Moussa, El-Gamal, 2010
400 30 80 Moussa, El-Gamal, 2010
500 4 66 Bishnoi et al., 1993
500 7 50 Ouzounidou et al., 1997
Zea mays 25 14 52 Krantev et al., 2008
100 7 70 Gaidos et al., 2012
80 6 86 Knayc u np., 2013
200 6 82 Knayc u np., 2013
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(Sheoran et al., 1990; Krantev et al., 2008). OCHOBHbBIMH HPUYHHAMH
YMEHBIIICHUS] aKTUBHOCTH (DEPMEHTOB SIBJISIOTCS HAPYIIICHUE YETBEPTHY-
HOI CTPYKTYpBI OCJIKOB B pe3yJIbTaTe B3aMMOCHCTBHSI HOHOB METAJLIOB
¢ SH-rpynnamu 1 uHruOupoBanue cuHTe3a GpepMeHToB de novo (Malic
et al., 1992). O6Hapy»KEHO TaK)Ke CHIDKECHHE YPOBHS IKCIPECCHUH TCHOB,
koaupytomux psin pepmentor (Hajduch et al., 2001). K kocBeHHBIM TpH-
YUHAM 3aMeJJICHHS CKOPOCTH pEeaKMii TeMHOBOH (ha3bl pOTOCHHTE3a B
NPUCYTCTBUU TSDKEJIBIX METAUIOB OTHOCST CHHXKEHHE TOCTYIUICHHUS B
kietku CO, BeieacTBHE YMEHbIIICHHS rcia yeThuil (Baryla et al., 2001)
wm ux 3akpbiBanud (Sanita di Toppi, Gabbrielli, 1999).

6. IToMUMO HENOCPEJCTBEHHOTO BO3JICHCTBHS TSDKEIBIX METAJUIOB
Ha T€ WU WHBIC (POTOCHHTETHUYECKHE PEaKIMU, BO3MOXKHO M HX OIIO-
CpelOBaHHOE BJIMSHHE Ha (POTOCHHTE3, CBSI3aHHOEC C M3MCHCHHSMHU B
nponecce asixanus (Greger, Lindberg, 1987), ¢ HapymeHHsIMH BOAHO-
ro oomMeHa u MuHepanbHoro mnutanus (Ouzounidou at al., 1997,
Siedlecka, Krupa, 1999).

2.4. JIpixanue

JlpixaHWe — OCHOBHOUM WCTOYHHMK SHEPTUU JJIS KU3HEACATEIHHO-
CTH PAaCTCHHUH, B TOM YHCJIE M JJIs Ipoliecca UX aJanTaiuy K HeOJa-
TONPUATHBIM YCIOBUSAM BHelIHed cpenbl. Kpome Toro, nbixanue
CUUTAETCS I[EHTPAIbHBIM 3BEHOM BHYTPHUKIETOYHOTO MeTaboiau3ma.
OnHako, HECMOTPS Ha 3TO, BIMSHUE TSHKEIIBIX METAJUIOB Ha IPOIIECC
JbIXaHHS J0 CHUX IOP M3YyYEHO 10 CPAaBHEHMIO C APYTMMH (HU3HOJIO-
TUYECKUMH TpoIleccaMHu JOBOJIBHO ciabo. Ha cerogHs wm3BecTHO
cleayroliee.

1. JpixaHue SBISICTCS OAHUM M3 HauOoJIee YCTOHYMBBIX K TSKEIBIM
MeTajuiaM (pU3MOIOrHYeckuM Iporeccom pactenuii (Greger, Ogren,
1991; Romanowska et al., 2002). B 10BOJIEHO MIMPOKOM JHara3oHe
KOHIICHTPALM TSHKEJIbIC META/UIBI HE BBI3BIBAIOT KAKUX-IUOO SIBHO BBI-
PaXEHHBIX COOEB B JIbIXaHWM, U TOJBKO HX BBICOKHE KOHIICHTPAIIUU
MPHUBOJIAT K CHIKEHHIO CKOPOCTH 3TOTO ITPOIecca.

2. BnusHue TSOKEIbIX METAUIOB HA JIbIXaHHE CBS3aHO, B IMEPBYIO
ouepenib, C U3MCHEHHEM aKTUBHOCTH (epMeHTOB. [1OBBILICHHE CKOPO-
CTH 3TOTO MPOIIECCca, HEPEAKO OTMEYaeMOe IPH ICHCTBUH Ha PACTCHUS
OTHOCHUTEIILHO HEBBICOKMX KOHIICHTPAIMI TSIKENBIX METAJIOB, BhI3BA-
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HO aKTuBalued psga (EPMEHTOB TIJIMKOJIM3a, IMEeHTO30(oc(haTHOro
nyty u 1ukia Kpebca, Torna kak 3aMeifieHHEe JIbIXaHUsI — CHIKCHUEM
MX aKTUBHOCTH. Tak e Kak U B IPYTrUX ClydasxX, HU3Kas aKTUBHOCTb
(epMEHTOB TMPH AEHCTBUU TSDKENBIX METANIOB HA PACTCHHUS OOBACHS-
€TCS U3MEHEHUSIMH B MX CTPYKTYpE, CBSI3aHHBIMU C B3aUMOJICHCTBHEM
HMOHOB METAJUIOB € CYNbOTHAPWIEHBIMU IPYIMIIAMHU MOJIEKYJ OETKOB, a
TaKXKe C 3aMeUICHUEM CUHTe3a 3THX OenkoB de novo (Van Assche,
Clijsters, 1990; Chugh, Sawhney, 1999). 3amenieHue CKOPOCTH JIbIXa-
HUSI PACTCHUH B MPUCYTCTBUHU BBICOKMX KOHIICHTPAIMHA TSDKEIBIX Me-
TAIJIOB MOXET OBITh OOYCIIOBJIICHO W Pa300IICHHEM OKHUCIUTEIBHOTO
¢dochopunuposanus (Kessler, Brand, 1995).

3. K uHrubupoBaHUIo mpoiiecca JBIXaHUsS B MPUCYTCTBHH TSDKE-
JBIX METAJUIOB MOTYT TaKKe MPHUBOJIUTH OMNPEICICHHBIC H3MCHE-
HUS B CTPYKType MeMOpaH MHUTOXOHJPHHA, CHHKCHHE WX MPOHHIlAC-
moctu (Prasad et al., 2001), a Taxke 3aMeJICHHE 3JEKTPOHHOIO
TpaHCIIOpPTa Ha BHyTpeHHEW MeMOpane mutoxoHapuit (Heyno et al.,
2008).

100

80

60

40

20

AKTHBHOCTb JIbIXaTEIbHBIX My TEH,
% OT CyMMapHOTO JIBIXaHUS

1 2 1 2
Triticum aestivum Zea mays

W-2 0-w -0

Puc. 7. CooTHOIIEHNE BEJMYNH aKTHBHOCTH aJIbTEPHATHBHOTO
HUaHUgpe3ucTeHTHoro (A), nuroxpomoxcuaasHoro (1) u ocra-
touHoro (O) ApIXaHWs y paCTeHUH MIIEHAUIBI U KyKyPY3HI B HOP-
Me (1) u mpu Bo3neiicTBuu nuHKa (2) (mo: Paxmankymosa u mp.,
2008)
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4. llox BIUSHUEM TSKENBIX METAJUIOB Y PACTEHUI MOKET U3MEHSTh-
Cs COOTHOIIEHWE NbIXaTeNbHBIX MyTeil. Tak, BBICOKHE KOHIIEHTPAIHH
LUHKA BBI3BIBAIOT Yy 371aKOB (IIIEHHUIA, KYKYpy3a) CHH)KEHHE JJOJIH TJIU-
KOJIN3a M yBEJIHYeHHE N0JHu neHto3odocdarHoro mytu. Kpome Toro,
BO3pacTaeT J0JSI CyMMAapHBIX JbIXaTeNbHBIX 3aTPaT 3a CUYET YHEPreTh-
gecku 0oJiee BBITOJHOTO IMHUTOXpOoMOKcHaazHoro mytu (puc. 7) (Pax-
MaHKyJ0Ba U 1p., 2008). MlHoraa y pacTeHuid B MPUCYTCTBUH KaaMHUS
OTMEYAIOT yBEJIWYECHNE WHTEHCHBHOCTH AJIbTEPHATUBHOTO IMaHUApE-
3UCTEHTHOTO ITyTH Ibixanus (mutprokoBa u np., 2011).

2.5. Boannlii o00MeH

BaxkHyro poib B KHU3HEACATEIBHOCTH PACTEHUN U (HOPMUPOBAHUH
WX TIPOJYKTHBHOCTU MIPaeT BOAHBIA oOMeH. [Tomnepikanue B KieTkax
W TKaHAX ONPEACICHHOIO BOJHOTO OanaHca SBISETCS 00sS3aTeIbHBIM
YCIIOBUEM HE TOJIBKO HOPMAaJbHOTO POCTa W Pa3BUTHs PACTCHUM, HO U
UX ycToHumBocTM K (akropam BHemHed cpeabl  (Barcelod,
Poschenrieder, 1990). ITo cpaBHEHHIO C POCTOM M (POTOCHHTE30M, JCH-
CTBUE TSDKEJBIX METAJUIOB HA BOJHBIA OOMEH pACTCHUN U3ydYeHO He-
CKOJIBKO MEHBIIIE, XOTS MPE/IOoIaratwT, YTO €ro HapylieHHe o] BIIUs-
HUEM METAIUIOB SBIISIETCS OJHOW W3 TJIABHBIX MPHYUH UX (PUTOTOKCHY-
Hoctu (Vassilev et al., 1998a). Ha ceromHsamHwuii 1eHb U3BECTHO Clie-
Jyrouiee.

1. Tsokenble MeTaJUTBl BBI3BIBAIOT CHM)KEHHE OTHOCHTEIBHOTO CO-
JIepKaHMs BOJABI B KJIIETKAX M TKAHSIX PAaCTCHHM, YTO CBS3aHO C YMEHb-
IICHUEM 4YHClia ¥ IMaMeTpa COCYAOB KCHIEMBI U CUTOBHIHBIX TPYOOK
¢noamer (Poschenrieder, Barceld, 1999), ¢ u3smMeHeHneM pOHUIIAEMO-
CTH MeMOpaH ¥ yCHIIEHHEM BBIX0/1a HOHOB K 13 KIIeTOK KOpHS H cTe0-
ns (Poschenrieder et al., 1989; Llamas et al., 2000; Neill et al., 2008).
Kpowme Toro, HabmogaeMoe B 3TOM CiTydae YMEHBIICHHE Pa3MepOB KOP-
HEBOW CHCTEMBI W YKCia KOPHEBBIX BOJIOCKOB TIPUBOJHUT K CHIDKEHHIO
BCACHIBAIOIIEH MOBEPXHOCTH KOPHS M, KaK CJIEJCTBUE, K YMEHBIIICHHIO
conepxkanus Boabl B pactennu (Poschenrieder, Barcelo, 1999; Veselov
et al., 2003). [Ipu o4eHDh BHICOKHMX KOHIICHTPAITUSIX TSKEIBIX METAJIOB
0 YKa3aHHOM MPUUKMHE MOXET MPOUCXOAUTh HACTOIBKO CUIBHOE Orpa-
HUYEHUE TOCTYIUICHUS BOJbI, YTO HAOIIIOJACTCS THUOENb pacTeHUM
(CnuBunckas, 1992).
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2. llox BIUsIHEEM TSKENTBIX METAJUIOB YMEHBIIIAETCS] BOJHBIA TIOTEH-
[IMaJ PacTeHHUH, B TOM YHCJI€ OCMOTHYECKHI MOTEHINAJ, YTO paccMar-
pHUBaeTCcsl B KauyecTBE OJHOTO M3 Hambosee BaXKHBIX 3JIEMEHTOB ajall-
TuBHOM cTpareruu pactenuit (Kholodova et al., 2011). OnHo# U3 BO3-
MOJKHBIX TIPUYHH YMEHBIIIEHUS BOJHOTO MOTEHIIMAJA U €T0 COCTABIISIO-
el — OCMOTHYECKOT0 MOTEHITHAIa — B 3TOM CJydae SIBIAETCS N3MEHe-
HHUE 3JIaCTUYHOCTH KIETOUHBIX CTEHOK COCYIIOB, OOYCIIOBJICHHOE Hac-
TUYHBIM 3aMelleHneM HoHOB Kanblus (Barceld, Poschenrieder, 1990).
Jpyroid BO3MOXHOW MPUYMHOW MaJIEHUs] OCMOTUYECKOTO MOTEHIHala
BBICTYIIACT 3HAYMTEIBHOE YMEHBIICHHE 00beMa KIETOK, BBI3BAHHOE
norepeit umu Boasl (Kholodova et al., 2011).

3. TspKenble METauTBl 3aMEUIIOT CKOPOCTh TpaHcIupanuu (Tab. 7).
['MmaBHBIMU IPUYMHAMH ATOTO SBIISIOTCS: YMEHBIIIEHHE YHACTA YCTHHUI] U
ux pasmepos (Molas, 1997; Greger, Johansson, 2006; Ozyigit, Akinci,

Tabauya 7. BnusaAe TSHKEIBIX METAIJIOB HA HHTEHCUBHOCTD TPAHCITHPAIIAH
pacTeHui

Konren- Wnurencus-
Okeno-
Me- Bug Tpanus HOCTb TPaH-
3UIUS, o HcTounuk
TaJt pacreHus MeTasuia, cyr cnupauuu, %
MKM OT KOHTPOJIS
Cd*" |Hordeum vulgare 10 3 45 Smykalova,
Zamecnikova, 2003
54 12 87 Vassilev et al., 1998a
100 4 76 Kasznuna u np., 2011
250 10 88 Vassilev et al., 2004
500 10 77 Vassilev et al., 2004
Lactuca sativa 10 28 63 Dias et al., 2013
Oryza sativa 18 1 92 Uraguchi et al., 2009
500 3 50 Hsu, Kao, 2003
Triticum aestivum 40 24 43 Veselov et al., 2003
50 9 62 Cietal., 2010
500 4 87 Bishnoi et al., 1993
Vigna radiata 100 12 71 Wahid et al., 2007
Zea mays 450 2y 75 Bazzaz et al., 1974
Ni** |Oryza sativa 500 5 89 Llamas, Sanz, 2008
Cu®* | Mesembryanthe- 25 7 32 Kholodova et al., 2011
mum crystallinum 50 7 40 Kholodova et al., 2011
Zn*" | Mesembryanthe- 250 7 50 Kholodova et al., 2011
mum crystallinum 500 7 60 Kholodova et al., 2011
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2009; Kaszauna u mp., 2011), 3akphITHE YCTHBUYHOMN ST, CBI3aHHOE C
Bo3pacTaHueM konnuecTBa ABK B 3aMbIKalomMX KJIETKax WIK C U3Me-
HeHueM B peryisuun K'-kaHanos B 3amMbIkaronux kietkax (Bishnoi et
al., 1993; Perfus-Barbeoch et al., 2002). [ToMmumo HEmmOCpEACTBEHHOTO
BO3MICUCTBUS TSKETBIX METAUIOB HAa YCTHUIIA, CHIDKCHHE TpaHCITHpa-
LIUU MOXET OBITh CBS3aHO C YMCHBIIIEHUEM Pa3MEPOB JIMCThEB U KOPHE-
BOH CHCTEMBI, a TAKXKE C HAPYIIICHUEM MUHEPATBHOTO TUTAHUS, B 4aCT-
HOCTH, TIpoliecca MOCTYIUIEHHSI B 3aMbIKaloIIUe KiIeTKd HoHoB K™ n
Ca”" (Barcel6, Poschenrieder, 1990; Molas, 1997).

4. B npucyTCTBUU TSKETBIX METAJUIOB OBOJHEHHOCTH KJICTOK M TKa-
Hel YMEHBIIAeTCS B TOPA3/I0 MCHBIIIEH CTEIICHU, YeM OCTAJIBHBIC ITOKa-
3aTejIM BOJHOro pexkuma pacteHuii (Sheoran et al., 1990; Molas, 1997;
Kasnuna u ap., 2012), 4to cBA3aHO IIaBHBIM 00pa3oM C YBEIUYCHHUEM
YCTBHYHOTO COTPOTUBIICHUSI W/UIN CHUKCHUEM TPaHCITHPAIUH.

TakuM 00pa3om, TSXKeNble METa/UIbl BBI3BIBAIOT Y PACTCHUH MHOIO-
YUCJICHHBIC U3MEHEHUS, IPOUCXOISIINE Ha Pa3HBIX YPOBHSX: OpraHu3-
MEHHOM, TKAaHEBOM, KIETOYHOM, CYOKIETOYHOM H MOJEKYJSIPHOM.
HmMest OONBIIOE KONMMYECTBO «MHIIEHEH» UIS CBOETO JEHCTBHS, TSKE-
JIbIe METAJIJIbl CIIOCOOHBI OTPHIIATEIBHO BJIMATH HA MHOTHE CTOPOHBI
JKU3HEACSITETbHOCTH PACTCHHUU. AHAIN3 IJUTEPaTyphl U PE3yJbTaThl
COOCTBEHHBIX HCCIICIOBAHUI IMOKA3bIBAIOT, YTO CTENCHh WHTUOUPOBa-
HUS TSXKEIBIMA METaulaMd (DU3HOJIOTMYSCKUX MPOILIECCOB B OOJIBIION
CTETICHH OTIpEeeIIeTCs] KOHIIEHTpAIMel MeTamia B OKpyKaromei cpe-
JIe, a TAKKE 3aBUCUT OT €r0 TOKCUYHOCTH, MTPOAOKUTEIIEHOCTH JISHCT-
BHUsSI U YyBCTBUTEIBHOCTH BUAa (copra, TeHoTumna). [Ipm HEBBICOKHX
KOHIICHTPAITUAX TSKEIBIX METAIUIOB HAOIIOaeMbIC B PACTCHUSAX U3ME-
HEHUS HE HAPYIIAIOT OCHOBHBIC (DU3MOJIOTUYESCKUE MPOIECCHl U UX CO-
I1aCOBAHHOCTD, & MHOTA JaKe BHI3LIBAIOT AKTUBU3AIUIO YaCTH U3 HUX.
OueBUIHO, CYIIECTBYIOIINE y PACTCHUUA MEXaHW3MBI aNanTalldd BO
MHOTHUX CIy4asiX TIO3BOJISIOT MM 00ecreunBaTh ()yHKIIMOHUPOBAHHUE Ta-
KHX TIPOLIECCOB, Kak ()OTOCUHTE3, JIbIXaHUE, BOJHBIN 00MEH, Ha JIOCTa-
TOYHOM ISl MOIJCPKAHMS KU3HEACIATEIBPHOCTH YPOBHE M Oyaroiaps
ATOMY YCTICIITHO PAaCcTH U pa3BUBATHCA.



I'TABA 3

MEXAHU3MBI YCTOMYUBOCTU PACTEHU
K TSI)KEJBIM METAJLJIAM

CriocoOHOCTh pacTeHWd NPOU3PAcTaTb B YCIOBHSIX 3arpsS3HEHUS
OKpYKarollel cpenbl TSHKEIBIMU MeTalllaMu 00ecTIeunBaeTCsl HATNIUEM
Yy HHUX IIUPOKOTO CIEKTpa pazHOOOpa3HBIX MEXaHU3MOB YCTOMYMBOCTH,
JICHCTBYIONINX HA Pa3HBIX YPOBHSAX OPTraHHU3alMU PACTHTENBHOTO Opra-
Hm3Ma (Yang et al., 2005; Tutos u ap., 2007). Bee 3T MHOrOunciIeHHbIE
MEXaHU3MBbl COOTBETCTBYIOT, KaK MPUHATO CUHUTATh, IBYM PasHbIM CTpa-
TETWsIM BBDKMBAHUS OPTaHM3MOB B YCIIOBHSIX CTpecca: «W30eraHvsD»
(avoidance), xorna pacTeHue TeM WIA UHBIM 00pa3oM OrpaHUYMBaeT 110-
CTYIJICHUE TOKCHYHBIX HWOHOB B KICTKH, WM «yCTOWYUBOCTH
(tolerance) — crparerun, CBA3aHHOM C IEHCTBHEM BHYTPHUKICTOYHBIX ME-
XaHU3MOB HX nerokcukanuu (Regvar, Vogel-Mikus, 2008). MexaHu3Mbl
n30eranus BKIIOYAIOT BHEKJIETOYHOE OCAKACHHE TSDKENBIX METAJUIOB B
puzocepe, yMEHbIIIEHHE BCACHIBAHNS MOHOB 3a CYET BBIJENICHHS KIIET-
KaMH KOpHsI Pa3lIMYHBIX XEJIaTOPOB, COPOIHIO TSHKENBIX METAIIOB Kile-
tounoit crenkoit (Delisle et al., 2001; Llugany et al., 2003). K knetou-
HBIM MEXaHM3MaM YCTOWYMBOCTH OTHOCAT YyAalE€HHE TOKCHYHBIX HOHOB
Yepe3 IUIa3MajeMMy B alloIUIacT, CBS3BbIBAHHE W 00E3BpEXMBAaHUE TOK-
CHYHBIX MOHOB B IIUTOIUIa3ME Pa3IMUHBIMH XEJIaTOpaMH, KOMIIapTMEH-
Tanuio cBOOOJHBIX HOHOB M KOMIUIEKCOB B BaKyoJlb. BakHyt0 poJib B Me-
TaJJIOyCTOWYMBOCTH UTPAET TaKXKe aHTHOKCHIAHTHAS CHCTEMA KIIETKH.

Hauano uccnenoBanuii MEXaHU3MOB YCTOMUHUBOCTH PACTEHUH K Ts-
JKENIBIM MeTaJlaM OTHOcHTCA K 50-M romaM mpomuioro Beka, Koraa
BIIEPBBIC TI0 IENOMY PALY (U3UOJOTHYECKHX IMOKa3aTesield W mpolec-
COB OBUIN BBISIBICHBI PA3IMUMs MEXIY PACTEHUSIMH, IPOU3PACTaIOIIH-
MU Ha 3arpsi3HEHHBIX U HE 3arPs3HEHHBIX METaJUIaMH MOYBaXx.
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B 3101 riaBe 0000mIEHBI M3BECTHEIE HA CETOMHSAIIHUN IEHb CBEJIE-
HUS, KacaroIIrecs MepEeUNCICHHBIX MEXaHU3MOB YCTOWYNBOCTH pacTe-
HUU K TSKEIBIM METajlaM, BKIIOuYas JaHHbIC, MOJYYCHHBIE METOJaMU
MOJICKYJISIPHOW OMOJIOTHH.

3.1. Posib pusocdepbl 1 apOycKyJIAPHON MUKOPH3bI
B YCTOMYMBOCTH PACTEHHMH K TSAXKEJIbIM MeTA/JIaM

B Hacrosimiee BpeMss MHOTHE HCCIEIOBATEIN OTBOAAT 3aMETHYIO
pOJb B TOBBIMICHUH YCTOWYMBOCTH PACTCHHU K TSDKENBIM METajlulaM
puzocepe — CIIO TOYBBI, HEMTOCPEJCTBEHHO MPHIIETAIONIEMY K KOp-
HsAM. B 3TOM ciioe ocyIiecTBisieTcss KOpHEBOE JBIXaHUE PACTCHUH, BHI-
nenenre HoHoB H' M KOPHEBBIX 9KCCYNaTOB, MOTPeOIECHHE BOIBI U DJle-
MeHTOB MuHepanbHoro nuranus (Wenzel et al., 2003). IIpu stom xu-
MUYECKHE MPOLECCH, TPOUCXOISAIINE Ha TPAHUIIE TIOYBA — KOPEHB, OKa-
3BIBAIOT 3aMETHOE BJIMSIHUE HA JIOCTYIMHOCTh U TOCTYIUICHHUE TSKEIbIX
METaJIOB B pacTeHus. B cBoro ouepesib, KOPHU PACTEHUH TaKKe BITHUS-
10T Ha pu3ocdepy, U3MeHsS KOHIEHTPAIIUI0 XUMUYECKIX 3JICMCHTOB B
nouse, pH mouBeHHOM cpenbl, GOPMBI KOMIUIEKCOB OPTaHUYECKHUX KH-
CJIOT € 3JIEMEHTaMH MHHEPAJIBHOTO MUTAHUS, B TOM YUCIIC C METAJUIAMHU
(Hinsinger, 1998; Tao et al., 2004). Hanpumep, GOJBIIUHCTBO pacTe-
Hull cHKaroT pH pusocdepsl, ycuimuBas JOCTYITHOCTh KATHOHOB HEO0-
xoaumbix uM MeTaiuioB (Delorme et al., 2001). ITomumo 3Toro pacre-
HUS BBIJEISIOT B pu3ochepy UeNblid psiji COSMUHEHUH, CBSI3BIBAIOIINX
WOHBI TSDKEJBIX METAJUIOB U OCAXKIAIONINX UX Ha IMOBEPXHOCTH KOPHSI.
TakumMu COeTUHEHUSMH SIBJISTFOTCS OPTaHUYECKHUE KUCIOTHI, aMHUHOKHC-
JIOTBI, (PeHOIBI, GUTOCUACPOPOPHI, IEOTH I, PEPMEHTHI (B YaCTHOCTH,
penykTassl). B pe3ynbrare 3TOro co3maercs CBoeoOpa3HbIid 6apeep IS
MPOHUKHOBEHHS CBOOOTHBIX TOKCHYHBIX MOHOB B KJIIETKU KOPHS pacTe-
uuit (Ynpkona, 2002; Wenzel et al., 2003; Xiong et al., 2008).

VY4acTre HU3KOMOJEKYJISIPHBIX OPTaHMYECKHX KHCIOT, BXOASIINX B
COCTaB KOPHEBBIX BBIICIICHUN, B MOTJIOMEHUH TSKEIBIX METAJUIOB U B
IIPOLIECCE TIOBBIIICHUS! YCTOMYMBOCTH K HUM PACTCHHN B HACTOSIIEE
BpEMsI aKTUBHO M3ydaeTcs. Y CTAaHOBJICHO, YTO OpPraHHYECKHE KHCIIOTEHI,
TaKHe Kak IUTPAT, MaJlaT U OKCallaT, OKa3bIBAIOT 3aMETHOC BIIMSHUE HA
COJIepXKaHUE B PACTEHHUSAX TSDKENBIX METAJIIOB, SBIISIONUXCS MUKPO-
dIIeMEeHTaMH (JKelle30, HUKEb, IIMHK), 33 CYET MOBBIIIECHHS UX JOCTYII-
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HOCTHU U yBenuueHus noriomienus (Liao, Xie, 2004). Tak, oOHapyskeHa
BBICOKAsi CKOPOCTh MOCTYIUIEHHUS B PACTEHUSI KOMITJIEKCOB MEIU U LIWH-
Ka C OpPraHMYeCKMMH KHCJIOTaMH Yy PAcCTCHUH IIMHHATA U TOMATOB
(Degryse et al., 2008). Ho BMecTe ¢ MeTauIaMu-MUKPORJIEMEHTAMH MO-
KET YCHJIMBAThCS W TOTJIOUICHHE TOKCHYHBIX METaJuIOB, HAIPHMeED,
kanmus u ceuHia (Collins et al., 2003). B yacTHOCTH, Y COPTOB pHca C
BBICOKMM COZICpKaHHEM KaJIMUs B PACTCHUSAX KOHIICHTpAIWs OpTaHu-
YeCKHX KUCIIOT B pu3oc(hepe oKazanach BBIIIE, YEM Y COPTOB C HH3KHM
ero comeprkanueM (Liu et al., 2007). BmecTe ¢ TeM MMEIOTCS CBEACHHS
U O TOM, YTO XEJIATUPOBAHNE OPTaHUYCCKIUMH KUCIIOTAMU MOHOB TSDKE-
JIBIX METAJUIOB B pu3ocdepe, Ha000pOT, CHUKAET UX JOCTYIMHOCTD, TIpe-
JOTBpaIllaeT MOCTYIUICHHE B KiIeTKu KopHs (Mench, Martin, 1991),
CIOCOOCTBYsI BO3PACTaHUIO YCTONYHMBOCTH pacTeHMid K MeTaiam (Salt,
2001). Tak, noBbIIeHUE YCTOHYUBOCTH pacTeHuit A. thaliana k menu
KOPPECTIOHANPOBAIIOCH C OBICTPHIM yBEITWYCHWEM YPOBHS LUTpaTa B
KOPHEBBIX BBIJIENIEHUSIX, a IMOBBIIICHHE YCTOWYMBOCTH K CBHHILY — C
yBennueHreM ypoBHs okcanata (Ryan et al., 2001).

Heo0xoamMo OTMETHTB, UTO € Pa3iUYUAMU B KOJUYECTBE CEKPETH-
PYEMBIX KOPHSMH OPraHUYECKHX KHCIIOT CBA3BIBAIOT M CYIIECTBEHHBIE
pasiuuus B CIOCOOHOCTH K TMOTJIOMICHUIO TSDKEIBIX METAJUIOB MEXKIY
BUJAMH THIEPAKKYMYJISITOPAMUA M HEaKKymyssTopamu. Hanpumep, B
MPUCYTCTBUU KaJIMUS PACTEHHS THUNEpaKKyMylsaTtopa Solanum nigrum
BBIJICJISIIOT TOpa3o OoJbIIe KUCIIOT, 4eM S. [ycopersicum, KOTOPBIA He
SIBIISICTCS] TUIIEPAKKYMYJISITOPOM (TaldiI. §), 94TO, KaK IMOJIararoT, sSBISICT-
Cs OJTHOW W3 MPHYMH OOJBIIETO0 KOJIMYECTBA MOCTYMAIOMINX B HUX HO-
HOB MeTaiua (Bao et al., 2011).

Tabnuya 8. ConeprkaHue OPraHNIECKUX KHCIOT B KOPHEBBIX BBIJIEIICHUSIX
Solanum nigrum L. u S. lycopersicum L. B npucyrctBun kaamust (20 MxM)
(mo: Bao et al., 2011)

CopaeprkaHue OPraHUYECKUX KHUCIIOT,
Opranuueckas
MKM/T CyXoro Beca KOpHs
KHCIIOTa - -
S. nigrum S. lycopersicum
Axerat 59.46 48.49
Hutpat 29.56 14.56
Maiat 20.56 7.26
Oxcanat 2.59 1.89

Ipumeuanue. Bee paznuums Mexx 1y BUAaMu 10cToBepHBI ipu P < 0.05.
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Pactenus cemeiictBa Poaceae BbinensioT B puszochepy durocuie-
podopsl — OpraHuYecKUe BEIIeCTBa, KOTOPhIE CHHTE3UPYIOTCS U3 Me-
TUOHHMHA U TPUHAIICKAT K CEMEHCTBY MYTE€HMHOBBIX KUCIOT. OCHOBHOM
dyHKueit hurocunepodopos cunTaeTcs Xenatuposanue Fe’*, neobxo-
numoe s gydiiero ero norioiienus (Haydon, Cobbett, 2007). Ilpu
3TOM OOHAPYKEHO, YTO YPOBEHb IKCIPECCUU TEHOB OEITKOB, YUaCTBYIO-
KX B OMOCHHTE3€ 3TUX KUCIOT, BO3pacTaeT MmpH JeduiuTe xeje3a B
pacrenusix (Nagasaka et al., 2009). ITomumo sxene3a putocuaepodops
UTPAIOT BKHYIO POJIb U B MOMJIONIEHAN [IMHKA, KaK 3TO ObIJIO 0OHapy-
JKeHO y stuMeHst U puca (Suzuki et al., 2008). [Ipuyem y puca onn yua-
CTBYIOT €lIlle ¥ B paclpeaesicHuH JaHHOT'O MeTajla 1o pacTeHuro. Mme-
IOTCS CBEJICHUS ¥ 00 YCHIJIGHUH MOTJIONICHHS PACTCHUAME Kaamus. Tak,
BbIIesieHNEe (pUTOCHIepOPOpPOB B pu3ochepy pacTCHUSIMH COPTo, MIiie-
Hunbl (Romheld, Awad, 2000) u kykypy3sl (Kochian, 2000) npuBoau-
JI0 K YBEJIMYEHUIO KOJIMYECTBA MeTalla B KJIETKaxX WX KopHeil. Bmecre
C TeM BBICKa3aHO MHEHHE, YTO BbIEICHUE PUuTOoCHIepodhOpOB KOPHIMU
371aKOB MOJKET NPEMsATCTBOBATH IOTJIOIIEHUIO PAacTEHHEM HEKOTOPBIX
METAJIIOB, HE SBISFOIIUXCS J)KU3HEHHO HEOOXOIUMBIMH JUIS PACTCHUM,
3a CYeT CBs3bIBAaHHUS MX MOHOB B pu3ocdepe (Hall, 2002).

B mocneanue AecATHIETHS C LENBIO KCTPAKLUHU TSDKEIBIX MeTasl-
JIOB U3 3arpsi3HEHHBIX MOYB B pU30Cc(epy BHOCAT UCKYCCTBEHHBIE Xea-
tupyromue BemectBa — D TA (3THIeHIaMHUHTETPAYKCYCHAST KHCIIO-
Ta) WU €€ TUAPOKCHJ, KOTOPbIE CIOCOOCTBYIOT MOCTYIUIEHHIO TOKCHY-
HBIX MOHOB (B YaCTHOCTH, Ccd*, Cu*', Ni*", Pb*, Zn2+) B pacTEHUs, YTO
Ba)KHO JIJISl YCTICITHOM (prTOpeMeuanii, 0COOCHHO MPH BHICOKUX KOH-
HEHTPALUAX B IMOYBE METAUIOB C HU3KOW IMOJIBUKHOCTBIO, TAKUX Kak,
Hanpumep, ceuten (Blaylock, Huang, 2000).

B Hacrosimee Bpems [OKa3aHO, YTO MIOMHMO BBIACICHUS KIETKAMH
KOpHSl B pH30oc(epy pa3IHyHbIX XeIaTopoB, HA YCTOHYMBOCTH pacte-
HUH K TSKEITbIM METAJJIaM BJIASET U UX B3aHUMOJICHCTBUE C MHKPOOPTa-
Hu3mamu pusocgepsl (Burd et al., 2000; Belimov et al., 2005). Ilpu
9TOM MOKa3aHo, YTO B MPUCYTCTBUU PH300aKTEPUN POCT pacTeHUil, 3a-
MEJIJICHHBIN JeHCTBHEM TOKCUYHBIX HOHOB, BOCCTAHABIIUBACTCS 38 CUET
YIIy4IIIEHHUS] BCACBIBAHUS HEOOXOIUMBIX 3JIEMEHTOB MUHEPAIHHOTO TTH-
TaHWS W U3MCHEHUs OanaHca (UTOrOPMOHOB, B YACTHOCTH, OTpaHUYe-
HUS CHHTE3a 3TWJCHAa M cTuMyinpoBanus cuHre3a MYK (Belimov et
al., 2001; Safronova et al., 2006; Ma et al., 2009). B skciepumeHTax
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KonTtecto ¢ coast. (Contesto et al., 2008) ObLI0 OKa3aHO, YTO Y pacTe-
HUl A. thaliana, npon3pacTaloNuX B YCIOBHSX TOBBIIICHHOTO COJACP-
JKaHWs HUKeJsl B KOPHEOOUTaeMOH cpesie B IPUCYTCTBUH 4 BHIIOB PH30-
Oaxtepuit (Phyllobacterium brassicacearum STM196, Pseudomonas
putida UW4, Rhizobium leguminosarum bv. viciae 128C53K wu
Mesorhizobium loti MAFF303099), nyiimHa KOpHEBBIX BOJIOCKOB YBEITH-
yuBaeTcs B 2—3 pasa, TOTJla KaK y paCTeHUM, MPOU3PACTABIINX TOIBKO
Ha cyOcTpaTe ¢ MeTayioM, HabJ01aI0Ch HHTHOMPOBAaHHE POCTa KOPHSI.
AHaNOTHYHBIN pe3yNnbTaT ObLT MONYYEH NPU WCIONB30BAaHUU IITaMMa
puzobakrepuit Pseudomonas mendocina BKMB 1299 mis cHmxeHus
WHTUOMPYIOIIETO ASHCTBUS MEIIU, XpOMa U CBHHIIA B OTHOLICHUH POCTa
KOpHel u 1oberoB pacrenuii tomaroB (Caapuus u ap., 2011). Kak mo-
JararoT, mofo0HBINA APQEKT CBsI3aH C YBEIWYCHUEM aKTHBHOCTH (ep-
MeHTa |-aMHUHOIMKIIONPOIaH- 1 -kapOoKCHIaT-1e3aMHHA3bI, Y4aCTBYIO-
HIEeTO B THIPOJIA3E ITHUIICHA.

PuzobakTepunt MOTYT TakKe BBIICIATH OPTaHHUECKHE MOJICKYIIBI —
cuepoopsl, COCOOCTBYIOIINE CBSI3BIBAHUIO METAJUIOB B pu3ocdepe
(Lodewyckx et al., 2002). Hanpumep, BbiAciacHHE cHaepodOpoB Ha-
OmoaIoch y SHIOPUTHBIX OakTepuil U3 pusochepsl pacteHuit Preris
vittata (Liu et al., 2009) u Thlaspi praecox (Vogel-Mikus et al., 2006).

PuzobakTepun yMEHBIIAIOT OTPULATEIBHOE BIUSHHUE TAKEIBIX Me-
TaJUIOB Ha PACTCHHS M 3a CUET CBSI3BIBAHHS TOKCHYHBIX HOHOB B KIIe-
TOYHOM CTEHKE MUKPOOPraHu3MoB. CrIoCOOHOCTD CBA3BIBATH METAJLIBI
omnucaHa Jyisi MHOTHX THITMYHBIX TPEJCTaBUTENCH PU30CPEPHON MUK-
poduopsl:  Agrobacterium, Arthrobacter, Azospirillum, Bacillus,
Pseudomonas, Rhizobium, Serracia u np. (Robinson et al., 2001; Be-
auMoB U ap., 2004; Hu, Zhao, 2007). K npumepy, kapOOKCHUIbHBIE
TPYNIBI B KIETOYHOM cTeHKEe OakTepuil pona Pseudomonas obecriedyn-
BaroT cBs3biBanue A0 100 mxr Cd Ha 1 mr 6uomaccel (Komy et al.,
2000).

WHTepecHo, 4TO YCTOWYMBOCTD K TSDKEJIBIM METaJIaM CaMUX PH30-
Oakrepuii paznuuHa (benumos, Tuxonosud, 2011). OOHapyKeHO, YTO
pHU300aKTEepHH, U30JIMPOBAHHBIC C TIOBEPXHOCTH KOPHS THIEPAKKYMY-
nstopa Thlaspi caerulescens, obnananm 6onee BBICOKOW YCTOWYHBO-
CTBIO K KaJIMHIO ¥ IMHKY TI0 CPABHEHUIO C pU300aKTEPHIMH, OOHUTAIO-
UMK Ha MOBepXHOCTH KopHel T. arvenses (Delorme et al., 2001). W3
pusocdepsl TUNEpaKKyMynsaTopa Alyssum murale ObUIM BBIACICHBI
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yCTOWUYMBBIE K  HHUKENIO OakTepun poma  Sphinomonas w
Microbacterium, KoTopble TPOIYITUPOBAIN OPraHUYECKUE KHUCIOTHI U
cuaepodOpbl U TOBHIIIAIH COJCpXKaHUe TMOABHXKHOUN (hopMbl Ni B 1ou-
Be U B pacTeHusix (Abou-Shanab et al., 2003).

Henw3s HE OTMETHTH U ydacTHe apOycKyJasipHoil MUKopu3bl (op-
Ma CHMOMO03a apOyCKYJISIPHBIX MUKOPU3HBIX TPUOOB C KOPHSMH pacTe-
HUI) B MOTJIOMICHNUH TSAXKEIBIX METAIJIOB KOPHSIMH PAacTeHUH U (hOpMU-
pPOBaHMH WX METAJUIOYCTOHYMBOCTH. ApPOYCKYJISIpHas MHKOpH3a —
Haunbolee MUPOKO PACIIPOCTPAHEHHBIN TUIT MUKOPH3bI, BCTPEUAIOIINH-
cs1y 6onee yem 80 % BHIOB pacTeHU#; ee 00pa3yroT nmpumepHo 120 Bu-
OB rpu0OB, TpPHHAICKAIUX K OTHENy | IJIOMEpOMHIICTOB
(Glomeromycota) (puc. 8). CyIiecTBeHHBIH BKJIaa TPUOOB MHKOPH30-
oOpa3oBareneil B yCTOHYMBOCTh PACTCHHI K TSHKEIBIM MeTasuiaM obec-
MEYNBAETCS X CIIOCOOHOCTBIO K CBS3BIBAHMIO U JIETOKCHUKAIIMHA MOHOB
METaJUIOB KaK B KJIIETKe, Tak 1 BHe ee (baraesa u mp., 2013).

Puc. 8. Tlpumep apOyckynsipHOH MHUKOPH3BI B KOpDHSIX pacteHuil Trifolium
perforata (poto: www.sciencedaily.com)
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BHekjeTouHOe XenaTupoBaHUE OOYCIIOBICHO TEM, YTO MHOTHE Op-
TraHUYeCKHUEe METabOJUTHI TPUOOB MOTYT CBSI3BIBATHCS C MOHAMH TSDKE-
JBIX METAJIOB, OCAX/asi UX Ha TIOBEPXHOCTU KOpHs. [Ipumepamu Takux
METa00INTOB SIBISIIOTCS IIABENEBasi U JIMMOHHAsI KUCIOTHI, cuaepodo-
pslL, pubodasun (Ross, Kaye, 1994). DdhdekTruBHBIM X€IaTOPOM MOKa-
3aJ ce0sl TakKe TNIMKONPOTEHH TJIOMAIHMH, KOTOPBIN BBIIENSETCS TH(a-
MU TPpUOOB U CBSI3BIBACT HOHBI HEKOTOPBIX METAJUIOB (Cu2+, Cd%, C02+,
Pb*" 1 Zn*") B mouse (Gonzalez-Chaves et al., 2004).

Kpome Toro, pa3nudHble KOMIIOHEHTBI CTPYKTYPBI M COCTaBa Kile-
TOYHOW CTEHKH y TPUOOB TaK)KE MOTYT y4acTBOBATh B CBSI3BIBAHUH TS-
JKENBIX METAJUIOB. Tak, M3BECTHO, YTO XEJIATHPYIOLUIMMHU CBOHCTBaMHU
001a]af0T HEKOTOPhIE MOJIMCAXaPUJIbI, HAIPUMED, TIIOKAHBI, XHTHH H
xuto3aH (Sharp, 2013).

BHyTpu KkieTtok ru¢oB rpuOOB HOHBI TSKEIBIX METAJIOB MOTYT
cBsizpiBaThes THONamu (Galli et al., 1995). ABTOpHI OTMeUaly, 9To MpH
VBEJIMYCHNH KOHIIEHTPAIIMHU TSDKEJIBIX METAJUIOB B ITOYBE B KIIETKAX MH-
KOpU3HBIX Tpub0B Glomus intraradices Ha KOpHIX PacTeHUN KyKYypy3bl
BO3PacTaeT CoJiep)KaHUE IMCTCHHA, Y-TIYTAMHJIIHUCTEHHA W TIyTa-
THOHA.

OOHapyXeHO TaKXKe MOJOKUTEIFHOE BIMsSHIE apOyCKyISPHOI MUKO-
pH3bI HA CHHTE3 IIyTATHOHA B KJIETKaX PACTCHUH B MPHCYTCTBUU TSKE-
JIBIX METAIIIOB B OKPY’KAIOIIEH cpesie. B 4acTHOCTH, MHOKYIISIIIHS pacTe-
unii  Cajanus cajan (L) Millsp. apOycKymsipHOI MHKOPH30M
(Sinorhizhizobium fredii ¢ Glomus mosseae) 3aMETHO YCUIIMBAJIa CHHTE3
3TOrO THOJA B KOPHE TPH JICHCTBUM KaJJMHUS U [HKA, YTO MIPUBOJIHIO K
TTOBBIIICHHUIO MeTayutoycToiunBocTH (Garg, Kaur, 2013) (puc. 9).

[ToMuMO XenaTupoBaHHUs TOKCHYHBIX MOHOB, XOPOIIO Pa3BUTAs MH-
KOpHU3a MOXKET CIIOCOOCTBOBATH BHKMBAHHUIO pacTEHHs B HeOlarompu-
SATHBIX YCIIOBUSIX CPEJbl 32 CUET YBEIMUYECHHUs JOCTYITHOCTH HE00X0/1u-
MBIX 2JIEMEHTOB, TAKHX KaK jKeJIe30, MeJlb U IIMHK, TOBBIIICHHS yCTOMU-
YMBOCTU K 0OJI€3HETBOPHBIM MHUKPOOPTraHU3MaM, CTUMYJISIIUHA CHHTE3a
¢utoropmonor (Zaidi, Musarrat, 2004; baraesa u mp., 2013). IIpuuem
HEKOTOpBIE BUJIBI MHKOPU3bI HE TOJILKO CIIOCOOCTBYIOT MOBBINICHUIO
METaJNIOyCTOMYMBOCTH TE€X PACTEHHUH, C KOTOPBIMHU I'PUOBI HAXOJATCS B
cuMOuo3se, HO U POPMHUPYIOT JIOBOJBHO BBICOKYIO COOCTBEHHYIO YCTOM-
YHBOCTb K TsDKEJIbIM MeTaiaM. OcoOeHHO 3TO KacaeTcss MEKOPU3bI Ha
KOpHSIX pacTeHUU-THIEepakKyMyJsITopoB (Adriaensen et al., 2006).
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12 p

10 p I

ImEAHAE

KoHtponb  KoHTponb+ AM Cd + AM Zn Zn+AM

CopepxaHue GSH,
MKM/r cbiporo Beca

Puc. 9. Brusaue apOyckymsspHol Mukopussl (AM) Ha comep)kaHue TIIyTa-
THOHA B KIIeTKax KoOpHsi pactenuit Cajanus cajan mpu JCHCTBUU KaIMUs
(450 MmxM) u nmaKa (15 MM) (mo: Garg, Kaur, 2013)

VYkaxkeM Taxke Ha CyIIeCTBOBAHUE BUIOBBIX PAa3IUUMil U pa3Iniui,
CBSI3aHHBIX C KOHKPETHBIM METaJJIOM, B y4aCTUH MUKOPH3HBIX TPHOOB
B ITOBBINICHUH MeTaUI0ycTOHIMBOCTH pactenuit (Lasat, 2002).

Takum 00pa3oM, B yCIOBUSX MOBBIIICHHOTO COACPKAHUS TSKEITBIX
METaJUIOB B MOYBE pu3ocdepa y4acTBYeT B YBEIMUCHUN YCTOMUYMBOCTH
pacTeHuil K UX HETraTUBHOMY Bo3jaeWcTeHio. IIpu sToM ee ydactue B
MEXaHU3Max YCTOfIqHBOCTH 3aKJIIOYaCTCd B X€JIaTUPOBAHHMU TOKCHUY-
HBIX HOHOB B IIOYBE 32 CUET BBLACICHUS KOPHAMU HU3KOMOJIEKYIISPHBIX
BEIIEeCTB (CaxapoB, aMUHOKHCIIOT, OPraHUYECKHUX KUCIOT, (purocuiepo-
($opoB W T. A.), a TAKXKE CBA3AHO C JCATEIHHOCTHIO PH300aKTEepHUiA,
CIOCOOCTBYIOIIMX BOCCTAHOBIICHHUIO POCTA PACTCHUH B YCIOBUSX BBICO-
KUX KOHLEHTpAalM{ TSKENBIX METaJUIOB B OKpy»Karomieil cpene. Poib
apOyCKYIISIPHOW MHKOPU3HI B MEXaHU3MAaX YCTOWYHMBOCTH 3aKITFOUAETCS
B YBEJIMUYCHHUU aICOPOLMH U MMMOOMIIM3ALUN METAIIOB B KIETOYHBIX
CTEHKaX MHKOPU3HBIX TPUOOB, B pe3yJbTaTe Yero yMEHBILACTCS COAep-
KaHWE TOKCHYHBIX MOHOB B PACTEHHUSAX, YTO CIIOCOOCTBYET WX HOp-
MQJIFHOMY POCTY W Pa3BUTHIO W CTAOWIM3AlUN PACTUTEIBHBIX COO00-
LIECTB B 1IEJIOM B YCJIOBHSIX 3arps3HEHHS IOYB TSDKENBIMU METaJlIIaMHU.
OpHako py 0Y€Hb BHICOKOM COJIEPKaHUH TSKENIBIX METAJUIOB B TIOYBE,
HampuMmep, BOIHM3M METAUTypTUYeCKUX MPEINPUITHA U Ha PYJIHUKO-
BBIX TO4Bax Ooiee 3h(HEeKTUBHOM 3aIIUTON OT UX TOKCUYECKOro JeicT-
BUS SIBIISIIOTCSI BCE-TaKW PU300aKTepuu, a He apOyCKyJspHbIE TpUOBI,
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MOCKOJIBKY TIPH TaKHX KOHICHTPAIUSIX KOJIOHUHW MHUKOPH3HBIX TPHOOB
y pactenuii He dopmupyroTcs (Gharemaleki et al., 2010; Karimi et al.,
2011).

CrhenyeT Takke OTMETUTh, YTO CMMOMO3 PACTEHUI M MHKpOOpra-
HHU3MOB MOXET OBITh OJHUM W3 HamOoJiee BaXXHBIX pecypcocbepe-
TAIONIUX U DKOJIOTHYECKH 0E30MMaCHBIX MPUEMOB JIJIsl MOBBIIICHHS (-
(EeKTHBHOCTH TEXHOJOTHI PuTopemenuaiuu. bomee Toro, perynsnus
MOCTYIUNICHUSA TSAXKCIIBIX METAJIJIOB B paCTCHHA C IMTOMOIIBIO MUKPOOP-
TaHU3MOB MOJKET JICKATh B OCHOBE Pa3IMYHBIX CTPATErHil Ipeoaoie-
HUSL SKOJIOTHMYCCKUX MOCICACTBUH 3arps3HEHUs TOYBBI STUMHU 3Jie-
MEHTaMH.

3.2. Pos1b KJIETOYHOI CTEHKH B OTPAHNYECHHH NOCTYIVICHHSA
TS/KEJIbIX METALJIOB B KJIETKY U YCTOHYMBOCTH K HUM pacTeHMil

BaxHbIM MEXaHU3MOM, TPEAOTBPALIAIOIINM MTOCTYTUICHUE TSHKEITBIX
METAaJUIOB B PACTCHHUSI, SIBJISETCS CBSI3BIBAHUE TOKCUIHBIX HOHOB CTPYK-
TYpHBIMH 3JeMEHTaMu KietouHoil crenku (Regvar, Vogel-Mikus,
2008). KierouHsle CTEHKH, KaK W3BECTHO, CJIOXHOOPTaHW30BaHHbIC,
MHOTO()YHKIIMOHATIBHBIC U TUHAMUYIHBIC CUCTEMBI, COCTaB M OpraHu3a-
A KOTOPBIX M3MEHSIOTCS B IPOIECCE OHTOTEHE3a PACTCHHUU W TIOI
BIHMAHUEM (DaKTOPOB OKpy»Karomeil cpensl (Meitunk, 2007). Knerounas
CTEHKA SIBISIETCSI TOW CTPYKTYpOH, Wepe3 KOTOPYIO OCYIIECTBIISETCS
B3aHMOCBSI3b PACTUTEILHOIO OpraHu3Ma ¢ BHEIlIHeH cpenoi. Ee 3Haun-
MOCTh YCHJIMBACTCS B SKCTPEMAaJbHBIX KIUMATHYECKUX YCJIOBUSIX U B
YCIIOBUSIX 3arps3HeHust okpyxawomeil cpenasl (Vazquez, Leonardi,
1999; Macfie, Welbourn, 2000). [Tomumo0 3TOT0 KJIETOYHASI CTEHKA SIB-
JISIETCS aKTUBHBIM METa0OJIMIECKHM KOMITAPTMEHTOM, TZI¢ B OTBET Ha
BHEIIHUIA CTUMYJI T€HEPUPYIOTCS BOKHEHIIINE CUTHAIBHBIE MOJICKYJIBI
(Arduini et al., 1996).

Eme B xonre 70-x — Hagane 80-x TO0B IMIPOIUIOTO BeKa OBLIO yCTa-
HOBJICHO, YTO KJICTOYHBIC OO0JIOUKHM PACTEHUI U MX KaTHOHOOOMEHHas
CIOCOOHOCTH MTPAIOT BAXKHYIO POJIb B TIOTJIOIICHUN KOPHSIMU TaKUX TS~
JKEJIbIX METalIoB, kak kaamuii (Dabin et al., 1978; Khan et al., 1984),
ceuHen U uHK (Haynes, 1980). Toraa sxe ObIIIO BRICKA3aHO TPEIIIONO0-
JKEHHE, KOTOPOE BIOCIEICTBUU OBUIO MOATBEPIKICHO MHOTOYUCIICHHBI-
MH 3KCIEPUMEHTAaMH, YTO KJICTOYHAss 000JI0YKa CIIOCOOHA CBSA3BIBATh
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WOHBI TSDKEITBIX METAJUIOB, CHUYKAsl MX TOKCUYHOCTh U 3aJIepKHBasl 1M0-
CTYIUICHHE B KJIETKY.

B Hacrosiiee BpeMsi yCTaHOBIICHO, YTO BKJIaJ] KJIIETOYHON CTEHKH B Jie-
TOKCHKAIIUIO TSHKETIBIX METAJIOB MOXKET OBITh TOPa3/I0 3HAYUTENbHEE, YeM
BKJIAJI APYTHX KJIETOYHBIX KommapTMmeHToB (Vazquez et al., 2006). IIpu
3TOM Y Pa3HBIX PACTEHUI OOHAPYKUBAIOTCSI OTYETIIMBO BBIPAXKEHHBIC BH-
JIOBBIE Pa3iM4usl B CIOCOOHOCTH KJIETOUHOM CTEHKH YACpP)KUBATh TOKCHY-
Hble MOHBL. Hampumep, nonst kajmusi, yaepKuBaeMasi B KIICTOYHBIX CTCH-
KaxX KOpHEH IFOIUHA, B 3aBUCUMOCTH OT KOHIIGHTPAIMK METalia B CyO-
crpare (20, 40 wm 60 MkM), coctasisiia ot 30 10 42 % oT ero o0mIero co-
nepkanus B kietke (Vazquez et al., 2006 ). AHaIOru4HbIC TaHHBIC MTOTY-
YeHBI TakoKe 1T 0000B, TOrNa Kak y KyKypy3bl BBISBIICHBI TOpazno Oomee
HU3KUE 3HaueHus: — Tonbko 16-20 % (Guo et al., 1995). B knerounsix
crenkax Chrysanthemum coronarium v Sorghum sudanense oOHapy>XeHO
cootBeTcTBeHHO 60 1 80 % MOHOB Me/M OT MX OOIIEro KOJMIECTBa, MOCTY-
nMBIIero B kietku kopHs (Wei et al., 2008a). JlokazaHo, 9TO BUIOBEIC pa3-
JIMYHS B HAKOIUICHUH TSDKENBIX METAJUIOB B KJIETOYHBIX CTCHKAX CBSI3aHBI C
MX Pa3HOM CHOCOOHOCTBIO K aJCOPOLMH HMOHOB METaIoB. [0 JaHHBIM
H. P. Metiuuk ¢ coaBt. (Meituuk u ap., 2011), criocoOHOCTh KIIETOYHBIX
CTEHOK K aJcopOLMM B OTHOLICHHW HUKENS W3MEHsIeTCsl B psly: 371aKo-
Bele<MapeBbIe<0000BbIe. [Ipn 3TOM KileTo4yHast cTeHKa y O0OOBBIX, Kak
MIPABHJIO, UMEET 0OJiee BBICOKYIO KaTHOHOOOMEHHYIO CIIOCOOHOCTD, YeM Y
371aKOB, YTO OOBsICHsIETCS1 Oosee BRICOKMM (B 2—3 pasa) colepskaHheM Kap-
6oxcunbHbIX Tpymn (Meychik, Yermakov, 1999). Obmennast ciocoOHOCTb
KJIETOUHBIX CTEHOK HEOJJMHAKOBA TAKXKE JUTS Pa3HBIX THKEIBIX METAILIOB,
HarpuMep, oHa OoJree BBICOKAs JIS MEJIH U KaJIMHSI TI0 CPABHEHHIO C IIWH-
koM (Nishizono et al., 1987), u a1 pa3nnuHbIX MX KOHIEHTpauuid. Tak, B
NPUCYTCTBUHU OoJiee HU3KMX KOHLEHTPALWHA TKENBIX METAUIOB B KOpHE-
obuTaeMoll cpezie J0Jsi TOKCHYHBIX HOHOB, YACPKUBAEMBIX KJIETOYHOMN
CTEHKOM, OKa3bIBAaeTCs ropaso BBIILE, YeM MPH UX AciicTBUM B Oonee BbI-
COKHMX KOHIeHTpauusx. Hanpumep, y mepra npu HU3KHX KOHIIEHTPALMSIX
KazMusi B KopHeoOuTaemoi cperie 90 % MoCcTynmuBIIETO MeTaslia 3aepiKi-
BaJIOCh B KJICTOYHOW CTEHKE, TOTJa KaK MPH BHICOKUX KOHIICHTPAIHSX —
Tonbko okoio 20 % (Garcia-Gomez et al., 2002). AHajornyHsle TaHHbIC
MOJTy4YeHbI M Ha pacTeHusX ronuHa (Vazquez et al., 20006).

TspKenble METaJUTbI MOTYT B3aHMOJICHCTBOBATh C KAPOOKCHIBHBIMH H
CynbOTUAPUILHBIMU TPYIIIaMH O€JIKOB, BXOAALIMX B COCTAaB KIETOYHOM
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obomouku. CauTaercs, 9To 00pa3oBaHHE KOMIUIEKCOB TSKENBIX METall-
JIOB ¢ OeJkaM¥ KJICTOYHOW CTCHKH SIBIISICTCS OJJHUM M3 TJIABHBIX Mexa-
HU3MOB, o0OecrieunBaronmx ux pAerokcukanuio (Leita et al., 1996;
Kramer, 2000; IlleBsxosa u np., 2003). Kpome Toro, MeTamibl B KIETOY-
HOMW CTEHKE CBSI3BIBAIOTCS C 11e/UTI0510301 (Morrison et al., 1981), a Takke
¢ OOJTBIINM KOJIMYECTBOM KapOOKCHIIBHBIX TPYIIT MEKTHHOB M TITUKOIIPO-
tenHoB (Sanita di Toppi, Gabbrielli; 1999; Philip et al., 2000). B atoi
CBSI3M HEOOXOJMMO TOJYEPKHYTh, YTO TIABHBIM CTPYKTYPHBIM KOMIIO-
HEHTOM TEKTHHOBBIX BEIIECTB SBIACTCS MOJUTAIAKTYPOHOBAsI KUCIIOTA,
C HaJIM4YKMeM KapOOKCHIIBHBIX TPYIIT KOTOPOH U CBSI3BIBAIOT CIIOCOOHOCTD
KJIETOYHOW CcTeHKH K agcopOuum (Meluuk u ap., 2011). Obnapyxena
TaKkKe KOPPEJIIMOHHAS 3aBHCHMOCTh MEXKIY MOCTYIUIEHHEM TSDKEIbIX
METAIJIOB B KJICTOUHYIO CTEHKY PacTeHUH M COAEP)KaHUEM YPOHOBBIX
KHCJIOT, BXOJAIINX B cOCTaB remunesnirono3 (Singh et al., 1997).
[ToMHUMO CBSI3BIBaHUS MOHOB TSDKEIBIX METAJUIOB Pa3IHYHBIMH JIU-
raHjgamMy, KJIETOYHas CTeHKa CIocOoOHAa CHHXXATh NMPOHUKHOBEHHE WX
WOHOB B MpoTomacT Ojarofaps U3MEHEHUIO CBOMX (H3HKO-XUMHUE-
CKHX CBOMCTB. B 4acTHOCTH, Y HEKOTOPBIX BHIOB 3JIaKOB YCHIIMBAETCS
cyOepuHM3anus 0007049eK KIECTOK 3Ha0aepMbl (puc. 10) u aurauduka-
1S KJIIETOK KOPBI U MepUGEPUISCKUX TKAHESH TMPOBOJIAIIETO IMIIMHAPA
(Lux et al., 2011). B xopHAX KyKypy3bl 110 BIUSHUEM KaJMHs OYTH B
3 pasa yBeanuMBaIach TONIIMHA CIIOS YHIOAEPMAIBFHOTO CyOeprHa U B
2 pa3za — supoaepmanbHoro nurHuHa (Schreiber et al., 1999). Dxcnos3u-
s HA pacTBOPE € KaJMHUEM IIPUBOAWIA y pacTeHuid A. thaliana x dop-
MHUPOBaHUIO CyOEpHHOBBIX JIaMEJII, KOTOPhIE 3aAIIUIIAI0T areKe KOPHS
(Schreiber et al., 1999). ¥ xykypy3sl yBEeIMUICHUE YCTOMINBOCTH pacTe-
HUH K KaJIMUIO KOPPEJIUPOBAIIO C YCUICHHBIM OTIOKEHHEM CyOeprHa B
KJIETOUYHOW CTEeHKe KJeTok sHmoaepmbl kopHsa (Redjala et al., 2011).
NmeroTest Takke CBEICHHS O TOM, YTO B MPUCYTCTBUH TSKEIBIX METAa-
JIOB KJICTOYHAS CTCHKA MPOTHTHIBACTCS CHIIMKATaMH, KaK, Hal[puMep, B
NpUCYTCTBUU Kaamus y Silene vulgaris (Bringezu et al., 1999) u y puca
(Lux et al., 1999). Ilox BIMAHUEM CBHHIIA YBEJIMYUBACTCS TOJIIMHA
KJIETOYHOM CTEHKH KOpHEM JIyKa, B HEH BO3pACTAET KOJIMYECTBO MOJIU-
caxapuoB, YTO MO3BOJISIET CBA3BIBATH OOJIbIIEE KOTUIECTBO HOHOB Me-
taja (Wierzbicka, 1998). OOHapyXeHHbIE U3MEHEHUS, KaK I0JararT
aBTOPBI, CIIOCOOCTBYIOT CHIDKEHHIO arlOIIACTUYECKOTO JIBMYKEHUS TshKe-
JIBIX METAJUIOB B KCWJIEMY M UX TICPEMEIIICHHIO B Ha/[3EMHBIC OPTaHbI.
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Puc. 10. CyGepuHuU3amms KIETOK SHAOAEPMBI KOpPHEH KyKypy3Bl B TMIpH-
cyrctBun kagmus (100 MxM). Ctpenkamu mokasaH cioit cyoepuna (mo: Lux et
al., 2011)

CBS3bIBaHHE TSHKEIBIX METAJLIOB KIIETOYHOW CTCHKOW BBISIBIICHO JIS
KJIETOK HE TOJBKO KOpHs, HO W jucta (Brune at al.,, 1994; Lozano-
Rodriguez et al., 1997; Ramos et al., 2002). Hannpumep, gomnst kaamus,
JIOKAJIM30BAaHHOTO B KJIETOYHOH CTEHKE JUCTHEB cajaTra, COCTAaBHIIA
64 % ot ero obmero conepxkanus B kierke (Ramos et al., 2002), a mo-
JIs MUHKA, IPOYHO CBS3aHHOTO B KIICTOYHOW CTEHKE JTUCTHEB SUYMCHS,
okazanache erie Boiie — 77 % (Brune et al., 1994). Ho B nienom agcop6-
IUOHHAS CITIOCOOHOCTH KJIETOYHOUM CTEHKH KJIETOK KOpHS, KaK IpaBuiIo,
BEIIIIE, Y€M Yy KIIETOK cTeOns u muctheB (Vazquez et al., 20006).

K HacTosimmemy BpeMeHH OMyOJIMKOBaH LIENbIA psiji paboT, JOKa3bl-
BaIOIIVMX HAJTMYHE XOPOIIO BHEIPAXKEHHON 3aBHCUMOCTH MEXKIy YPOBHEM
HAKOIJICHUS! TOKCUYHBIX MOHOB B KJIETOYHON CTEHKE M YCTOMYMBOCTHIO
pacTeHui K TSOKENbIM MeTaiiaM. B yacTHocTH, 0OHapyKeHO, 4To y yc-
TOWYMBBIX K KaJIMUIO COPTOB pHCa KOHIICHTPAIUS METAJIa B KIIETOYHBIX
CTeHKaX KOpHS ObLIIa 3aMETHO BBIIIIC 110 CPABHEHUIO C €r0 KOJMYECTBOM
B BaKyolld, 4eM y pacTeHHi 4dyBcTBUTENBHBIX copTtoB (Uraguchi et al.,
2009). VY rumnepakKyMmysIITOPOB, Takux Kak Sedum alfredii n
T. caerulescens, KOTOpbIC 00JIAAAIOT YCTOMYMBOCTHIO K KaJIMHIO, TOPa3/I0
0oJiee BHICOKOE COJICpIKaHNE METallla TaKkKe OOHAPYKHUBAIOCH B KJIETOY-
HBIX CTEHKaxX IO CPaBHEHHWIO ¢ Apyrumu kommnaptmentamu (Li et al.,
2007; Redjala et al., 2009). Bonee Toro, HEKOTOpbIE YCTOWYUBBIC K TSKE-
JIBIM METaJIaM BUJIbI PACTEHHUN B WX MPUCYTCTBUH YBEINYMBAIOT KATHO-
HOOOMEHHYIO CIIOCOOHOCTD KIJIETOYHBIX CTEHOK, OOSCIICUMBasi TEM CaMbIM
CBsI3bIBaHUE OOJbIIEro Kommuectsa Metaiia (Nyquist, Greger, 2009).
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B nemom kieTouHas cTeHKa, KOTOpasi MOXKET pacCMaTPUBATHCS B Ka-
YEeCTBE HU3KOCHCIM(PUUHOTO MOHOOOMEHHHKA C OTHOCHUTEIIBHO BBICO-
KOH CBA3BIBAIOIIEN CIIOCOOHOCTBHIO [JII KATHOHOB TSKEJIBIX METAJIOB,
WrPAET OUYECHb BAXKHYIO POJIb B MEXaHU3MaX METAIIOYCTOMYHMBOCTH pac-
TeHui. 1 nuiib B ciiyyae JEHCTBUS BBICOKUX KOHLIEHTPALIMH TAXKEIbIX
METaJUIOB KJIIETOYHAS CTEHKA JOCTUTACT CBOCOOPA3ZHOTO «HACHIICHIS,
B pe3yJbTaTe 4ero ee OapbepHble (PYHKIUU CYIIECTBEHHO CHIDKAIOTCS,
M OHA YK€ HE CIOCOOHA JOJDKHBIM 00pa3oM 3alllMIaTh KIETKY OT UX
TOKCHYECKOTO BO3JACHCTBHS.

3.3. Yuacrue miasMajaeMMbl B YCTOHYMBOCTH PACTEHHU
K TSKeJIbIM MeTaJUIaM

[TnazmanemMMa (1ra3mMaTudeckas MeMOpaHa) SBJISCTCS IEPBOH «OKH-
BO¥» MUIIICHBIO BO3JACUCTBHS TSDKEJIBIX METAJUIOB Ha KIETKY, MOITOMY
J00BIC B3aMMOJCHCTBUS MOHOB METAJUIOB C KJIETKOW OTPaKalOTCS B
MepByI0 ouepenp Ha ee cTpykrype u pynkuuax (KendereSova et al.,
2012).

XopoI10 U3BECTHO, YTO IIa3MajgeMMa — 3TO OCHOBHOM Gapwep s
TpaHCIIOpTa MOHOB TAXKEIIBIX METAJIJIOB B HUTOIINIa3MYy KJIICTKU U U3 HEC,
KOTOPBIA MPOXOAUT C y4aCTHEM IIeJIOT0 Psiia MHTErPajbHBIX OCJIKOB,
SIBJISTFOIIUXCS CTPYKTYPHBIM 3JIEMEHTOM MeMOpaHbl. MeXaHU3MBI TO-
CTYIUICHHS MOHOB METAJIOB B KJIETKY PACTCHHUsS depe3 IulazMaTHye-
CKYI0 MeMOpaHy aKTHBHO M3Y4YalOTCsI, U Ha CETOIHSIIHUN JIeHb 110 3TO-
My BOMPOCY MMEETCS YK€ JOBOJBHO OOJNBIINOEC YHCIO MyOIUKAIMA, B
ToM yucie o63opHoro xapakrepa (Clemens et al., 2002; Hall, Williams,
2003; Kramer et al., 2007; Verbruggen et al., 2009; Hossian et al., 2012
u 1p.). HecMoTpst Ha 3T0, €€ poib B METAUIOYCTOWIMBOCTH PaCcTEHUIH
JI0 CHX TOp aKTHBHO 00CYy)KmaeTcs. B 4acTHOCTH, BBISIBICHO, YTO yda-
CTHE TUIa3MaJIEMMbl B MEXaHU3MaX YCTOHYMBOCTH pACTEHHU K TsDKe-
JIBIM METaJlJIaM CBSI3aHO, BO-TIEPBHIX, C 33JIEPKKOW MOCTYIUICHHS NOHOB
METAJIOB B KJICTKY MPH YBEIUUCHUH UX COJCPXKAHUS BO BHEIIHEH cpe-
JIe ¥, BO-BTOPBIX, C YAATCHHEM KATHOHOB METAJIJIOB U3 KIETKH MPH MO~
BBHIIICHWW KX KOHIIEHTPAIIMU BO BHYTPUKIETOYHOM TPOCTPAHCTBE
(Hall, 2002).

3ajiepKa MOCTYIICHHS] TOKCHYHBIX HOHOB B KJIETKY MOYET OBITH
CBsI3aHa C U3MEHEHUEM JUIHIHOTO COCTaBa IIa3MalleMMbl TIPH JICH-
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CTBUU Ha PACTCHHSI TSKEJIBIX METAIIOB. B 4acTHOCTH, 0OHapyKeHO,
YTO Yy YCTOWYUBBIX K MeTaslaM BHIOB PacTEHWH HaOIIOMAIOTCS W3-
MEHEHHS B COCTaBE JUMUIOB (YBEIHMUYUBACTCS KOJIMYECTBO TIIHKOJIH-
NUA0B U yMeHbIIaeTcs — GocOIUNUA0B) U KUPHBIX KHCIOT (yBe-
JUYUBAETCS KOJIMYECTBO HEHACHIIIEHHBIX KHUPHBIX KHUCIOT), HAIPaB-
JIEHHbIE Ha MOJJEep)KaHHe LEIOCTHOCTH M HOPMaJbHON CTPYKTYpH-
POBaHHOCTH KIJIETOYHOW MeMOpaHBI M, KaK pPe3yjibTaT, HA COXpaHe-
HHE KOHTPOJIS 32 TPAHCIIOPTOM TOKCHYHBIX HOHOB B KiIeTKy (Nouairi
et al., 2006; Ky3nemnosa u np., 2008; Pozenuser u ap., 2011; Morsy
etal., 2012).

AKTUBHBIA TPAHCHOPT TSHKEIBIX METAJUIOB M3 KJICTKU KOPHS de-
pe3 mua3ManeMMy 3a cUeT YHEPru3alui MeMOPaHbl IOCPECTBOM aK-
tuBauuu AT®da3 mokazaH paHee AJs TaKUX KAaTUOHOB, Kak Cd2+,
Pb**, Cu*", Mn®", Ni** (Burzynski et al., 2005; Migocka, Kfobus,
2007). B uccnemoBaHUsAX 3TUX aBTOPOB, BBHIIOJHEHHBIX Ha BE3HKY-
Jax KOpHEH orypua, BHEpBble OBLIM TMPEACTaBICHBI JKCIEPHMEH-
TallbHBIE JIOKA3aTeNIbCTBA CYIIECTBOBAHUS HA IMJIAa3MAaTHYCCKOH MeM-
opane metann/H' aHTUIOPTA, CXOMHOTO ¢ GENKAMHM, PACHOI0KEHHbI-
Mu Ha ToHOoIuiacte (Hampumep, u3 CAX- u CDF-cemeiicT). Ero ak-
THUBHOCTH 3aMETHO TOBBIIIATACH NMPU YBEITNYECHUN KOHIICHTPAINH TS~
JKENBIX METAIJIOB B OKpY’Karouledl cpeae. ABTOPHI TakXe JOKa3aiH,
10 AT®-3aBUCHMBIN TPaHCTIOPT KaAMHUS Yepe3 IuIa3MajJeMMy TO-
pa3no MeHee 3G (MEKTUBHBIN, YeM TaKOH e TPaHCIOPT uepe3 TOHO-
mnact (Migocka et al., 2011). Bo3mokHO, U3HAYaIBHO OEJIKH ILIa3-
MaJIeMMBbI, YYaCTBYIOIIUE B TPAHCIIOPTE KaJIMHUsI, UMEITH 00Jiee BBICO-
KO€ CPOJICTBO K METAJUTy U TOPa3/l0 MEHBIIYIO CIIOCOOHOCTH AJISI €ro
BBIBOJIa U3 KJIETKHU MO cpaBHEHUIO ¢ AT®D-3aBUCUMBIM TPaHCIIOPTOM
KaJIMHs B BAKYOJIH.

[TomMuMo 3TOTO, YMEHBIIEHNE KOJINYECTBA IMOCTYMUBIINX B KIETKY
yepes3 IIa3MaTHYECKYl0 MeMOpaHy KaTHOHOB TSDKEJIBIX METaJuIOB MO-
JKET SIBIATHCS CIEACTBUEM JETIOSIPU3AUA MEMOpaHbl — CIBUTA DIICK-
TPUYECKOT0 MOTEHIMAala B CTOPOHY 0osiee MOJOKUTENbHBIX 3HAYCHUI
(Nichol et al., 1993; Pavlovkin et al., 2006). Tak, BbICOKHE KOHIICHTPa-
1MUY [IUHKA B CPEJIe POCTa BBI3BIBAIA 3HAYUTEIIEHOE YBEIUYCHUE YPOB-
HS IENONISIpU3aliid MeMOpaHbl B KJIeTKax KOpHs A. thaliana (puc. 11), B
pe3ynpTaTe 4ero HabIIoAanoch CHIDKEHHE MOCTYIUIEHUS M30BITOYHBIX
MOHOB MeTauia B KieTku. llpu stom y A. halleri, KOoTOpBIN ABIsSETCS
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THIIEPAaKKyMYJSITOPOM [IMHKA, YPOBEHH JICHOJSIPU3AIMY MTOBBIIIANCS B
ropa3no Menbiiei crenenn (KendereSova et al., 2012). ITogoGHbie u3-
MeHeHHsI ObLTH 00HAPYKEHBI TAKXKE B KIIETKAX KOPHS puca B IPUCYTCT-
BUM B KOPHEOOHMTaEeMOl Cpelie BHICOKUX KOHIICHTPAIMH KaaMusl U HU-
ket (Ros et al., 1992) u B KOpHAX Oryplia — IpU ACUCTBUU KaJAMHUS U
meau (Janicka-Russak, 2011).
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Puc. 11. [lenonspusanys IUIa3MajJeMMbl KIETOK KOPBI KOPHS
Arabidopsis thaliana (1) n Arabidopsis halleri (2) B npucyTcTBum
pas3HbIX KoHIeHTpanuii nuHka (mo: Kenderesova et al., 2012)

BrickazaHo MHEHHE, YTO M3MEHEHHE TpaJueHTa 3JICKTPOXHMHUYC-
CKOTO TOTEHIMa/a Ha IUIa3MajieMMe B NMPHUCYTCTBUH TSDKENIBIX MeTall-
JIOB MOXKET CIYKUTh JYYIIUM IOKa3aTeleM HHIMOMPOBaHUS UMM aK-
tuBHOCTH AT®a3wl y pactenuii in vivo (Llamas et al., 2000).

WNuTepecHble NaHHBIE OBUIM MOTYYEHBI IPH H3YYCHHH YIbTpa-
CTPYKTYpPBI KIETKH MEPUCTEMbI KOpHsI Allium sativum B IPUCYTCTBHH
BBICOKHMX KOHIeHTpauui ceuHna (Jiang, Liu, 2010). ABTopsl 00Hapy-
KM MHBarnHAIMK TUTA3MAaTHUYeCKOW MeMOpaHbl BO BHYTPUKIIETOY-
HOE MIPOCTPAHCTBO U PAIOM PACIOI0KEHHBIE BE3UKYJIbI, COIEpIKAIIIIE
OonbIIoe KonuyecTBO HOHOB MeTaiia. [Ipeanonaraercs, 94To 310 MoO-
JKET SIBIATHCA OAHHMM M3 Ba)KHBIX MEXaHHU3MOB MPEJOTBpAIICHUS Ie-
PEIBIDKEHHS CBOOOTHBIX MOHOB CBHHIA B IIUTOIIA3My M OPTaHOUIBI
KIETKH (puc. 12).
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Puc. 12. YnpTpacTpyKTypHBIE U3MEHEHHS B Me-
pUCTeMaTHYECKUX KIIeTKaxX KOopHsS Allium sativum.
MHBarvHau NOHTOIDIA3MATHYECKOH MeMOpaHBI
(otmedeHo cTpenkoi) mocie 4-gacoBod 00pa-
6otku noHamu ceuHMA (0,1 MKM):

KC — wierounas crenka, [IM — mmasmanemma, LI —

muroruiazmMa, JP — JHIOIUIA3MATHIECKUI PETHKYIIYM.
Bar = 0,25 mkm (110: Jiang, Liu, 2010)

TpaHCIOPT HOHOB TSXKENBIX METATIOB Yepe3 MIa3sMaIeMMy M3 KICTKH
OCYILIECTBIISIETCS] C YIACTHEM OEJIKOB-TPAHCIIOPTEPOB, IPHUHAICKAIITHX
K Pa3HbIM CEMEUCTBAaM, KOTOPBIC MOAICPIKUBAIOT PABHOBECHE MEMTY
CoJIepKaHHUEeM MOHOB METAJJIOB B anoruiacte u BHyTpu kietku (Krdmer
et al., 2007; Maestri et al., 2010). DTOT MeXaHU3M CHUYKEHHS TOKCHYE-
CKOTO JEWCTBHS TSKEIBIX METAJUIOB JOBOJIBHO XOPOIIO HW3y4YeH Y
npoxokelt, Oakrepuii (Silver, 1996), a Taxxke y xkuBoTHbIX (Palmiter,
Findley, 1995). PactuTenbHas KjieTKa B 3TOM IIJIaHE MCCJIEIOBaHA B I'O-
pa3ao MEHBIIEN CTEMEHHU.

Tem He MeHee mpeanonaracTes (Ha OCHOBE CXOJCTBA AMHHOKHUCIIOT-
HBIX TIOCJICAOBATEIBHOCTEH ¢ MUKPOOHBIMH U JKUBOTHBIMH OCJIKaMM),
4TO HauboJiee BEPOSTHBIMH KaHIUIATAMK Ha POJIb OEIKOB-TPaHCIIOPTe-
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POB, OCYIIECTBIISIIOIINX MEPEHOC TOKCHYHBIX HOHOB Y€pe3 IIa3MaieM-
My B aIoIUIacT, SBIAIOTCA Oenku u3 cemeiictB Pig-ATdaz u ABC
(ATP-binding cassette) (Axelsen, Palmgren, 2001; Mills et al., 2005;
Kim et al., 2007; Tan et al., 2013). Onnako OuonormYecKue QyHKIUH,
KJIETOYHAs! JIOKAJTU3AIUs U METAIDIOCHEM(PHIHOCTD ATUX TPaHCIOpTe-
POB B pacTEHHUAX JI0 CHUX MOP MOTHOCTHIO HE U3YUCHBI.

U3 P g-AT®a3 B kauecTBE BO3MOKHBIX MIEPEHOCUUKOB TXKEIBIX Me-
TAJUIOB Yepe3 IUIa3MaTHYECKyl0 MeMOpaHy W3 KIIETKH Ha3bIBAIOTCS
HMA2- u HMA4-6enku (heavy metal ATPase), ydacTBylommue B
tpancnopre Cd*" u Zn®" (Argiiello et al., 2007; Tan et al., 2013). B ua-
CTHOCTH, OOHApy>KEHO, YTO BBICOKMI YypPOBEHb OSKCIPECCHH TeHa
AtHMA4, BBeneHHOTO B KJIETKH JPOXOKEH, IMOBBINIACT WX YCTONYH-
BOCTh K KaJMHUI0O W IHHKY, NPU 3TOM COJCpPKAaHHUE METaUIOB B
KJIETKax CHWXaercs. 110 MHEHHIO aBTOpPOB, 3TO JOKA3bIBAET BO3MOXK-
HOCTh paborel HMA4-Oenka Kak TpaHCHOPTEpa, OCYIIECTBIISIONIETO
NepeaBKeHNE HOHOB MeTauToB u3 kietku (Mills et al., 2005).

[TomydeHsl Takke JaHHBIE O BO3MOXKHOM YYaCTHU B YAQJCHUH HO-
HOB TSDKEJBIX METAUIOB M3 KJICTKM Oenka-TpaHcmoprepa PDRS
(playotropic drug resistance), JOKaTU30BaHHOTO Ha IUIa3MaJIeMME H
npuHamiexamero kK ABC-cemeiicTBy. DTOT 6€10K MACHTU(PHULINPOBAH
B KJIETKaX KOPHEBBIX BOJIOCKOB W KIIETKaxX JMHIECPMUCA KOPHS pacre-
Hui A. thaliana (Kim et al., 2007). IIpu 5ToM TpaHCTEHHBIC pACTECHUS C
MOBBIILIEHHON 3Kcmpeccueil rena AtPDRS oxazanuch Oonee ycToiuu-
BBEIMH K KaJIMUIO U CBUHILY 110 CPAaBHEHUIO C IUKUM THUIIOM M HE HaKaIl-
JUBAJIA METAJUTBI B KOPHSX U TO0erax.

B masmatuueckoii MemOpaHe KieTok Tabaka (Nicotiana tabacum)
obHapyxeH nepeHocunk Hukens (NtCBP4), oTHocsmuics Kk ceMeicTBy
CBP-6enxoB (CREB-binding protein), KOTOPBIA 1O CTPYKTYPE CXOJCH
C KaJMeBbIMH HECENCKTMBHBIMH WOHHBIMU KaHamamu (Arazi et al.,
1999). TpaHcreHHble pacTeHHs C MOBBIIICHHBIM YPOBHEM 3KCIIPECCHH
rena NtCBP4 XapakTepu30BaliCh MOBBILICHHON YCTOMYMBOCTBIO K Ni
U CHIDKEHHEM €ro aKKyMYJIIH{, YTO YKa3blBaeT HAa y4acTHE 3TOTO
TpaHCIIOpTEpPa B YBEJIWYCHUH YCTOWYHMBOCTH PACTEHHI K HHKEIO 3a
CYeT yJajeHus N30BITOYHBIX HOHOB M3 KIIETKU.

B psne nccnenoBannii moka3zaHa Takyke BO3MOYKHOCTH BBIBOZA TsDKeE-
JBIX METAJUIOB M3 KJIETOK 3a CYET TPAHCIIOpTa WX MOHOB Yepe3 Iuia3Ma-
JIeMMY B CBOOOJIHOE MPOCTPAHCTBO B AHTUTIOPTE C MPOTOHOM, aHAJIOTUY-
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HO MEXaHU3MY, CYIIECTBYIOIEMY Y YXUBOTHBIX KJIETOK U MHKPOOPTaHHU3-
MoB (Silver, 1996; Xu et al., 2007). Tak, npu BBeneHnu reHa Escherichia
coli ZntA, KOmUpYyFOIIETro MPOTOHHYIO TTOMITY, OCYIIIECTBIISFOILYIO TPAHC-
nopr Cd*" , Pb”>" u Zn*" B auunopre ¢ H', B knetku 4. thaliana y pacte-
HUH YBEIMUYMBAIACH YCTOMYMBOCTh K KaJIMUIO U CBHUHITY U OJTHOBPEMEH-
HO CHIDKAJIOCh coneprkanue metaiuioB B kietke (Lee et al., 2003a). Ku-
taiickue yuensle (Shen et al., 2012) taxke BbICKa3aau HNPENNONOKCHUE
00 yuactum tpancmoptHoro Oenka CAX3 m3 cemetictBa CAX (cation
exchanger), xotopeie (yHkuponnpyor kak Ca’’/H-anTHmoprep, B
TPAHCIIOPTE MOHOB KaJMUS U3 KJIETKA B MEXKKIETOYHOE IMPOCTPAHCTBO,
YTO CIIOCOOCTBYET TMOBBIINICHUIO YCTOWYHMBOCTU PACTCHUH K KaJMHUIO.
Onnako (haKTHYIECKUX JOKa3aTeIhCTB TOMY ITOKa OYEHb MaJIo.

VY pacrennii u3 cemeiictBa Poaceae, B YaCTHOCTH y TIIICHUIIBI, BEI-
neneH  Oemok-tpancnoprep  TaTM 20 (Triticum  aestivum
transmembrane 20) (Kim et al., 2008), KOTOpBIi TaKXKe OCYIIECTBISET
TPAHCHOPT KAaTHOHOB METANIOB W3 KJeTKW. [Ipenmonaraercsi, 4TO OH
SIBIIIETCSl AHTUIIOPTEPOM U OCYIIECTBISCT TPAHCIIOPT MOHOB TSKEITBIX
METAaJUIOB 33 CUET SHEPTrUH MPOTOHHOTO rpajueHTa. MHTepecHo, 4To y
IPYTHUX BHIOB pacTeHHi, Hanpumep A. thaliana, oH He O0OHApYyKEH, Ha
OCHOBAaHHWH 4YEr0 aBTOPHI HE UCKIIFOYAIOT BO3MOXXHOCTH €0 ()yHKIIHO-
HUPOBAHUS TOJIBKO y OJTHOIOBHBIX PACTECHHIM.

B 1menomM MOXHO cjienath BBIBOJ O TOM, YTO IDIa3majieMMma Oe3yc-
JIOBHO UTPAET BAKHYIO POJIb B 00ECIICYCHUH YCTOMUYNBOCTH PACTEHUH K
TSDKENBIM MeTaiaM. BMecTe ¢ TeM uMeroInuecs Ha CeroAHsIIHUHN IeHb
JIAaHHBIE CBHJICTEIBCTBYIOT O HEOOXOMMOCTH JalbHEUIIINX HCCIIe|0Ba-
HUH B 3TOH 00JaCTH.

3.4. JleTokcHKAIMS TSKeEJbIX METAJLJIOB B KJIETKe

Hecmotps Ha ¢GyHKIIMOHUpPOBAHKE IIEJIOTO psifa MEXaHU3MOB, TIpe-
MATCTBYIOIINX TTOCTYIUICHHIO TSDKENBIX METAJUIOB B KJIETKH PacTEHUH,
MPH BBICOKMX MIX KOHIEHTPAIMSIX B OKPY’KAIOIIEH cpefie 3HAUUTEIbHOE
KOJIMYECTBO TOKCHYHBIX MOHOB BCE-TAaKHU NMPOHUKACT B KIETKY, IJC B
3TOM CIy4yae HAYMHAIOT JEHCTBOBAaTh BHYTPUKIETOYHBIE MEXaHHU3MBI
WX JIETOKCHKAINH, KOTOPbIE BKIIOYAIOT B CE0Sl CBSA3BIBAHHE MOHOB TH-
JKENBIX METaJUIOB B IUTOILIa3Me PA3JIMYHBIMU JIMTAHIaMU U TPAHCIIOPT
TaKUX KOMILICKCOB M CBOOO/IHBIX HOHOB B BaKyOJIb.
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3.4.1. Csa3pIBaHye HOHOB TSKeJIBLIX METAJLJIOB B IIMTOILJIA3Me

OnHuM U3 HanOoJee BaXKHBIX MEXaHU3MOB JICTOKCHKAIMH TSDKEITBIX
METaJUIOB B KJIETKE SIBIISICTCS MX CBSI3BIBAHHME B LIMTOILIA3ME C 00pazo-
BaHUEM XEJIaTOB — KOMIUICKCHBIX COSAMHEHUI NOHOB METAJUIOB C Opra-
Huueckumu jurangamu (Wagner, 1993; Prasad, 1995; Rauser, 1999;
Clemens et al., 2002; Haydon, Cobbett, 2007). Jlurannamu (coeaune-
HUSMU, 00pa3yIIUMU C METAZIOM XeJaT) MOTYT ObITh OpTraHHYECKUE
kucnotel (Rauser, 1999; Haydon, Cobbett, 2007), aMHUHOKHCIIOTEI
(Krdmer et al., 1996), HenpoTenHOBBIE THOMHI (TJIyTaTHOH U QuTOXENA-
tuHbl) (Rauser, 1995; Cobbett, 2000) u meramnotnonenns! (Rauser,
1999; Clemens, 2001).

Oprannyeckue KMCJIOTBI, TAKAE KaK IUTPAT (JIMMOHHASI KUCIIOTA),
Manar (s0J09Has KUCIIOTa) WM OKcanar (IaBejeBasl KUCIIOTa), CIIO-
coOHBI 00Pa30BBIBAThH MPOYHBIC CBS3U C MOHAMH TSDKEIIBIX METAIUIOB U
Onaronapsi ’TOMy HIPaTh BaXXHYIO POJIb B METALIOYCTOWYNBOCTH pac-
tenuii (Rauser, 1999). Eme B 1976 r. Opuct (Ernst, 1976) oOHapy»xui
BBICOKHE KOHIICHTPAIIUN MaJlaTa U UTpaTa B TKAHAX PACTCHUH, YCTOMN-
YHMBBIX K IMHKY W MeJIU. B nanpHeIeM MmoBbIlICHHE YPOBHS 3THX KH-
CJIOT B MPHUCYTCTBUH PA3HBIX TSDKENBIX METAJUIOB OTMEYAIOCH B LIEJIOM
psne uccnenoBanuii. Hampumep, Bo3pactanue comepskaHust sO0I0YHOH,
JIUMOHHOW ¥ IIaBEJICBOM KUCJIOT B Mmo0erax pairpaca, KOpHIX KyKypy-
3Bl M JIUCTBSIX SYMEHSI ObUIO OOHApY)KEHO IMPU MOBBIIIEHHBIX KOHIICH-
Tpauusix B KopHeoOuTaemoii cpene Hukeins (Yang et al., 1997; Jocsak et
al., 2005), s0mo4HON ™ TIaBENEBOW — B JIHCThAX pacTEHUU
Paraserianthes  falcataria 1npu nedictBun  cBuHIa (Tabm. 9)
(Setyaningsih et al., 2012). IIpu 3ToM BBEIsSBIEHO, 9TO 3(PPEKTUBHOCTH
XEIATUPOBAHMSI TSHKEIBIX METAJIOB OPraHUYECKUMHU KHCIIOTaMU U CBSI-
3aHHOE C 3TUM IOBBIIICHUE METAJUIOYCTOHYMBOCTH PACTCHHUI 3aBHCUT
OT TOKCHYHOCTH METaJlIa, & TAaK)Ke OT OMONIOTHUECKUX OCOOEHHOCTEH
Buaa pacreHuil. Hanpumep, y Agrostis bertolonii, Alyssum bertolonii n
S. vulgaris B IPUCYTCTBUM IIMHKA W HUKENS YBEIMYMBAIOCH COICpKaA-
HUE MajaTa, Kotopoe y A. bertolonii u S. vulgaris compoBOKIAIOCH TI0-
BBIILICHUEM YCTOMUUBOCTH K UUHKY, a y A. bertolonii — x nukemnto (Ernst
et al., 1992; Schat, Ten Bookum, 1992).

W3 ynoMsHYTBHIX BBIIIE OPTaHWMYECKMX KHCJIOT IUTPAT MMEEeT
OOJBIIYIO CIIOCOOHOCTD K CBSI3BIBAHUIO HOHOB TSKEIIBIX METAIUIOB, YeM
Majar ¥ okcaiar. /[aBHO W3BECTHO, YTO JIMMOHHAS KHCJIOTa WTPAECT
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Tabauya 9. BnusiHue CBHHIA HAa COJCPIKAaHUE OPTAHUYECKUX KHUCIIOT B JIMCThAX
Paraserianthes falcataria (no: Setyaningsih et al., 2012)

Konnenrpanus CoiepkaHre OPraHUIECKUX KHCIIOT, MI/T CBIPOTO Beca
Pb2+, MM Okcaat Manar Iurpar
0 (KOHTPOJIB) 0.118 £0.045 0.225+0.012 1.731 £ 0.049
0.5 0.106 £ 0.032 0.264 £ 0.049* 1.506 £ 0.013*
1.0 0.140 £ 0.024* 0.261 £ 0.005* 1.732 £ 0.203
1.5 0.147 £ 0.028* 0.268 + 0.046* 1.586 £ 0.058

Ipumeuanue. * — U3MEHEHUS TIO0 OTHOIIECHHUIO K KOHTPOJIO TOCTOBEPHBI IpHU
P <0.05.

upe3BBIUAiiHO BaXkHYIO ponb B Xematuposammu Fe® (Cataldo et al.,
1988). Ilo3mHee OBLIO AOKA3aHO W €€ YYACTHE B CBS3BIBAHHH APYTHX
HOHOB TSKEJIBIX METAJIJIOB, B YACTHOCTH, KaJMHUs IIPU €0 OTHOCUTEIIb-
HO HU3KHX KOHIIEHTpAIUsIX B KopHeoOuTaemoii cpene (Wagner, 1993),
IMHKA U KoOaJbTa IPU MX NPUCYTCTBUHM B BBICOKMX KOHLIEHTPALUAX
(Godbold et al., 1984; Oven et al., 2002). H3BeCTHBI TaKKe KOMILICKCHI
uutpara ¢ HukeneM (Sagner et al., 1998; Tatar et al., 2000). K nacros-
1IeMy BPEMEHHM CO3JaHbl TPAaHCI'CHHBIE pacTeHus Tabaka ¢ BBICOKHM
YpOBHEM IHTpaTa B KJETKaX: COJAEpXKaHWE KHCIOTHI B KOPHAX TaKHX
pacTeHuil BbIIIE, YEM Y pacTeHUM AUKOro Tuma, noutd B 10 pa3, mpu
3TOM B 4 pa3a Bo3pacTaeT KOJMYECTBO LUTPATa, BRIALISEMOTO UX KOp-
HsIMU B pusocdepy. [IoMrUMo 3TOTo TpaHCTeHHBIE PACTEHUS XapaKTepH-
3y10TCs 00Jiee BBICOKOH METa/UI0yCTOHYUBOCTBIO, YTO, 10 MHEHHIO aB-
TOPOB, KOCBEHHO JOKA3bIBAET y4YacTHE 3TOH KUCIOTHI B MEXaHH3Max
YCTOMYMBOCTH pacTeHui K TsoxenbiM Mmetauiam (De la Fuente et al.,
1997).

B oTHomenun manata M OKcajara JaHHBIX B JIMTEpaType ropasio
MEHbIIIE, XOTA B LIUTOILIa3Me KJIETOK PacTeHUil 3a(pUKCUPOBAHO IOBBI-
LIEHUE UX COJEpXaHUs IPU IEHCTBUU LIETI0T0 PAAA TSHKEIBIX METAIIOB
1 OOHapy’>KEHbl KOMIUIEKCHI 3TUX KHCJIOT C LIMHKOM, KaJMHEM M HUKe-
nem (Zhang et al., 2001; Sarret et al., 2002). Tak, B IpUCyTCTBUHM LIMHKA
3aMETHO BO3pacTallo COJACp)KaHWE ManaTa B KOpHAX pacteHuid Thlaspi
ochroleucum (Shen et 1., 1997), npu nedCTBUM KaaMmus TOBBIIIAICS
YPOBEHb OKcajiaTa B KOpHAX A. thaliana (Sarret et al., 2002). CymecT-
ByeT MHEHHE, YTO MaJIaT SIBJIIETCSI OCHOBHBIM X€IaTOPOM LIMHKA y pac-
TEHHH, yCTOWIUBBIX K dToMy MeTauty (Mathys, 1977).
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HeoOxoammo TakXke OTMETHTh, YTO OPraHMYECKHe KHCIOTHI ydacT-
BYIOT B JIaJIbHEM TPAHCIOPTE MOHOB METAJUIOB 10 PACTEHHUIO, YTO BaXK-
HO AJIs1 BUIOB-TUTIepakkymynaTopos (Rauser, 1999).

[ToMuMO OpraHUYECKUX KHCIOT B CBSI3BIBAHHU TSDKEJIBIX METaJUIOB
Y4acTBYIOT © AMHHOKHCJIOTHI, B TIEPBYIO OYepellb, THCTUANH U HHUKO-
THHAMUH, KOMIIEKCHI KOTOPHIX C MOHAMH METaJUIOB OOHApy)KEHHI B
nutorazme (Hall, 2002; Haydon, Cobbett, 2007).

CunTarT, 9TO TUCTUANH — HanboJee BayKHAsI aMUHOKHUCIIOTA, y4acT-
BYyIOIIas B JETOKCUKAIIMHU TSHKEIIBIX METAJUIOB B KieTke. biaronaps Ha-
JMYUIO KapOOKCHIIBHBIX, aMUHO- M UMHI030JIbHBIX TPYII OH SIBJISIETCS
XeJIaTOpOM MHOTHX JBYX- M TPEXBaJCHTHBIX KaTHOHOB. Tak, oOHapy-
YKEHBI KOMIUIEKCHI TUCTUIMHA C HUKEJIEeM, IHHKOM, KaJIMUEM U JT0Ka3a-
HO €r0 Y4acTH€ B MOBBILICHUH YCTOWYMBOCTH K 3THM MeTajljlaM LIEJIOro
psina BumoB pactenuii (Salt et al., 1999; Callahan et al., 2006). Ognako
VMMEIOIINECS B HACTOAIIEE BPEMS IO 3TOMY BOIIPOCY JTaHHBIE KacaloTcs,
B OCHOBHOM, pacTEHUH-TUIEPAaKKyMyJATOpoB. Hampumep, mokazaHo
yBeJIMUEHHE COJep)KaHNe TMCTUIMHA B KJIETKAaX KOPHS TUIEPaKKyMYyJisi-
topa 1. caerulescens B IpUCyTCTBUU B CyOCTpaTe BHICOKMX KOHIICHTpPA-
U IUHKA, TPH 3TOM B IUTOILIA3ME KJIETOK 00HAPYKEHBI ZN-TUCTH -
HOBbIe KoMIUTeKcH (Salt at al., 1999). [lon BausHUEeM HUKENS Y YCTOM-
YUBBIX K HEMY BHJIOB-TUIIEPAKKYMYISATOPOB Alyssum lesbiacum wu
A. murate TPOUCXOTUIIO 3HAYUTEIHHOE YBEIMUEHUE COIECPKAHUS THUC-
TUAMHA B 1o0ere, KOTOpOe COMPOBOXKIAIOCH MOBBIIICHHEM B HEM KOH-
nenTparuu Metainia (Kramer et al., 1996). JlokazaHo, 4T0o CBS3bIBaHUE
HUKEIlSl C THCTUAMHOM SIBJISICTCS IPUYWHON ero 0oliee MHTCHCUBHOM 3a-
TPY3KH B KCHIEMy, B pe3yibrare yero Ni°™ B 3HAUHTEIBHBIX KOJTHYECT-
Bax IMOCTYIAET B HaJ3€MHbBIC OPTaHbl, TJC¢ U HAKAIUIMBAETCA B OCOOBIX
Bozo3amacaromux kierkax srmuaepmsl (Ceperun, 2009). Ha yuactue
TUCTUMHA B aJTbHEM TPAaHCIOPTE MOHOB METAJUIOB MO KCHUJIEME y BH-
JOB-TUTICPAKKYMYJIATOPOB YKa3aHO U B APYrux paboTax, 4To, M0 MHe-
HUIO UX aBTOPOB, UYPE3BBHIUYAHHO BAXHO IJISi METAIIOYCTOMYMBOCTH
3THX BUJOB, TIOCKOJIBKY, MTOCTYIAs B KJIETKH JINCTA B OOIBIIUX KOJIHYe-
CTBAX, TSOKEJbIE METaIbl MHAKTUBUPYIOTCS B (DYHKIIMOHATBHO HEak-
THUBHBIX OpraHax M TKaHAX, HAPUMEDP, B TPUXOMaX JIUCTHEB WITU B JIH-
nepmuce (Kramer et al., 1996; Morel et al., 2009).

B omiuune OT rUnepakkymyJdaTOpOB, Y pacTEHUU-HCKIIOYaTenen
MOBBIILICHUE COACPIKAHHUS FMCTUANHA OOHAPYKEHO B KOPHEBBIX IKCCY-
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JlaTax, 9TO CIIOCOOCTBYET CHIDKEHHIO MOTJIOIIEHHUS PANa TSDKEIBIX Me-
tajuo (Hall, 2002). Hanpumep, B KOPHEBBIX dKCCydaTaX pacTeHUI
A. montanum B IPUCYTCTBUU HUKEIS COAEP)KaHUE THCTHIUHA MOBbIIIA-
JIOCh TIO CpaBHEHHUIO ¢ KOHTposieM B 36 pa3 (Kridmer et al., 1996). Ilpu
MOCTYTUIEHUH TSKENBIX METAJUIOB (B YaCTHOCTH, HUKENS) B KJIETKH pac-
TEHUH YBENWYMBAETCS COJIEp)KaHHe THCTUANHA B IUTOIUIA3Me, IPHIEM
yYCTaHOBJICHA TpsiMasl KOPPEJSLHMOHHAS 3aBHCHMOCTh MEXKIY OOIINM
colep)kaHueM HUKENIs B OpraHax PacTeHH M ero KOIWYeCTBOM, CBS-
3aHHBIM ¢ TUcTUAMHOM (Tabn. 10). KpoMe TOro, BBISBICHO, UYTO y WC-
KIIoJaTenei, Takux Kak 1. arvense, orpaHMYeHa CIOCOOHOCTH K 3a-
rpy3Ke KOMIUIEKCA TUCTHIMHA C HUKEJEeM B KCHJIEMY, B TO BpeMs Kak
€ro TIOCTYIUIEHHE B BaKyOJb KJIIETOK KOPHS HE OTPaHHYEeHO, 4To 00y-
CJIOBJIMBAET 3aJCPKKY TOKCUYHBIX MOHOB B TKaHSIX KODHS U SIBJISETCS
B2)XHBIM MEXaHM3MOM UX AETOKCHKALlMH y 3THUX BUAOB pacteHuit (Ce-
perus, 2009).

Tabnuya 10. O01iee comepkaHUe HUKENS U KOJMYECTBO METaLIa,
CBSI3aHHOE C TUCTUAMHOM, B pacTeHusx Thlaspi arvense B 3aBUCUMOCTH
OT MPOJIOJDKUTEIBHOCTH MX 3KCIIO3UIMH Ha PACTBOPE C METAIIOM
(xoHIIEHTpanwsi HUKeIs B cpene pocta 10 MM) (o: Persans et al., 1999)

Oomiee copepkanue Ni, Conepxanue Ni%*, cBsizannoe ¢
DKCITO3UIUS MKM/T cyxoro Beca rECTUAMHOM, MKM/T cyXoro Beca
Kopens IMoGer Kopens IoGer
1 cyr 6.2 0.5 2.9 0.4
3cyr 10.6 2.3 3.9 1.0
5 cyt 13.0 2.4 4.3 1.2
7 cyt 14.8 33 6.1 1.3

[ToMUMO THCTHIMHA, KOMIUIEKCHI C TSDKEIBIMUA METaliaMH 00pasyeT
YW HUKOTMHAMHH. JTa aMHHOKHUCIIOTA, HE BXOJAIIAs B COCTaB OCIKOB,
uMmeeT 6 QYHKIMOHAIBHBIX TPYIII, YTO CIIOCOOCTBYET JIyUYIIeMY CBSI3bI-
BaHMIO MOHOB MetauioB (Mari et al., 2006; Haydon, Cobbett, 2007;
Rellan-Alvarez et al., 2008). KoMriekchl HEOGXOMMMBIX PACTEHHIO Ts-
JKEJBIX METAJUIOB, B YaCTHOCTH, JK€JIe3a, ME/IM U INHKA ¢ HUKOTHHAMH-
HOM OOHapy>KEeHbI B KCHJIEMHOM COKE M JIOKAa3aHO €ro y4acTHe B Jallb-
HEM TPaHCIIOPTE MOHOB ME/IU U ITMHKA 110 KCWIIeME, a xKee3a — 1o ¢io-
ame (Liao et al., 2000; Takahashi et al., 2003; Rellan-Alvarez et al.,
2008). ITomrmo 3TOTO MOKa3aHa €ro CIIOCOOHOCTH CBA3BIBATH TSKEIBIC
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METaJUIbl, HE SBISIONINECS MUKPOIJIEMEHTAaMH, HampuMmep, KaJaMui
(Trampczynska et el., 2010). YV pacrenuii cemeiictBa Poaceae HUKOTHH-
aMHH SIBJISIETCSI IPEIIECTBEHHUKOM (pUTOCHIEpPO(OPOB, KOTOPHIE yyacT-
BYIOT B X€JIaTUPOBAHUU HOHOB TSKEJIBIX METAJIOB B pu3ocdepe KOpHEH.

HuxotrnHamMuH 00pa3yercsi U3 METHOHHHA C ydacTHeM (epMeHTa HU-
koTrHamMuHCHHTa3bl (Higuchi et al., 1999). V nenoro psaa BUIOB pacTe-
HUH ObUTO OOHAPY)KEHO YBETHMUYEHHE SKCIPECCHH T'eHa 3Toro (epmeHTa
(NAS) o BIUSIHAEM TSKEITBIX METAIIOB, PUYEM YPOBEHB SKCIIPECCHU
KOPPECTIOHINPOBAJICA C MOBBIIIEHHEM HX METANIOyCTOMYHBOCTH. Tak, B
MPUCYTCTBUU BBHICOKMX KOHIIEHTPALMH IIMHKA B KOPHEOOMTAEMOW cpefie
sKcrpeccus reHa NAS Bo3pacTana B KOPHIX KaK yCTOWYHBOTO K METAJLTY
Buna A. halleri, KOTOpBIN SBISETCS THIEPAKKYMYJISATOPOM, TaK WU Y
A. thaliana, koTopblii He 001a1aeT TOBBIIIEHHOW YCTOMYMBOCTBIO K He-
My. OntHaKo Gosiee BHICOKHI YPOBEHb HAOIIONANCS Y TUIIEPAKKYMYJISTO-
pa (Weber et al., 2004). Kpome Toro, 6ojice CHIBHOE YBEIUICHUE YPOB-
Hs d9Kcnipeccnn reHa NASI y pactenuit 1. caerulescens 0 CpaBHEHHIO C
T. arvense B IPUCYTCTBUM HUKEISI COOTBETCTBOBAJIO M UX OoJiee BHICO-
Kol ycroitunBocTH kK 3ToMy Metasuty (Pianelli et al., 2005). B HacTosiee
BpeMsl TIpEJIIoNaraeTcsi BO3MOKHOCTh CO3JJaHUS TeHeTHUecKu Moudu-
LUPOBAaHHBIX PACTEHHI C MOBBIILICHHBIM YPOBHEM JKCIIPECCHU TeHa NAS,
KOTOpBIE HE SBIISIOTCS TUIEPAKKYMYJSITOpAaMH, HO HMMEIOT OOJBIIYIO
Onomaccy, B IelIsIX MX UCTIONb30BaHUs B (UTOpEMeIHAIiH TT0YB, 3arpsi3-
HEHHBIX TSKEITBIMU METaJTaMHU.

B 1ienom B MpUCYTCTBHH TSHKEIBIX METAJLIOB Y PACTCHUH YBEIMYH-
BaeTCsl Co/ep)KaHNEe OPraHUYEeCKHX KHUCIOT M aMHUHOKHCIIOT, KOTOPHIE
CBA3BIBAKOT MOHBI METAJIJIOB C O6paSOBaHI/IeM KOMIIJICKCOB, CHHXasl UX
TOKCHYECKOE JICHCTBHE U TEM CaMbIM CIOCOOCTBYs MOBBILIICHUIO Me-
Ta;ioyctodunBocTd. OAHAKO, KaK JOKa3aHO MHOTOYMCIICHHBIMU HC-
CJIeIOBaHUAMH, HanOoJIee BAXKHYIO POJIb B IETOKCUKAINH TSKENBIX Me-
TaJUIOB B KJIETKE WIPalOT HEMPOTEHHOBBIE THOJBI — TIIyTaTHOH U (PU-
TOXENaTHHBL. THOMNBI coaepkaT B CBOEH MOJEKyNe CyIb(TruApriIbHbIE
TPYNIbBl, HEMOCPEICTBEHHO CBS3aHHBIE C OPTaHUYECKUM PaJIUKaIoM
(R-SH), xotopsie 06ecrieanBarOT UX MOJIEKYJIaM BO3MOXHOCTH CBSI3bI-
BaTh KATUOHBI METAJIJIOB.

I'tyTaTHOH — HU3KOMOJIEKYJISIPHBINA TPUIIENITH] C BBICOKUM COJIEp-
kauueM cepsl (Seth et al., 2012). Monekyibl TIIyTaTHOHA 00OHAPYKCHBI
B KJIeTKax OOJIBIIMHCTBA >KUBBIX OPraHU3MOB, B TOM YHCJIE PACTCHUH.
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OyHKIMK TIyTaTHOHA B KIETOYHOM METaboIHM3Me MHOTOYHCIICHHEI.
OH sIBJISE€TCS OMHUM M3 HanbOoJjee 3(PGEKTUBHBIX HU3KOMOJICKYISPHBIX
AQHTHOKCHJAHTOB U 3aIIMIIACT KJIETKY OT MOBPEKAAIOLIETO ACUCTBUS
AKTUBHBIX ()OPM KHCIOPOAa, YUacTBYET B MOIACP)KAHMH BHYTPHKJIIE-
TOYHOTO OKHCIHTEIHHO-BOCCTAHOBUTEIHHOTO MTOTEHIMAIA U IIETIOCTHO-
cTi MeMOpaH, B CHTHAJIMHTE, SIBIISICTCS 3aIIACHOW U TPaHCHOPTHOMH (op-
MaMH Cepbl B KIJIETKE, y4acTBYET B JCTOKCHKALUN KCEHOOMOTHKOB, B
TIEPBYIO OYepeb TePOUIHIOB, B TSKEIBIX MeTauioB (Zhu et al., 1999;
Pietrini et al., 2003; Noctor et al., 2011). V pacTeHuii riyTaTHOH sBJIs-
eTcs  Takke  mpenmectBeHHHMKoOM — ¢uroxenarnHoB  (Cobbett,
Goldsbrough, 2002).

B HOpME TITyTaTHOHOBBIH My HA 95 % mpenacTaBiieH BOCCTaHOBIICH-
Hoit ¢popmoit (GSH) u mumb 5 % cocraBisieT ero okucieHHas Gopma
(GSSQG). bananc epMeHTaTUBHO CABMHYT B CTOPOHY BOCCTaHOBJICH-
HOU (OpPMBI 32 CUET aKTUBHOCTH ()epMEHTa TIyTaTHOHPEIYKTa3bl, JIO-
KaJH30BaHHOTO B IIUTO30JI€, TUNIACTUIAX, MUTOXOHJPHUSIX U MEPOKCHCO-
Mmax (Noctor et al., 2011). [Iyn BoccTaHOBIEHHOTO TITyTaTHOHA MOAIEP-
’KMBAETCsI B aKTUBHOM COCTOSIHUM MHOTHMU (hepMeHTaMU, TIPU CHIDKe-
Hun comepkannss GSH B HEONarompusATHBIX YCIIOBUSAX CPEIbl OallaHC
MoxeT cauratbesi B cropony GSSG, B pesynbrare 4ero (epMEHTH B
KJIETKE MOTYT TIePEXOJUTh B HEAKTUBHOE cOCTOsiHUE. OTHOILIEHHE BOC-
CTAHOBJICHHBIM/OKUCIICHHBIA TIIyTaTHOH SIBIISCTCS TaKXe OJHUM W3
Ba)XHEHIINX IAapaMEeTPOB, KOTOPHIA XapaKTepHU3yeT YPOBEHb OKHCIIH-
TEJILHOTO CTpecca y PacTeHUH MPH ASHCTBUH Pa3InYHBIX CTPECCOPOB, B
TOM YHCJIE TSDKEIBIX METAIJIOB.

CuHTE3 TIIyTaTHOHA B PACTUTENHHON KIIETKE IMPOMCXOAHT B XJIOPO-
miacrax u nuromiasMe (Mendoza-Coézatl et al., 2002; I'pumiko, Cermu-
KoB, 2012). CHHTE3UpYsICh MPEUMYIIECTBEHHO B JIUCTHSIX, OH IO COCY-
naMm (hJI03MBI B KCHIIEMBI TPAHCTIOPTUPYETCS B KJIIETKH KOPHS M TUIOIOB
(cemsn) (Gomez, Pallas, 2004).

Mornekyna rayTaTioHa CUHTe3upyercst u3 riayramata (Glu), uucren-
Ha (Cys) u riunuHa (Gly). TlepBas peakiusi CHHTE3a KaTalU3UPYETCs
dbepmenToM y-riryTamuiiucrenacuareraszoit (Y-GCS unmu y-ECS) ¢ 00-
pasoBanueM y-ryTamunuuctenHa (y-GC), Bropas — depMeHTOM
rryratuoncuaTeTazo (GS) ¢ obpazoBammem rTaytatnoHa (GSH)
(Vatamaniuk et al., 1999; Li et al., 2006; Mendoza-Cbzatl, Moreno-
Sanchez, 2006).
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y-Glu + Cys "9 | y-Glu-Cys + Gly — 5 y-Glu-Cys-Gly
(y-GC) (GSH)

BrIsSBICHO, UTO TIOBBIIICHNE aKTUBHOCTH (PEPMEHTOB CHHTE3a LIIy-
TaTHOHA KOPPENMPYET C YCHIEHNEM 3KCIIPECCHH COOTBETCTBYIOINX Te-
HOB y-GCS u GS, ipu 3TOM yBenmmuuBaetcs u konmmdectBo GSH B kiet-
kax (Xiang, Oliver, 1998; Li et al., 2006). 3amMeTHOE ycuIieHHEe OHOCHH-
Te3a TIIYTATHOHA TPH CTPECCOBBIX BO3ICHCTBHAX BO3MOXKHO TOJIEKO
MIpH YBETTMYEHUHU ypPOBHS dKcmpeccun obomx reHoB (Mendoza-Cozatl,
Moreno-Sanchez, 20006).

bnarogapsi cBoMM YHHKAIILHBIM OKHCIHTEIEHO-BOCCTAHOBUTEIBHBIM
Y HYKJICO(MIBHBIM CBOWCTBAM TIyTaTHOH UTPAeT OYE€Hb BAXKHYIO POJIb B
3alIUTe PACTUTEIBHBIX KJIETOK OT TOKCHYECKOTO JACHCTBUS TAKEIBIX Me-
tayuioB (Chen et al., 2010). Hanuune B ero monexyne SH-rpynmsl, KoTo-
pasi COIEep>KUT OCTATOK IMCTEHWHA, TaeT BO3MOKHOCThH CBSA3BIBATH KaTHO-
HBI TSDKEJIBIX METAJIOB, 00pa3ysl KOMIUIEKCHI, KOTOPBIE 3aTeM TPaHCIIOp-
THPYIOTCA B Bakyosd. B HacTosiee Bpemsl JOKa3aHO, 4TO 0Opa3oBaHUE
TaKOT0 KOMITJIEKCA M €r0 TPAHCIIOPT Yepe3 TOHOILIACT SIBIISETCS BAKHBIM
MEXaHN3MOM, OOECTIEUMBAIOIINM JETOKCHKAIIO TSDKENbIX METAIIOB B
knerkax pacrennid (Lux et al.,, 2011; Mendoza-Cozatl et al., 2011). B
¢dopmupoBannn Metanl-GSH xoMriuiekca yyactByeT (DepMeHT TiIyTaTH-
oH-S-tpancdepasa (GST), yBennyeHne akTHBHOCTH KOTOPOi 00HapyxkKe-
HO B MIPUCYTCTBUH LIENOTO psijia Tsokenbix Meramios (Cd, Pb, Cu, Hg, Co
u Zn). IIpu 3TOM moKa3aHO, 4TO MOBBILIEHHE YPOBHS 3KCIPECCHH I'eHa
GST B KJIeTKax pacTeHWH MPUBOANT K YBEIWYCHHIO KOJIMIECTBA CBSI3aH-
HBIX MOHOB METAJUIOB M CHOCOOCTBYET BO3PACTAHHUIO METAJIOYCTONYH-
BocTH pacteHuii (Semane et al., 2007).

C npyroii cToponsl, hopmupoBanue komiuiekcoB GSH ¢ meramiamu
MOYXET TIPHBOIUTH K 3aMETHOMY CHIDKEHHIO ITyJIa TITyTaTHOHA, YTO COMPO-
BOXIACTCSl YCHJICHHEM OKUCIMTEIBHOro crpecca. OmHAKO MPH OTCYTCT-
BUM CHIIBHBIX TOBpEXIeHNH B KieTke cuaTe3 GSH oTHOCHTENBEHO OBICTPO
3aIlyCKaeTcsl, BoccTaHaBuBast ero cozaepxanue (Haluskova et al., 2009).

K depmenTaM riyTaTHOHOBOTO IIMKJIA OTHOCHTCS M TITYyTaTHOHPEYK-
ta3a (GR), koTopast yuacTByeT B MpeBpaIleHUH OKHCIEHHOTO TITyTaTHO-
Ha (GSSG) B Boccranornenubiii (GSH) u crocoOcTBYeT BOCCTaHOBIIE-
HUIO HapymeHHoro oanmanca Mexxay GSH u GSSG (Stevens et al., 1997).
VYBenuyeHue aKTUBHOCTH 3TOTO ()epMEHTa, KaK IOJIararoT, CO31aeT BO3-
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MOKHOCTh 00pa30BaHMs KOMIUIEKCOB TIIyTaTHOHA C METAUIaMHU Jake
MpA O4YeHb BBICOKOM YpOBHE okucimrTenbHoro crpecca (Noctor et al.,
2002a) u sABASETCS OJHUM W3 BAKHBIX JIEMEHTOB 3aIUTHl PACTEHHHA OT
IeHCTBUS Tshkenblix MetawtoB (Mishra et al., 2006; Yannarelli et al.,
2007; Anjum et al., 2012). K npumepy, oOHapy>KeHO, YTO YCUICHUE aK-
TUBHOCTH 3TOTO ()epMEHTa y TEHETUYECKH MOIU(UIIMPOBAHHBIX pacTe-
HUi Tabaka B IPUCYTCTBUU KaJIMUS M HUKEIIS IPUBOJIIIO K YBEIIMICHUIO
¥X ycToWumBocTH K »TM Metamiam (Gratdo et al., 2008), a y puca —
BBICOKUM KOHIIeHTpalusiM cBuHIa (Verma, Dubey, 2003).

Cyzas mo nuTepaTypHBIM JIaHHBIM, XapakTep U3MEHEHHS COJEpiKa-
Hua GSH B kieTkax pacTeHUU MO BIUSHUEM TSHKENBIX METaIOB MO-
eT ObITh pa3HbiM (Tabi. 11). Ho, Ha Hain B3I, 3TO MPEXKIE BCETO
CBSI3aHO C Pa3IMYUSAMH B ITOCTAHOBKE W MPOBEJICHUY WCCIICIOBAHUN, B
YaCTHOCTH, C MCIIOJIb30BAHUEM Pa3HBIX METAIUIOB M X KOHIICHTpAIUH,
Pa3HBIMU SKCIIO3UIVSIME | T. 1. B KauecTBe mpuMepa MOXHO TPUBECTH
JaHHBIE O BIMAHUW Pa3HBIX KOHIEHTPAIHUN KaIMHsS U BPEMEHHU 3KCIIO-
3unuu Ha konmdyectBo GSH B KOpHSIX M JNUCTBAX pacteHuil Bacopa
monnieri (puc. 13) (Mishra et al., 2006). 3aMeTHOE BIUSHHE OKa3bIBACT
TaKke BUJ PaCTCHMM, MX BO3pacT, (paza pazBuTHus M Agaxke oprad. Ha-
MPUMeEp, Y Pa3HBIX TEHOTHUIIOB SYMEHS, HE3aBUCHMO OT UX YCTOHYMBO-
CTH K KaJIMUIO, B IPUCYTCTBUU MeTasia 0ojiee CUIbHOE CHUXKCHHE CO-
nepkanust GSH HaOMr01a10Ch B KOPHSX, [0 CPAaBHEHHIO CO CTEOISIMH U
muctesimu (Wu et al., 2004). ¥V 3Toro ke BHa pacTeHHI Hamu ObLIH
0oOHapyKeHBI 3aMETHBIC BO3pPACTHBIE paszinuuus B cojepxanuu GSH: y
3-AHEBHBIX POPOCTKOB MOCJe 4-CyTOYHOI SKCMO3UIIMK Ha PACTBOPE C
kaamueM konmumdectBo GSH B KiteTKax KOpHS Pe3KO CHIDKAIOCH, TOTIA
Kak y 7-AHEBHBIX, Ha000poT, yBenuuuBanoch (puc. 14). I[Ipu stom 6o-
Jiee B3POCIbIC PACTEHUS OKA3aJIMCh U 00JIee YCTOMYUBBIMU K STOMY Me-
tamry (Kasauna u mp., 2012).

O4eBUIHO, HA HAYAIBHBIX ATAlax BO3JECHCTBHS TSKEIBIX METAJLIOB
YpOBEHb TIyTaTHOHA B KJIETKAaX CHIXKACTCS, YTO CBS3aHO C €0 Pacxo-
JIOBaHWEM Ha 00pa30BaHHE KOMIUIEKCOB C TSDKEIBIMH METalIaMH U
cuHTe3 (PUTOXETATHHOB. B JanbHEWIeM ke y yCTOWIUBBIX pacTeHUH
COJICp)KaHUE TIIyTaTHOHA JIOBOJBHO OBICTPO IMOBBIIIACTCS BCICICTBUC
aKTHUBAIlMU €T0 CHHTE3a, TOT/a KaK Y HEYCTOWYHMBBIX Ha BOCCTaHOBIIE-
HHUE ero KoimuecTBa Tpedyercsi OONblIe BPEMEHH MM CHHTE3 MOXKET
BOOOIIIE HE 3aITyCKaThCS.

66



Tabauya 11. XapakTep W3MEHEHHS COJICP)KAHHS TIIyTaTHOHA B KIETKaxX
paCTeHHIA IO/ BIUSHUEM TSDKEIIBIX MeTauioB (11o: Anjum et al., 2012)

Me- Konuent- | Okcno- Bux Conepra-
pauus, | 3unws, Opran HcTtounuk
Tan pacteHust nue GSH
MKM CyT
cd™ 5 7  |Orysa Kopens Bospacraer |Hassan et al.,
sativa 2008
5 10 |Hordeum  |Kopeus, Bospacraer |Wu et al., 2004
vulgare cTe0enb, JIUCT
10 4 Triticum IIpopoctkn |Crmxkaercs |Lin et al., 2007
aestivum
45 10 [Pisum Kopens Bospacraer |Metwally et al.,
sativum 2005
50 7 Orysa sativa |Kopenb Bospacraer |Guo et al., 2007
cu* 50 7 |Arabidopsis |Jluct Bospacraer |Drazkiewicz et
thaliana al., 2003
100 12 |Brassica Kopens Cuamxaerca |Russo et al.,
napus 2008
100 12 |Brassica Jlucr Bospacraer |Russo et al.,
napus 2008
Hg** 10 4 |Medicago |Kopumn Camxaercst |Zhou et al.,
sativa 2009
30 7  |Medicago |IIpopoctku |Bospactaer |Ortega-
sativa Villasante et
al., 2005
Pb** 100 1 Pisum Kopuu Bospacraer |Malecka et al.,
sativum 2009
100 4 |Pisum Kopuu Camxaercst |Malecka et al.,
sativum 2009
n** 50 3 |Phaseolus |Ilpopoctku |Bospactaer |Cuypers etal.,
vulgaris 2001

CIopHBIM Ha CEeroJHS OCTaeTcsi BONPOC O TOM, MPHUBOIUT JIU BO3-
pacTaHre KOJIMYecTBa TIyTaTHOHA W MPEALIECTBYIOIIEE 3TOMY YBEIH-
YEHUE SKCIPECCHU T€HOB, YUACTBYIOIIMX B KOHTPOJIE €ro OMOCHHTE3a,
HaNpsMYIO K MOBBIIEHUIO YCTOHUYMBOCTH PACTEHUH K TSKEIIBIM METal-
nam. Tak, HanpuMep, y TpaHChOPMHUPOBAHHBIX pacTeHuil A. thaliana ¢
MOBBIIIIEHHBIM YPOBHEM dKcripeccur reHoB A!GS 1 AtGCS B npucyTcT-
BUM KaJMUsI OOHAPYKEHO YCHJIEHHE CHHTE3a TIyTaTHOHA, IPH 3TOM YC-
TOMYMBOCTh PacCTEHHMH K MeTajuly moBblmanack (Xiang et al., 2001).
Mytantable pacteHus Populus nigra co CBEpXIKCIPECCHEH TeHa
v-GCS okazanuch Oonee YCTOHUMBBIMH K KaIMHUIO 1O CPaBHEHHIO
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Puc. 13. Conepxanne GSH B nmucthsax (A) u xopusax (b) pacrenuit Bacopa
monnieri B 3aBUCUIMOCTH OT KOHIIGHTpAIIMU KaJMHsI B KOpHEOOUTaeMoil cpere
n skcno3unmy (no: Mishra et al., 2006):

1-2cyr,2—-4cyr;3—-7cyT

¢ nuxkuM trnoM (Ivanova et al., 2011). V pacrenuit Phleum pratense B
NPUCYTCTBUU KaaMusi M cBuHIA conxepxkanne GSH B kimeTkax KOpHS
YBEJIMYNBAIOCH TOJIBKO MPU JICHCTBUU KaJIMUs, TOT/Ia KaK y PacTCHUN
Elytrigia repens — TOIbKO B MPUCYTCTBUU CBUHIIA, YTO KOPPECIIOH M-
POBAJIOCH C YCTOMUMBOCTBHIO M3yYEHHBIX BHIIOB K 3TUM MeTamam (Kasz-
HUHA U 1p., 2014a). YcTOlUMBEIE K KaIMHIO T€HOTUIIBI TOPOXa MOCEB-
Horo (Metwally et al., 2005) u ycToW4YHMBBIE K LHMHKY I'€HOTHIIBI
Cajanus cajan (Garg, Kaur, 2013) umenu ropasno 0osnbliiee cofepkaHue
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600 | 600 Z
400 | 400 1

200 | 2 200

CopepxaHune GSH,
HMOJb/T CbIPOro Beca

KopeHb Nuer KopeHb Nuer
Puc. 14. Conepxanne GSH B KOpHE U JIUCTe PACTEHUM SUMEHS Pa3HOTO
BO3pacTa nocie 4-cyTo4HOM HKCHO3ULUH Ha pacTBope ¢ kaamueM (100 MxkM):

A — 3-1HeBHEIe pacTeHus + 4 cyT skcrosuuun ¢ Cd>'; B — 7-aHeBHbIe pacTenns + 4 cyT
2+
skcriosuimu ¢ Cd™'. / — koHTpoib; 2 — onbIT (Kasnuna u ap., 2012)

GSH B keTKaX KOpHS B IPUCYTCTBUU COOTBETCTBYIOIIMX TSDKEIIBIX Me-
TaIoB, 4YeM OoJiee YyBCTBUTENbHBIC TEHOTHUIBI. BMecTe ¢ TeM y My-
TAHTHBIX pacTeHuil A. thaliana c MOBBILICHHBIM YPOBHEM HKCIPECCUHU
rera y-GCS B MPHUCYTCTBUH PTYTH XOTS U HAOIIONANOCH YBEIWYCHUE
ypoBHsI GSH B Kj1eTKax, 0THAKO YCTOWYNBOCTh PACTEHUH MPU STOM HE
yBenuunBanack (Li et al., 2006), a B HEKOTOPBIX CIy4asx — yMEHbIIIa-
nach (Xiang et al., 2001). Beicokuii ypoBeHb 3kcnpeccuu rena y-GCS'y
pacTeHui TOMaTOB TaKXKe He TPUBOJIII K BO3PACTAHUIO UX YCTONUUBO-
ctu k kaamuro (Goldsbrough, 1998). A B akcnepumenTtax JIu ¢ coasr.
(Li et al., 2004) noBeimenHas sxcnpeccus rera y-GCS 'y TpaHCTEHHBIX
JUHAK apaOuIoncuca KOPPEeCIOHANPOBAIACH JaXe CO CBEPXUYBCTBH-
TEJBHOCTBIO K KaJMHUIO, HECMOTPS Ha BBICOKOE COJIEP)KaHHE B KIIETKax
GSH. Tonaratot, 4To Takue pa3uyus B pe3ybTaTaXx MOTYT OBITh CBS-
3aHBl KaK C OMOJOTMYECKHMMH OCOOEHHOCTSAMH BUAOB, Pa3IHMYHBIMH
KOHIICHTPAIUSAMH TSKETBIX METAIIOB M MPOJIOJDKUTENLHOCTHIO SKCIIO-
3HIUH, UCIIOJIb3YEMbIMU B OIBITaX, TaK U C Pa3HBIMH OOBEKTaMH, BbI-
OpaHHBIMU JIJIS1 TPAHCPOPMAIIMU PACTECHUM.

Heo0xomumo Takxe MOAYEPKHYTH, YTO B LIEJIOM psijie HCCIeN0Ba-
HUIl OOHapyKeHa MpsiMasi 3aBUCHMOCTb MEXJY COJepKaHHEeM TITyTa-
THOHA B KIIETKaX M KOJIMYECTBOM TOKCUYHBIX MOHOB B OpPraHax pacre-
Hu#t (Ceimukos, 2002; Maier et al., 2003; Tausz et al., 2004; Ogawa et
al., 2011 u nmp.). Ha ocHOBaHWM 3TOTO MpeTaracTcsl Ma)xe HCIOJIb30-
BaTh TaKo# Mmoka3zarenb, kak konndectBo GSH, B kauecTBe WHANKAaTOpA
CTETICHH TOKCHYHOCTH PA3HBIX KOHIIEHTPAIIUI TSIKEIIBIX METAJUIOB JIJIs
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pacrenuii (Garg, Kaur, 2013). OnHako B paboTax Apyrux aBTOPOB Ta-
Kasi 3aBUCMMOCTh HE BBIsIBIIeHa. Hampumep, y TEeHOTHIIOB ropoxa ¢ BBI-
cokuM coaepxkanueM GSH B kieTkax KOpHS MpU JNEUCTBUU KaaMUS
KOHIICHTpAIlMs MeTajlla B KOPHE OKa3ajlach ropasio HUXKeE, 4eM y T'eHO-
THIIOB ¢ HU3KKUM ero coaepxanneM (Metwally et al., 2005). V pacrenuit
SYMEHsI, HAXOIUBIIHMXCS Ha Oosee paHHHX (Da3ax pasBUTHS, COAEpKa-
HUE KaJIMUS B KOPHSAX OBLJIO TOPa3/I0 MEHBIIE, YeM y PacTeHUl, HaXo-
Iamxcst Ha Oosee mo3aHMX ¢azax pa3BHTHsI, Toraa Kak ypoBenb GSH
B KJIETKAaX KOPHS TOCIAEAHMX OBLT mouTd B 2 pasa Bhime (KasHwHa u
ap., 2012).

B nienom, HECMOTpS Ha CYIIECTBOBAHUE OMPEICICHHBIX Pa3INinil B
pe3ynapTaTax HCCIIEJIOBAaHWH, MOXKHO YBEPEHHO TOBOPUTH O TOM, YTO
DIYyTaTHOH M (DEPMEHTHI TIYTATHOHOBOTO IIMKIIA WUT'PAIOT 3HAYUTEIIb-
HYIO POJIb B MEXaHU3MaX JICTOKCHKAIUH TSDKEIIBIX METAJUIOB B KIIETKE
pacreHuii, obecrieunBasi CBs3bIBaHUE TOKCUYHBIX HOHOB. BaxkHas poib
TIIyTaTHOHA OMPEIENAETCS] TaKXKe ero ydacTheM B CHHTe3e (huToxelna-
THHOB.

dutoxenatubl (PX) — ceMeHCTBO HU3KOMOJICKYJISIPHBIX TEITH-
JIOB, COCTOSIIIIUX M3 JTUHEWHBIX IIENENH OCTATKOB IITyTAMHUHOBOW KHUCIIO-
Thl U [ACTEMHA M CIOCOOHBIX Onaronaps Hamuuuio SH-Tpymnm cBsS3bI-
Bath Tsokenble Metamwiel (Grill et al., 1985; Reddy, Prasad, 1992;
Rauser, 1995; Souza, Rauser, 2003).

Brepeeie ®X ObUTM HACHTU(PHUIIMPOBAHBI B JCISANIUXCS KIIETKAX
npoxokert Schizosaccharomyces poble B mpucyTCTBUYM KaaMUs U ObLTH
Ha3BaHbl kagucTuHamu (Murasugi et al., 1981). ¥V Beicmux pacTeHUit
oHM ObUTH 0OHapyxeHsl B 1980 r. mpHu M3y4eHHUH YCTOWYIHMBBIX K MEIU
pacrenuiit Agrostis (Rauser, Curvetto, 1980) 1 ycTOHYHMBBIX K KaJIMHUIO
pacrenuii 600oB (Weigel, Jager, 1980). ABTOpHI MPOBETU aHAIOTHUIO
MEXJIy U3BECTHBIMU K TOMY BPEMEHH O€JIKaMH, CBA3BIBAIOIIMMH TSDKE-
JIBIC METAJIIBI B KJIETKAX )KUBOTHBIX, — METAIUDIOTHOHEHHAMH — U Ha3Ba-
mu oTkpbIThie entusl 111 k1accom mMeTamnoTHoHenHOB. OTHAKO BBI-
SIBUTh MX Y KUBOTHBIX He ynainochk (Cobbett, 1999). B HacTosiee Bpe-
M$ 9TH THOJIBI OoJiee u3BecTHH Kak PX. MHOTOYHCICHHBIMH IKCIIEPH-
MEHTaMH JI0Ka3aHa UX BaXKHAs POJIb B CBSI3IBAHUU MOHOB TSDKEIBIX Me-
tasuioB B nuroruiazme (Cobbett, 2000; Ceperun, 2001; Nakazawa et al.,
2002; Clemens et al., 2003 u ap.). [Ipu 3TOM cuuTaeTCs, YTO BCE BBIC-
IIMe pacTeHUs CIIOCOOHBI K cuHTE3y DX.
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®X He ABNAOTCS TEHHBIMH TPOJAYKTAMH M CHHTE3UPYIOTCS U3 TIIyTa-
tuoHa (Reese, Wagner, 1987; Grill et al., 1989; Rauser, 1999; Nakazawa
et al., 2002; Heiss et al., 2003). Mx ocHoBHas dopmyna [y-Imy-Lluc]—
'y, toe n = 2—11 (Grill et al., 1985; Steffens, 1990). Bmecte ¢ Tem y Mo-
JICKYJIBI UMEIOTCS Pa3IMYHbIC CTPYKTYPHBIC BapUallly, KOTOPBIE MO3BO-
nsioT oTHecTH P X K pasHeIM cemeticTBaMm (Tadi. 12). Hampumep, C-tep-
MUHAJIBHBIN TJIMIIMH MOXKET ObITh 3aMEHEH Ha [-ajlaHuH (roModuTOXEeIa-
THHBI), CEPHH (OKCUMETHI(PHUTOXENATHHBI), TyTaMUH WA TCPMUHATbHAS
aMHUHOKHCIIOTa MOXKET BooOIIEe 0TCyTCTBOBaTh. DX ¢ C-TepMUHAIEHBIMU
B-Ana, I'my u Cep otHocsaT Kk m3oduroxenarudam (Rauser, 1995). Bos-
MOYKHO, YTO OTMCUCHHBIC U3MCHCHHS XapaKTCPHBI Ui OTICIBHBIX Ce-
MeHCTB BBICIINX pacTeHuil. Hampumep, okcumernnduToxeaaTuabl 00Ha-
pyxeHsl y HekoTophix 311akoB (Klapheck et al., 1994), romoduToxenaru-
Hbl — y 0000BbIX (Grill et al., 1989). ®X, umeroriue Ha C-TepMHHAIILHOM
KOHIIC MOJICKYJIbI TJIYTAMHH, BBISBICHBI TOJBKO B KOPHSAX KYKYpPY3bI
(Rauser, Meuwly, 1995), a He comepkaiiue aMUHOKHCIOTY — BBLIEICHBI
13 KopHel m moOeroB mmeHubl U pxu (Wojcik, Tukiendorf, 1999), a
Taroke U3 KopHer Rauvolfia serpentina (Grill et al., 1985).

Tabnuya 12. CemeiictBa [y-Imy-Lluc]-nentunos, y4acTByIOIINX
B JICTOKCUKALIMHN TSDKEJIBIX METAJJIOB B KJICTKaX BBICIINX PaCTCHUH
(mo: Rauser, 1995; Buchanan et al., 2000; Inouhe, 2005)

Tun PacturenbHble
Dopmyna IIpenmecTBeHHUK
(duTOXENATHHOB 00BEKTHI
@DuroxenaTHHbI [y-Tny-Luc],-Tnu | Liryratnon Bce BeIcIIME

pacTeHus, BOIOPOCIH
TFomoduroxenaruns! | [y-Iimy-Iuc],-Ana | Tomornyratuon | Pactenus u3
cemelictea bo6oBbIX

Oxcumetunguro- [y-Tny-Luc],-Cep | Mmopoxcumernn- | Pacrenus u3
XEIIaTHHBI IJIyTaTHOH ceMelcTBa 371aKOBbIX
@DuroxenaTuHbI ¢ [y-Tmy-Luc], Hewussecren [Nmennna, poxs,
OTCYTCTBHEM KyKypy3a

IIULIHA

Hso¢puroxenatunsl ¢ | [y-Iiny-Luc],-Tay | Dnyravummerens- | Kykypysa
IJIyTAMHHOM riIyTamar

Cunre3 ®X wHAYUMpYyETCS MOHAMHU PAa3IMYHBIX TSHKETBIX MeTall-
JIOB, YTO CBUAETEIBCTBYET O HECHEeNH(PHUIHOCTH 3TOTO MeXaHH3Ma
JIETOKCHKAIMA. B 49acTHOCTH, WHIYKTOpaMH WX OOpa30BaHUS MOTYT
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seictynats Cd>", Cu®’, Hg*", Pb*", Zn*'u ap. (Schat et al., 2002; Stolt et
al., 2003). Haubomnee sdpdpexrusunr B srom miane Cd*" u Hg™" (Souza,
Rauser, 2003; Wojcik, Tukiendorf, 2005). meroTcs naHHBIE O TOM,
YTO WOHBEI CBUHIIA XOTS M aKTUBHUPYIOT cuHTe3 PX, HO KOMILIEKCOB C
HuMH He 00paszyroT (Leopold et al., 1999). He unnynupyroT oO6pazoBa-
uus X takue metamibl, kak Cr, Mo, Ni u V (Grill et al., 1987; Schat
et al., 2002).

HNudopmarus o cuateze @X U3 rimyratnoHa BriepBbie Oblia omy0-
JWKOBaHa B paboTax ABYX TPYMI HCCIIeA0BaTENeH, H3ydaromux pas3-
Hble OOBEKTHI: KieTKu napoxokei (S. pombe) (Kondo et al., 1983,
1984) u kynbTypy kaetok R. serpentina (Grill et al., 1985). B gact-
HoctH, I'pumn ¢ coast. (Grill et al., 1985) oOHapyxuin, 4TO MOCIE
noOaBJIeHHUs] KaIMHUS B CPEAy BBIpAlllMBaHUS B KJIETKAaX PacTCHUH
MPOUCXOANT OBICTPOE YMEHBIIICHUE KOHIICHTPAIUU TIyTaTHOHA, TIPU
aToM cuHTe3 O X OCcyIIecTBIseTCs TOBOIBLHO OBICTPO, 0€3 KaKOTO-JTH-
00 nar-nepuoja. [lo3aHee B ompITax ¢ KyJIbTYypOHW KIETOK MOPKOBU
OBLJIO TIOKA3aHO, YTO INEPBUYHBIC MPOAYKTHI cuHTe3a DX [y-I'ny-
Huc],-I'mu BBIABISAIOTCS MeHee yeM 3a 30 MHH mocje Jo0aBicHUS B
cpeny noHoB kanmus (Sanita di Toppi et al., 1998). DT skcnepu-
MEHTBI TOBOPSAT O TOM, YTO ()EPMEHTHI, OTBETCTBEHHBIC 3a CHUHTE3
®X, yxKe IpUCYTCTBYIOT B KJIETKE JI0 Hayajla CTPECCOBOr0 BO3JAEHCT-
Bus (Crimukos, 2007).

B 1989 r. 6but0 ycranosneno (Grill et al., 1989), uro oOpa3oBaHue
@®X OpoUCXOAUT IMyTEM YAJIMHEHUS NENTUAHOW LENU INIyTaTUOHA C
ydactueM (pepMeHTa Y-TITyTaMIIIUCTCHHUI-IUIICTITH I TPAHCIICITH-
nasel uin puroxenaruacuHTassl (PCS):

PCS
GSH ——— X
TM2+

PCS — KOHCTHTYTHBHBIN (hepMEHT, MOJIEKyJla KOTOPOTO SIBIISICTCS
JUMEPOM U COCTOMT U3 ABYX cyOwmeaunun (Vatamaniuk et al., 2000;
Maier et al., 2003). Panee monaranu, 4To akTHBAIHsS MOJCKYJIBI (ep-
MEHTa MPOMCXOAMUT BCJIEACTBHE B3aWMOJCHCTBUS MOHA MeTaia C Oc-
TaTKaMH [HCTCWHA W THCTHIWHA B Moiiekyie ¢epmenra (Ha et al.,
1999). Ilpu 3ToM Haubojee CHILHBIMH aKTUBAaTOPaMHU Y BCEX BHJIOB
pacTeHUH SBISIOTCS KaIMUH U PTYTh, a Jajiee M0 CIIOCOOHOCTH K aKTH-
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Bau (pepMeHTa METAIIIBI MOTYT PACIONaraThcsi B 3aBUCUMOCTH OT BU-
Jla pacTeHuil mo-pasHomy (tabm. 13). Ognako Oojiee MO3AHUE UCCIIEI0-
BaHMsI MOKA3bIBAIOT, YTO PEUICHHE BOMPOCA O MECXAHW3ME aKTHBAI[UH
cunte3a PCS He ctonbs ogHo3HauHOo. B 0030pe Kiemenca (Clemens,
2006a) mpencTaBiIcHB Ba BO3MOKHBIX BapWaHTa aKTHUBAIUH: 1) oc-
HOBHBIM aKTUBaTOPOM CHHTe3a ()epMEHTa SIBIISICTCS HE CaM MOH MeTall-
na, a ero komiuieke ¢ GSH unu ¢ uroxenarnnamu (Vatamaniuk et al.,
2004); 2) cybcTpaToM IS aKTHBAIMHA CITY>KHT KOMIUIEKC METaia ¢
GSH, a woH MeTaIa aKTUBUPYET CHHTE3 (PEPMEHTA, SIBIBIICH YacCThIO
atoro cyoctpara (Cobbett, Goldsbrough, 2002; Nies, 2003).

Tabauya 13. CnocOOHOCTh HOHOB TSKEIIBIX METAJIIOB K aKTHBAIIMH
(bHUTOXEeNaTHHCHHTA3bI y PA3HBIX BU/IOB PACTCHUIT
(mo: Ceperun, 2001; Shaw et al., 2006)

Bun pacrenust HoHbl TsKENbIX METAJUIOB HcTounnk
Lycopersicon esculentum | Cd*" > Ag™ > Cu> > Au" > Zn” > | Chen et al., 1997
FeZ+ > Hg2+ _ Pb2+

Rauvolfia serpentina Hg’* > Cd* =Fe*" > Cu*> Au"> |Grill et al., 1987
Pb2+ _ Zn2+

Rubia tinctorum Hg>*> Cd*" > Cu®* >Pb* >Zn*" | Maitani et al., 1996

Silene cucubalus Cd* > Ag">Pb* > 7Zn*" > Cu* > |Grill et al., 1989
Au”

B pabote Kob6erra (Cobbett, 1999) npencraBnena rurnoreTuyecKast
Mozeiab ¢GyHkuuoHupoBanus PCS B mpucyrcTBuu kaamus (puc. 15).
C-TepMUHAIBHBIN TOMEH MOJIEKYJIBI IEHCTBYET KaK JIOKAJIBLHBIN CEHCOP
noHOB MeTayuta. OCTaTKH LMCTEWHA CBA3BIBAIOT MOHBI KaIMHUsI, IEPEHO-
¢ ux Ha N-TepMHUHAIBHBIA TOMEH, KOTOPHIH 00JagaeT KaTaauThde-
CKOM aKTUBHOCTHIO. AKTHBaIMs N-TepPMUHAILHOTO JOMEHA KaTalu3u-
pyeT peakuuio B3auMojeicTBus 4actu Moiekyiasl GSH (a mmeHHO,
v-I'my-Lluc) ¢ apyroi mosnexymnoit GSH wnimu yxe CHHTe3UpOBaHHON MO-
nexyinon ®X;, c obpazoBanreM DX, .

N3BectHO, uTo cuHTe3 DX peryiaupyercs Ha yYpOBHE SKCIIPECCUU
TeHOB, KOAMPYIOMUX (epMEHTHI CHHTE3a TIyTaTHOHA, a TAaKXKE TCHOB,
koaupytomux PCS. Ilepsonauansao renst PCS 6butn uaeHTudUIMpO-
BaHbl B 1995 1. y pactennit apabunoncuca (Howden et al., 1995), xo-
raa OpII0 OOHApPYKEHO, YTO MYTaHTHBIC pacTeHus A. thaliana ¢ ot-
cyrctBueM reHa AtPCS (cad 1), BeIpallieHHbIE Ha TTUTATEIBHON cpefie
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¢ KagMueM, UMeIoT BeICOKu# ypoBeHb GSH n Huzkuit — ®X (1o cpas-
HEHUIO C JINKUM THIIOM) M TIPH 3TOM XapaKTepPU3YIOTCS MOBBIIIEHHOMN
YYBCTBUTEIBHOCTHIO K METaJLTy. BriepBbIe e ATH TeHBI OBUIH BBIJC-
JICHBI B KOHIIC MPOILIOTO BEKa HE3aBUCUMO TPEMs Pa3HBIMH TpYIIa-
mu yueHsxX (Clemens et al., 1999; Ha et al., 1999; Vatamaniuk et al.,
1999), koTOphIC MOKa3add, YTO YBEIMYCHHE YPOBHS DKCIPECCHUU Te-
HOB AtPCSI n TaPCS1 y pactenuii A. thaliana n neHnuBl Koppec-
MOHIUPOBAIOCH C AKTUBHBIM CHHTE30M (PUTOXEIATHHOB B KIETKaX
S. pombe. B nactosmee Bpemsi TeH PCS/ BBIABICH y MHOTHUX BHIOB
BBICIINX PACTCHHIA.

[v-Tmy-Iuc 3-Tnm

N-TepMUHATLHBIH
JIOMEH

[-Tmy-Iuc|,-T'nn

+

v-I'ny-Tuc—I "

C-TepMIHATHHBIH
IOMeH

cdr

Puc. 15. Tunoretndeckas Moaelb (HyHKINOHUPOBAHUS (UTOXEITATUHCHHTA3EI.
I — ocraTku nucTenHa, CBsA3bIBarOIIKe HOHBI KaaMus (1mo: Cobbett, 1999)
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Bonbiioil uHTEpEC MpeACTaBISAIOT pe3yabTaThl UCCIIEIOBAaHUH, B KO-
TOphIX B reHoMme A. thaliana (AtPCS2) 6bin oOHapysxeH BTopoit ren PCS,
He SIBJLSIIOLLHICS pe3ynbTaToM ayOnukanmu rena AtPCSI. [peanonoxu-
TENBHO OH TaK Xke, Kak U AtPCS1, akcrpeccupyeTcsl BO BceX KIETKax U
koaupyet PCS (Cazale, Clemens, 2001). Ho ypoBeHs ero skcnpeccuu B
OOJIBIIIMHCTBE TKaHel ropasfgo Hiwke, ueM AtPCSI (Cobbett,
Goldsbrough, 2002). Ananoru4ssle JaHHBIC MOMYYEHBl U HA PACTEHHSX
puca, 0THaKO HE0OXOAUMOCTh (DYHKIIMOHHPOBAHUS JBYX T€HOB Y pacTe-
HUit B HacTosIee BpeMs He nokasaHa (Clemens, 2006a).

Ha ceromusimauii 1eHb yCTaHOBIICHO, YTO B MPUCYTCTBUU LEJIOTO Psi-
Jla TSDKENBIX METAJUIOB YpOBEHb 3Kcipeccuu reHoB PCSI u PCS2 Bo3-
pacTaeT KaKk B KOPHAX, TaK U B JINCThSIX PACTEHHUH, YTO MPUBOJUT K yBE-
JTMYEHUIO coiepkanus B kieTkax @X. Bmecte ¢ Tem maneko He Bcerna
MIOBBILIEHHE YPOBHS SKCIPECCHH T€HOB U YBEIWYCHHE KOIUYECTBA ITHUX
THOJIOB TPUBOAWT K BO3PACTAHHIO METAIOYCTOWYHBOCTH PACTEHHUIN
(Pomponi et al., 2006). B HeKoTOpBIX caydasx HaOIrOmaeTCs dake 00-
patHbIi 3 ()eKT — MOBBILICHNE YyCTBUTEIFHOCTU PACTEHUH K METaJlIaM
(Lee et al., 2003b). Uto kacaeTcss KOHKPETHOTO MeXaHHu3Ma yqacTust OX
B YCTOMYMBOCTH PACTEHUH K TSDKEIBIM METaIIaM, TO JIOKa3aHO, YTO HX
OCHOBHasI POJIb 3aKJIFOYACTCS B CBA3BIBAHMM TOKCHYHBIX HOHOB B KJIETKE,
00pa30BaHUU C HUMU KOMIUIEKCOB IO THITYy X€JIaTOB M AaJbHEHIIEM HX
TpaHcropTe B Bakyoib. B 1991 r. Hemenkumu yuenbmu (Strasdeit et al.,
1991) Obuia mpemiokeHa CTPYKTypHash MOJENb KOMIUIEKCA KaaMHs C
®X, BBIICACHHOTO M3 KYJIBTYPHI KICTOK R. serpentina (puc. 16), u3 ko-
TOpPOU CIIEAYET, 9TO aTOM KaJMHUS HaXOIWTCS B HEMTOCPEICTBEHHOM OK-
PYXEHUH YETBIPEX aTOMOB CEpPbI, MPHHAIISKAIINX [IUCTENHOBBIM OCTaT-
kaM (1o: Cermukos, 2007).

[ocnenyromme uccnenoBaHus MOKA3alM, YTO Oiaronaps HaIHYHIO
UC-THOJIOBBIX Tpynmn PX B muTOMIa3Me KIETOK 00pa3yloT ¢ MOHAMHU
TSOKETIBIX METaJUIOB (B YAaCTHOCTH, C KaJMHEM) HH3KOMOJIEKYJISIpHBIE
komiiekcsl (LMW), KoTOpble 3aTeM TPaHCIOPTUPYIOTCS B BaKyoJlb,
TJIe TIPH B3aHUMO/JICHCTBUY € CYJIb(QUA-HOHOM (OPMHPYIOTCS] BEICOKOMO-
nekysspabie kKomiuiekcsl (HMW), obecrnieunBaromiyie MaKCHMAJIBHYIO
neTokcukamnuio Metaiuia (Sanitd di Toppi, Gabbrielli, 1999; Clemens,
Simm, 2003) (puc. 17). [Ipu OTHOCHTEIILHO HEBBICOKUX KOHIICHTPAIUSIX
KaJMHsI B KJIETKE 00pasyrorcss Toabko LM W-KOMIUTIEKCHI, TIPU YBEIH-
YEHUH KOHIIEHTPAI[H MeTajljla B KOPHEOOUTAeMOH cpelie KOJIMYECTBO
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Puc. 16. Ctpykrypaas moaens komiuiekca Cd;(DX3),, BeIIEIEHHOTO U3

KyJbTYPBl KIETOK Rauvolfia serpentina. ® — KapOOKCHIBHBIC TPYIIIIbI
(mmo: Strasdeit et al., 1991)

\Cd
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MOHOB, cBA3aHHBIX LMW- 1 HMW-kommiiekcaMu, MpakTHYECKH paB-
HO, a IIPU BBICOKUX KOHLIEHTpAIMAX MeTajlja B €ro JeTOKCUKALUU yJa-
cTBYyI0T B ocHOBHOM HMW-KkomIutekcs (puc. 18).

GSH CynbpuHAT ITHCTEHHA
Cdil PCS l
PC oyabdun-HoH (S7)

CdLl

LMW PC- Cd 6aKYOML cympdu-HoH (S7)
KOMIIJICKC LMW PC- Cd2+ \1‘
HMW PC-CdS
YUMONRAZMA

Puc. 17. Cxema mporiecca JEeTOKCUKAIIMKA KaaMus (GUTOXCIATHHAMYU B KIICTKE
pacTeHuil:

GSH - BoccraHoBnennbiii riyratuod; PC — d¢uroxenarunsr; PCS — ¢uroxe-
natuHcuHTasa; LMW PC-Cd** 1 HMW PC-CdS — HE3KOMOIEKYJIAPHBIE H BBICOKO-

MOJICKYJIIpHbIE KOMIUIEKChl (UTOXenaTHHOB ¢ wnoHaMu Kammusi (mo: Cobbett,
Goldsbrough, 2002)
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Puc. 18, KommaectBo Cd** B  Hmskomomekymsipebix (LMW) u
BbICOKOMOJEKYIsIpHBIX (HMW) xommiekcax u ero ofriee conepkanue (X) B
KOpHSIX pPAacTeHWi puca, BblpalniuBaeMblX B TedeHue 10 cyT mpu pasHbIX
KOHLIEHTpALMIX MeTajuia B pactBope (no: Dendena, 2011):

A-0.01 mxM; b -0.1 MmxM; B — 1 MM

OOGHapyXEHO TAaKKE, UTO YBEIWICHUE YHCIIa THOJIOBBIX TPYII B MO-
JIEKyJIe YBEIMYMBACT €€ CBSA3BIBAIOIIYIO CIIOCOOHOCTH, T. €. YUCIO HO-
HOB METaJUIOB, KOTOPBIC MOTYT OBITh CBS3aHBI OIHOW MOJIEKYJION
(Chekmeneva et al., 2011). Kpome Toro, ¢ yBeIn4eHUEM AJIUHBI LEHOY-
KM MOJICKYJIBI BO3pacTaeT U CTa0WIbHOCTh Kominiekca Me-DX,. IIpo-
MCXOJHMT JIU 3aTeM paciiaj] KOMIUICKCOB U BO3MOXKHO JIH BTOPHYHOE HC-
monp3oBanne DX, TMOCTYNMMBIIMX B BakKyoJlb, IIOKa HESICHO.
TeM He MeHEe eCTh MPEAITOIOKEHUE, UTO TTOCJIC TOI0 KaK MOHBI METal-
JIOB, HAIIpUMeEP KaJMHsl, OCBOOOKIArOTCS 13 Komiuiekca ¢ X B Bakyo-
JISTX KIIETOK, CAMH THOJIBI TIOABEPTAIOTCS THIPOIU3Y HIIH MOTYT BO3Bpa-
marbes o0patHo B nuromiasmy (Sanita di Toppi, Gabbrielli, 1999).
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Heonmxo3HauHBl Takxke pe3yabTaThl MCCIEIOBAHHUM, HANPaBICHHBIX
Ha W3yYeHHE 3aBHCHUMOCTH MEXAy KoimmdecTBOM DX 1 UX KOMILIEKCOB
U YPOBHEM METAJFIOyCTOMYMBOCTH pacTeHui. B nenom psae uccineno-
BaHWH MMOKa3aHO, YTO PACTCHUsS (BHIbI, SKOTUIIBI, TE€HOTHUIIBI, KJIETOY-
HbI€ TMHUH) C BBICOKUM ypoBHeM cuHTe3a DX B KileTKax 00amaroT ro-
pa3mo 60bIIeii yCTOMYUBOCTBIO K TSKEIBIM METAJIaM, YeM ¢ HU3KUM
ypoBHeM 31ux THONOB (Cobbett, 2000; Clemens, 2006a; Wawrzynski et
al., 2006). B To ke Bpemst UMEIOTCS pabOTHI, B KOTOPBIX [TOI00HAs 3a-
BHUCUMOCTD He BoIsBiicHa (Schat, Kalff, 1992; Ebbs et al., 2002; Hassan,
Aarts, 2011). Ilo Bceli BunumocTtn, X CHHTE3UPYIOTCS KaK y YCTOHIH-
BBIX, TAaK ¥ Y YyYBCTBUTEILHBIX K TSHKEIBIM METaJlIaM PacTCHUH (BHIIOB,
9KOTHIIOB, TEHOTHUIIOB, KJIETOYHBIX JIMHUHN), a PaziIudus MEXIy HUMH
HaOJIONAIOTCS MPEeXKJe BCEro B CKOPOCTH MX CHHTE3a U 00pa3oBaHMs
komiuiekcoB Me-®D X, (Delhaize et al., 1989; De Knecht et al., 1994).

B nenom ananu3 auteparypsl MO3BOJSET CAETATh BBIBOA O TOM, YTO
cuHTe3 X B pacTeHUSIX B OTBET HA JEHCTBUE TSDKENIBIX METAJUIOB SIB-
JISIETCS OAHUM W3 HauOoJiee BAXXHBIX MEXaHHU3MOB UX JETOKCHUKAIUU B
KJIEeTKax. Y pacreHui-uckioyaresneil ocHoBHoe yyactue @X B meran-
JIOYCTOWYHMBOCTH, MO-BUIUMOMY, 3aKJIIOYAETCS B MPEUMYIIECTBEHHOM
CBSI3BIBAHUM TOKCUYHBIX MOHOB B KJIETKAaX KOPHS, YTO MPEIOTBpAIacT
UX TepeMelIeHHe B HaJ3eMHbIe OpraHbl. BMecTe ¢ TeM BBICOKOE CO-
nepkanne @X He SABISETCS CTPOro 00s3aTETHHBIM M HEOOXOIUMBIM
YCIIOBHEM JOCTHIKCHHUSI BBICOKOTO YPOBHSI YCTOMUMBOCTH PacTEHUH K
TSDKEJIBIM MeTajuiaM. He MCKiIroueHo, 4To B 3aBHCUMOCTH OT BUAOBOM
MPUHAAJIE)KHOCTH W KOHKPETHOH CHUTyallld, B KOTOPOW HAXOIATCA
pacTeHusi, OCHOBHYIO POJIb B HX METaNIOYCTOWYMBOCTH MOTYT OpaTh
Ha ce0s pa3Hble MEXaHU3MBbI, YTO, OUEBHIHO, U 0OecreurnBaeT pacTe-
HUSIM IIMPOKHE aJalTUBHBIE BO3MOXXHOCTH, MO3BOJIAIONINE UM IIPOU3-
pacTaTh Ha 3arpsA3HEHHBIX TEMHU WIH WHBIMH TKEIBIMA MeTalaMu
TEPPUTOPHSIX.

Metannornonenasl (MT) npeacTaBinsioT co60il HU3KOMOJIEKYJISIP-
Hele 6enku (8—10 k/1). B ux coctae okxono 30 % npuxonutcs Ha cepo-
COJIEpKAITYI0 aMHHOKHUCIIOTY IIUCTEHH, CYJIb(OTHIPUIIbHBIC TPYIITHI KO-
TOPOIi CITIOCOOHBI CBSA3BIBATH MOHBI TsDKEIBIX MeTaiuioB (Robinson et al.,
1993; Gallego et al., 2012). MT y pacTeHH# — 3TO LIUTO30JIbHBIC OCIIKH
(Gallego et al., 2012). OHu MOTYT HaXOAUTHCSA B CBOOOJHOM BUIC WM
OBITH CBA3aHHBIMH ¢ MeMOpaHaMu opranes (Zhigang et al., 2006).
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Brepseie MT, kak CBs3bIBalOIIME KaaMUH O€JKH, 0OHApy)KEHbI B
1957 r. y kMBOTHBIX, B moukax Jjomiaau (Margoshes, Vallee, 1957). B
JATBHEUIIIEM OHU OBUIM BBHISBJIICHBI Y MHOTHX OPraHM3MOB, BKIJIFOYas
OakTepun, rpudbl U SyKapHoThl (KUBOTHBIE U pacTenus) (Robinson et
al., 1993). AxtuBHoe nzydenne MT y pacreHuil Hadajau NMPOBOAMUTDH B
80-x Tozax MpouuIoro BeKa Iociie X BBHIACICHUS U3 PACTCHUN MIICHH-
Ibl, BBIpAIIEHHBIX B HpucyTcTBuM nuHKa (Lane et al., 1987). Ilouck
aHAJIOTHH MEXY METAJUIOCBS3BIBAIONINMU OEJIKaMU pacTeHWH U KU-
BOTHBIX BBIIBHJI y HUX 3aMETHBIE PaziINuUs B PACIOIOKEHUH OCTATKOB
mucrenna. Benencreue atoro Bce MT Obutn paszeneHsl Ha Ba Kiacca.
MT I knacca uaeHTU(UIUPOBAHBI B OCHOBHOM B KIICTKaX KUBOTHBIX, a
MT II xmacca — B KJIETKaxX pacTeHUN, HEKOTOPHIX TPHUOOB, ITMaHo0aKTe-
puii u apoxoxeid (Reddy, Prasad, 1992; Robinson et al., 1993; Rauser,
1999).

Jlokazano, uro MT SBIAIOTCS TEHHBIMH TPOAYKTaMH U 00pa3yroTCs
B OTBET Ha JAcHCTBHE Tsokenbix MeTaioB (Robinson et al., 1993;
Cobbett, Goldsbrough, 2002). ITo cpaBuenuro ¢ GSH nnmu ®X cunTe3
MT wuper orHocurensHo MemieHHo (Yang, Chu, 2011). IIpocTpanct-
BEHHAasI CTPYKTypa Monekyiasl MT (puc. 19) mmeer rantencoOpasHyio
(opMy U COCTOUT U3 ABYX AOMEHOB (0 U ), KOTOpbIE pa3IUYaloTCcs Mo
cBoell ¢yHkumoHansHOH ponu. [Ipeanonaratot, uto N-TepMUHATILHBIHA
y4acToK [} JOMEHa y4acTBYeT B TOMEOCTa3e HEOOXOTUMBIX PACTEHHUIO
METaJuIoB, Hampumep, uuHka (puc. 20), Torga kak C-TepMUHAIBHBIHA
YYacCTOK 0 IOMEHA CBSI3bIBACT X M30BITOUHOE KOJTUYECTBO U/HIH HOHBI
tokcuuHbIX MeTaiuioB (Willner et al., 1987; Cherian et al., 1994). O0-
JIACTh CBSI3BIBAHMS JIBYX JOMEHOB O0ECIEeYHBAeT CTaOMIBHOCTh MOJIE-
kynel MT (Domenech et al., 2007).

Ha cerogusimuunii nenb u3Bectusl 4 Tuna MT (MT 1, MT 2, MT 3
1 MT 4), KoTopble pa3Tu4aroTCs YUCIOM U PACIIONOXKEHHEM IHCTEH-
HOBBEIX octaTkoB (Cobbett, Goldsbrough, 2002). I1pu 3Tom oOHapy-
JKE€HBI ceMb M30(OPM, KOAUPYEMBIX Pa3HBIMHU T'€HAMH, UMEIOLIMMHU
pa3IuyHyIo JoOKanu3anuioo. B wactHocTH, y A. thaliana reust MT la
u MT Ic uapeHTudUIUpOBaHbI B XxpoMocoMme 1; reabt MT 2a u MT 3 —
B xpomocome 3; MT 4a u MT 4b — B xpomocome 2, a MT 2b — B xpo-
mocome 5 (Guo et al., 2008; Blindauer, Leszczyszyn, 2010). Kax
0Ka3aJ0Ch, TAKOE K€ PACIOJIOKEHHE OHM HMEIOT M B T€HOME puca
(Hsieh et al., 1995).
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o JOMCH

Puc. 19. 3D-ctpykrypa 6emka MT 3 u3 KIeTOK Me30(pHILUTa JTHCTA MIICHUIIBI
IocJIe DKCMO3MLMM pacTeHuid Ha cyOctpare ¢ kagmuem (mo: Blindauer,
Leszczyszyn, 2010)

Puc. 20. Ctpykrypa  nomena monekynsl MT 2 u3 kinetok mMe3odmmia ircra
NIIEHUIB II0CTIe OJKCIO3UIMHM pPacTeHHil Ha cyOcrpare ¢ LHHKOM (IIO:
Blindauer, Leszczyszyn, 2010)

[ToMrMO 3TOTO BBISIBIIEHO, YTO SKCIIPECCHS TEHOB Pa3HBIX THUIIOB
MT Hocut oprano- u TkanecneunpuuHslii xapaktep. Tak, skcrnpeccus
reda MT 1-ro tuna B GoJibliieli CTEIIEHH MPOSBISICTCS B KOPHIX, YeM
B creOisax u mucThsax (Hudspeth et al., 1996), a 2-ro tuma — Hao60poOT,
B mUCTbsIX (Zhou, Goldsbrough, 1994). MT 3-ro tuna naeHTuuIn-

80



poBaHbl B OCHOBHOM B 3penbix mioaax (Clendennen, May, 1997) u B
JIUCTBSIX HEKOTOPHIX BUAOB pactenmii (Guo et al., 2003), Torma kak
4-ro THIa — TOJILKO B pa3BuBammuxcs cemenax (Lane et al., 1987;
Chyan et al., 2005). Iloka3aTenpHblii IPUMEp PA3TUYHON JIOKAIH3a-
U n30opM B TKaHSAX MPEJCTaBICH B paboTax, BHITOJIHCHHBIX Ha
pacteHusix A. thaliana. Tak, HanOoJbIlEe COJIEPIKAHUE TPAHCKPHIITOB
reHoB MT 2a v MT 3 B IpHUCYTCTBUHU NOBBIIIEHHBIX KOHLEHTpaHH
MEIIH B cpelie pocTa 3aUKCUPOBAHO B TPUXOMAX, KIETKaxX Me30(]uI-
Jla ICTa M B KJIETKaX KOHYMKA KOPHS, a TPAaHCKpHUNTOB TeHoB MT la
u MT 2b — Bo ¢pnosme nucteeB u kopus (Guo et al., 2003). 'ensl, xo-
oupylomue Bce derblpe Tuma MT, oOHapy>KeHBI MOKa TOJNBKO Yy
A. thaliana, puca u caxapHoro tpoctHuka (Cobbett, Goldsbrough,
2002).

Conepxanvne MT B kieTke, Kak IpaBUIO, HEBEIMKO, HO OHO CyILe-
CTBEHHO IOBBIIIACTCA MO BiAMSHHEM Tskenbix MeramwioB (Grill et al.,
1985; Zenk, 1996). Hanmpumep, B npucyrcteun kaamus (1 MM) comep-
skanre MT yBennunBaioch B KJIETKax KOpHS sSiuMeHsI ¢ 12 MKI/T cyxoi
MacChl Y KOHTPOJBHBIX pacTeHui 10 360 — y OombITHEIX, T. €. B 30 pa3
(darumun, 2010). B KOpHSIX pacTeHHiA parica coaepKaHue TPaHCKPHUII-
TOB reHa MT [ TOBBIIANIOCH YK€ B CAMOM Hayalle BO3JCUCTBUSI MEIU
(50 MxM), "epe3 CyTKH HX KOJMYECTBO BO3pacTajio B 5 pas, a yepes
10 cyr — B 15 pa3 (MBanosa, 2011). B npucyrcTBum CBHHIIA, ITUHKA,
KagMHsid M MeAW YCHIMBalach dSKchpeccus reHoB MT y pacrenmit
Festuca rubra (Ma et al., 2003).

HeoOxoammo Takke OTMETHTH, YTO dHAOTeHHBIe M T TpyaHO M3071-
pOBaTh U3 KJIETOK PACTEHHIA, YTO MOXKET OBITh 00YCIIOBICHO MX HU3KOU
CTaOMIIBHOCTHIO B IpUCYTCTBUU Kucioposa (Guo et al., 2008; Cobbett,
Goldsbrough, 2002). ITosToMy noKa3aTenbCcTBa CIOCOOHOCTH 3TUX Oell-
KOB CBSI3bIBATh MOHBI TSDKEJIBIX METAJUIOB B KJIETKAX BBICIIMX PACTEHHI
Yaile BCero Mojy4atoT METOAOM IreTepPOIOrnIecKOi KCIPECCHH ¢ y4a-
ctueM E. coli wmu S. cerevisiae (Guo et al., 2008).

MT uaeHTHQHUIUPOBAHBI B KIETKaX KaK YCTOWYHMBBIX K TSKEIBIM
MeTaJulaM BHJIOB PAcTeHHH, Tak W 4yBCTBUTENBHBIX (Ma et al., 2003).
[Ipu 3TOM BO MHOTHX Cilyyasx IMOBBILIEHHE YPOBHS SKCIPECCHH T€HOB
MT u comepxaHust 3TUX OETKOB B OpraHax MPHBOIUT K YBEINYCHUIO
YCTOWYMBOCTH PAaCTeHHU K TSDKENIBIM METalaM M, KaK BBIICHUJIOCH, K
HEKOTOPBIM APYruM crpecc-pakropam (Tadn. 14). OGHapyKeHO TakxKe,
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4YTO B KOpHsIX OoJiee YCTOMYMBOIO K KaiAMHIO Buaa Nicotiana rustica
YPOBEHb TPAHCKPUTITOB TeHa MT 2b B MPUCYTCTBUH METaIa OBLI BHI-
pakeH B OOJbIIEH CTEMEHH, YeM Yy MeHee YCTOWYMBOTO BHIA
N. tabacum (Bovet et al., 2006). B Hamux ombiTax B KOpHsIX Ooiee yc-
TOMYMBBIX K KaAMHUIO (7-THEBHBIX) IPOPOCTKOB STUMEHS MOCE 4-CyTO-
HOM SKCITO3UIINH Ha PACTBOPE C METAIOM YBEIMUMBAJICS YPOBEHB DKC-
npeccun reHoB HvMT la, Torja Kak y MeHee yCTOMUMBBIX TPOPOCTKOB
(3-nHEBHBIX) U3MEHEHHUI B YPOBHE dKCIIpeccuu He Habmomanoch (Kas-
HUHA U 1ap., 2012).

Ta6ﬂuz¢a 14. Y4dacTue TeHOB METaJUIOTHOHCHHOB B ITOBBIIICHUN YCTOﬁ‘lI/IBOCTH

pacTeHmii k crpecc-hakTopam BHemHeH cpensl (To: Du et al., 2012)

pocra

Bup pacrenus I'en Crpecc-akrop HcTounuk
Arabidopsis AtMTI u AtMT2 B | Boicokue koHueHTpanuu | Lee et al., 2004
thaliana Ketkax gpoxokeit | Cd*" B cpene pocta

AtMT2a n AtMT3 B | Beicokue konnentpaiuu | Lee et al., 2004
3aMBIKAIOIITNX Cd*" B cpene pocra
KiIeTKax Vicia faba
AtMT4a Bricokne konnenTpanun | Rodriguez et al.,
Cu*" u Zn*" B cpene pocra | 2010
Fagopyrum FeMT3 3acyxa M OKHCIHMTENbHBIN | Samardzic et al.,
esculentum cTpecc 2010
Gossypium GhMT3a Buotugeckoe Xue et al., 2009
hirsutum BO3JIEHCTBUE
Nicotiana NMT 1 Bricokue konuentpauun | Eapen, D’Souza,
tabacum Cd*" B cpene pocra 2005
Oryza sativa OsMTl1a v OsMT2b |3acyxa Yang et al.,
2009b
Porteresia PcMT3 Bricokue konnentpanun | Usha et al., 2011
coarctata Cd**; Cu® u Zn*" B cpene
pocra
Avicennia AmMT?2 Bricokue konuentpauun | Huang, Wang,
marina Cd*, Cu*, Pb* u Zn* 2010
B CpeJie pocTa
Populus alba PaMT3 3acyxa u okuciuTenbHBIH | Berta et al.,
cTpecc 2009
Populus PdtMT2a, PdtMT2b | Beicokue xoHuenTparuu | Kohler et al.,
trichocarpa x u PdtMT3a Cd*" B cpene pocra 2004
deltoides B KJIETKaX JPOXKei
Tamarix ThMT3 Bricokue koHueHTpauun | Yang et al.,
hispida B KIIeTKax mposxokeit | Cd*, Cu®* u Zn®" B cpege |2011
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B To ke Bpems yBenuueHue ypoBHI MT B KieTKax MOXET MPUBO-
IUTh K PE3KOMY BO3PACTAaHUIO KOHIIEHTPAIMH TSDKETBIX METAJUIOB B
KopHsiX pactenuil. Tak, B 1992 r. OBanc ¢ coasr. (Evans et al., 1992)
OoOHApPYXKHJIH, YTO YBEIUYCHUE dKCIpeccud TeHoB OeinkoB MT u3 kop-
Hel ropoxa B E. coli B IpUCYTCTBUM MEIH B CPEIE POCTa COMPOBOXKIA-
JIOCh 3aMETHBIM YBEJIWYEHHEM COIEpKaHWS MeTajula B KIeTKax. B
JATBHEUIIIEM B IICJIOM PSJIe MCCICAOBAaHHUI BBISBICHO, YTO YPOBCHB
skcrpeccuu reHoB MT 3aBHCHT OT KOHIIGHTpAaIlMd METaJUIOB B OKPY-
Karomien cpeie. B wacTHOCTH, Takas 3aBUCHMOCTH OOHapy»KeHa y pac-
tenuit A. thaliana (Eapen, D’Souza, 2005) u puca (Huang, Wang,
2010). Ha ocHOBaHUM 3TOTrO aBTOPHI MPEANONAral0T BO3MOKHOCTh UC-
MOJIb30BaHUS YPOBHS 3Kcrpeccuu reHoB MT B kauecTBe HaJEKHOIO
KpUTEpUs 3arps3HEHUS] OKPYXKAIOIIECH CPelbl TSHKEIBIMA METallaMH,
KaKUM B HACTOSIIEE BpeMs SIBISCTCS JaHHBIHA MOKa3aTelbh B KIETKAX
BOJHBIX M Ha3eMHbIX Oecro3BoHouHbIX (Dallinger et al., 2004; Navarro
et al., 2009).

OHO3HAYHO JT0Ka3aHO, 4TO Bce TUMBI MT MOTryT (pyHKIIMOHHPO-
BaTh KaK XenaTtopsl Tsokenbix MeTamwioB (Guo et al., 2008). Oanako
BCJIEJICTBUE PAa3HOM JIoKanu3auu reHoB MT B TKaHsX U opraHax pac-
TEHUH, KaK I10JIaTal0T, BO3MOXKHBI M Pa3ivdus B UX (PYHKIHSX B pac-
turenbHOU kietke (Cobbett, Goldsbrough, 2002). B moarBepxaeHue
3TOro obHapykeHo ydactue O0enxkoB MT la u MT 2b B merabonuzme
Menu u 1uHKa (Lee et al., 2004; Merrifield et al., 2004) u ux naapHeM
TpaHcnopre no pacrenuto (Guo et al., 2003). MT u3 pacrenuii puca
(OsMT 2b) (Wong et al., 2004), xmomuarauka (Gossypium
herbaceum) (GhMT 3a) (Xue et al.,, 2009) u Hevea brasiliensis
(HbMT 2) (Zhu et al., 2010) oGmananu CHIbHON aHTUOKCHIAHTHOM
akTHBHOCTHIO. ECTh Takke manHble 00 ydyactun MT 1-ro tuma B npo-
1ecce CTapeHUs JJUCTa Y pacTeHuit Brassica napus, A. thaliana n puca
(Buchanan-Wollaston, 1994; Garcia-Hernandez et al., 1998; Hsieh et
al., 1995), a MT 4 — B mneubnieBom 5MmOpuorene3e (Reynolds,
Crawford, 1996).

B 1esioMm MOXXHO KOHCTaTUpOBaTh, 4YTO OCHOBHas pojib MT B Mme-
TaJUIOyCTOWYMBOCTH PACTCHHUH 3aKII0YacTCsl B CBSI3bIBAHUU HOHOB
TSDKEJNIBIX METAJUIOB B PacTUTENbHOU KiieTke. OTHAKO BOMPOC OTHOCH-
TEJIBHO JPYruXx WX QYHKOHHA TpeOyeT JONMONHUTENBHBIX HCCclie-
IOBaHUH.
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3.4.2. N30J51114s1 MOHOB TSKEJIBIX META/VIOB B BAKYOJIH

Eme oqanM BaKHBIM MEXaHU3MOM, 00ECTIEUHBAIONIM YCTOHYHUBOCTD
pacTeHHi-ICKIIFoYaTeNneil K TSDKENBIM MeTaiaM, SIBIISIETCS H30JISIUs
TOKCHYHBIX HOHOB B BAKyOJISIX KJIIETOK KOPHEH, YTO HE TOJIBKO HEHTpaI-
3yeT MX HETaTHBHOE BIUSIHHUC HA KJICTOUHBIA METa0OIHM3M, HO H MPEIOT-
BpalllacT UX MOCTYyIUIEHHE B Haja3eMHble opranbl (Lin, Aarts, 2012). Ha
CETOIHSAIIHUM JEHb TOKAa3aHO, YTO TPAHCIIOPT KaTHOHOB TSDKENBIX Me-
TaJJIOB Yepe3 BaKyoJSIPHYI0 MEMOpaHy MPOUCXOIUT C YIacTHEM OEIIKOB-
TIEPEHOCYNKOB, PACIIOJIOKEHHBIX Ha TOHOIIIACTE, a TaK)KE BOJOPOIHBIX
nomn (Bakyossapaoid H-AT®as3e1 u nupodocdarassr). [lonarator, 4ro ak-
TUBHOCTh TPAHCHIOPTHBIX CUCTEM TOHOILIACTA UTPACT BAXKHYIO POJIb B €C-
TECTBEHHOM OTOOpE PacTeHWil, HanOoJIee YCTOWYMBBIX K TSOHKEIBIM Me-
taam (Verkleij et al., 1998; Chardonnens et al., 1999).

B konne 80-x — Hauane 90-x rog0B OBUIO BBICKA3aHO MPEAIOJIONKE-
HHUE, 9YTO CBOOOJHBIE HOHBI TSHKENBIX METAJUIOB (B YaCTHOCTH, KaaMHUs,
KOTOPBIA U3y4eH B HAWOOJbIICH CTEIICHN) U UX KOMIUICKCH ¢ DX ak-
TUBHO TPaHCIIOPTUPYIOTCS U3 MUTOIIA3Mbl B BAKYOJIb Yepe3 TOHOILIACT
(Reese, Wagner, 1987; Vogeli-Lange, Wagner, 1990; Salt, Rauser,
1995). Ilpu 3TOM TOJIaTalId, 9YTO STH KOMIUIEKCHI JUCCOIMUPYIOT ¢ 00-
pa3oBaHHEM CBOOOIHBIX MOHOB KaJIMHS W BOCCTAHOBJIEHHBIX MOJIEKYII
®X. 3aTeM HOHBI KaJMHsI CBS3BIBAIOTCSA C OPTAaHUYECKIMH KHCIOTaMHU
W aMUHOKHCJIOTaMHU, MPHUCYTCTBYIONIMMH B BaKyOJIIPHOM COKE, M Ta-
kuM obOpasom mHakTuBHpYIOTCs (Vogeli-Lange, Wagner, 1990; Reese
et al., 1992).

B mHacrosimee Bpemsi JOKa3aHO, YTO HMOHBI TSKENBIX METAJUIOB
TPAHCIIOPTUPYIOTCS B BaKyOJIb Kak B CBOOOJHOM BUJIE, TaK U B CBS3aH-
HOoM ¢ GSH mmm ®X. B mepeHoce TOKCHIHBIX HOHOB Y€Pe3 TOHOILIACT
MPUHAMAIOT y4acThe IeNblid psn OeaKoB-TpaHcropTepoB. Cpeau HAX
HMA3, CAX2 u CAX4, MTP1 u MTP3 nepeHocst cBOOOIHBIC HOHEI
metamioB, a ABCC1, ABCC2 u YCF1 nepeHOCST KOMILIEKCHI TshKe-
ne1x MetamuioB ¢ GSH i ©X (puc. 21).

Tpancnoptaslii 6enok HMAS3 (heavy metal ATFase), oTHOCAIINACS
K Pig-tuny AT®a3 (1. €. 00pa3yroux B XOA€ PEAKIUH MPOMEKYTOU-
HEIH (hochOpUINPOBAaHHEIN TPOAYKT — acnapTmidocdar), ocyIecTBIs-
€T TIepeHOC CBOOOIHBIX MOHOB TSKENBIX METAJUIOB Yepe3 TOHOILIACT
3a cuer 3Hepruu AT®. ONbITH MOKA3aJIH, YTO STOT OCIOK Y4aCTBYET
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Puc. 21. benku, ydacTByromue B TPaHCHIOPTE
HOHOB TSDKEJBIX METa/JIOB 4epe3 TOHOIIACT B
Bakyonb (mo: Lux et al., 2011)

B TPAHCIIOPTE LIEJIOTO Psifia MOHOB TSKENIBIX METAJUIOB, B YaCTHOCTH,
LUHKA, KaMUsl, HUKeIs. bOnpInas 4acTh nccienoBaHuil, MOCBSIIEHHBIX
HMAS3-6enmkaM ¥ DKCIIPECCHH COOTBETCTBYIONTUX MM T'€HOB, IIPOBEJIEC-
HO Ha pacTeHHIX-TUTIEPaKKyMynsaTopax. OTHAKO MOBHIIIEHUE YKCITPEc-
cuu reHoB HMA3 B IPUCYTCTBUM TSDKEIIBIX METAJUIOB OOHAPYKEHO U Y
uckioyareneid. Hampumep, ypoBeHb copepskaHus TPaHCKPUIITOB T€HOB
YBEJIMYUBAETCS B IPUCYTCTBUH Kaamusl B KOpHsX meHuns! (Tan et al.,
2013), puca (Satoh-Nagasava et al., 2012) u sumens (Mills et al., 2012;
Kasnuna u ap., 20146). Tem He MeHee eIUHOTO MHEHHUSI O BO3MOKHOM
yuactun HMA3-reHOoB B TOBBIMIEHUN YCTOWYHUBOCTH PACTCHHMA K Ka-
MUI0 B Jutepatype HeT. Y A. thaliana (Van Belleghem et al., 2007)
yBenuueHue skcnpeccun AtHMA3 npruBOANIIO K BO3PAaCTaHUIO KOHIIEH-
TpaUuHM KagMHus B PACTCHUSX, MPH 3TOM HX YCTOMYMBOCTH K TOKCHY-
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HBIM HMOHAM IMOBBIIIAJNACh. Y 3TOr0 € BUAA CBEPXIKCIIPECCHs I'eHa
AtHMA3 xoppeciOHIUPOBAIach C TOBBIINICHUEM YCTOHYMBOCTH pacTe-
HHI HE TOJIBKO K Cd2+, HO U K C02+, Pb2+, Zn*'. YBenanuenue yCTOMYU-
BOCTH, KakK IIOJIaraioT, MPOUCXOOUT TIIOCPEACTBOM PErYIMPOBAHUS
TpaHCIIOpTa 3TUX META/UIOB B Bakyojb (Morel et al., 2009). C npyroi
CTOPOHBI, y pacTeHuit Tabaka u N. rustica (Bovet et al., 2006) Bo3pac-
TaHue sKcrpeccun HMA3-TeHoB B IPUCYTCTBUU KaJMHUsI HE BBI3BIBAJIO
YBEJIMYEHHs] UX YCTOMUMBOCTH K HOHaM MeTajlla. B Hammx omneltax mno-
BBIIIIEHUE YPOBHA TPAHCKPUNTOB reHa HvHMA3, oTMeueHHOE B KOPHSX
3-IHEBHBIX MPOPOCTKOB SUMEHsI, TAK)KE HE MPUBOIMIO K BO3PACTAHUIO
ycToiunBOCTH pacTeHud k kaamuro (Kasnuna u np., 20146).
Tpancnoprabie Oenku CAX2 u CAX4 (cation/proton exchanger) ocy-
LIECTBIISIIOT TIEPEHOC CBOOOAHBIX HOHOB TSDKEINBIX METAJIOB Yepe3 TOHO-
IIacT 3a CYET SHEPTMM MpPOTOHHOTO TpajueHTa B cumropte ¢ H'
(Clemens, 2006b; Kabata, Janicka-Russak, 2011). Ycunenue s3kcnpeccuu
reHa CAX2, KOHTPOJIMPYIOILIETO CHHTE3 3TOr0 OeJika, B MPUCYTCTBUH Kaj-
MU O0HApYXEHO Y LIEJOTO psiia BUIOB PACTEHHIA, HO €ro pojib B MeXa-
HU3MaxX METaJUIOYCTOWYHBOCTH JI0 CHX MOpP OKOHYATENBHO HE YCTaHOBJIE-
Ha. Hanpumep, B KOpHSIX pacTeHuii Tabaka sKcipeccus reHoB AtCAX2 n
AtCAX4 yBenuuuBana WX YCTOWYMBOCTb K KaJMHIO U LMHKY (pHc. 22)
(Korenkov et al., 2007). ITomydeHnHble sk HaMU Pe3yJbTAaThl HE BBISBIIIH
TaKOH 3aBUCHUMOCTH: TIPH ICHCTBUM KaIMHS B KOPHSIX U JIUCTBSX pacTCHHUI
STIMEHSI TIOBBIIIANACh IKcrpeccus reHa HvCAX2, Ho ecnu y 3-AHEBHBIX
(MeHee yCTOMYMBBIX K METAJTy) MPOPOCTKOB YPOBEHb TPAHCKPHIITOB I'eHa
B KOpHSX BoO3pacTayll B 8.5 paza (IO CpaBHEHHIO C KOHTpOJIEM), TO Y
7-nHeBHBIX (00JIee yCTOWYMBBIX) IPOPOCTKOB — TOJIBKO B 3 pasa (puc. 23).

Puc. 22. Bnusnue KagMus
(3 MxM) Ha pocT pacTeHuit
Tabaka: KOHTPONIb — JWKHA
tun; AtCAX2 — TpaHCTeHHBIE

AtCAX2 pactrenus (mo: Korenkov et
- al., 2007)
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Puc. 23. Biusinne kagmus 8 ¢ 2
(100 MkM) Ha conmepxa- a8 4F
HHE TPAHCKPUITOB TeHA ﬁ 2
HvCAX2 B xopmsix (1) u &
TUCTBAX (2) TPOPOCTKOB 0 A
STYMEHSI Pa3HOrO BO3pacra 3-AHeBHbIe 7-OHeBHLIe
(no: Kasnuna u zip., 2013a) BospacT pacTeHuii go o6pa6oTku Cd**

HeoOxoammo Takke OTMETHTH, 9TO yBeaudeHue akTuBHOCTH CAX-
0eJKOB, U3MEHSSI KOHLIEHTPALXIO MPOTOHOB Ha MeMOpaHe, MOXKET CIIO-
COOCTBOBaTh TOCTYIUICHHIO Yepe3 TOHOIUIACT HHU3KOMOJIEKYIISPHBIX
KOMITJIEKCOB HOHOB TspKeIbIx MeTayuioB ¢ dX (Yang, Chu, 2011).

Yuactue 6enkoB MTP1 u MTP3 (metal tolerance protein), oTHOCS-
mmxcst kK CDF-cemetictBy (cation diffusion facilitator), B TpaHcmopte
WOHOB TSDKEJBIX METAJUIOB Yepe3 TOHOILIACT BIEPBbIE OBLIO OOHAPYKEHO
y pacteHuil A. thaliana nipu Bo31eHCTBUM M30BITOYHBIX KOHILEHTpAIU
IUHKa B cyocTpate (van der Zaal et al., 1999). Ha puc. 24 npencrasiena
BaKyoJIIpHas Jokanm3amusa Oenka MTP3 B kireTkax snuaepMuca KOpHS
A. thaliana. B nanpHeimeM OblIa TOKa3aHa POJb ITUX OEITKOB B M30JIS-
UM [IMHKA B BaKyOJIH KJIETOK M Y APYTHX BUOB PACTCHUM, a TAKIKE BbI-
SIBJICHO, UTO OHM (yHKIMOHMPYIOT Kak Zn’/H' amtunoprep (Kobae et
al., 2004; Kriamer, 2005; Arrivault et al., 2006; Van de Mortel et al.,
2006). B wactHoCTH, MOBBIIEHHE 3Kcripeccun TeHoB MTPI u MTP3 B
NPUCYTCTBHM LMHKA HAOMIONaMM B KOPHAX U cTedmx Medicago
truncatula (Chen et al., 2009), B KOpHAIX, CTEOIIX W CEMEHAX SUMCHS
(Podar et al., 2012), B kopHsx, cTeOsx u mucThiax puca (Lan et al., 2012;
Yuan et al., 2012). V puca ypoBeHs 3kcnpeccunt rena OsMTP1 6bu1 60-
Jiee BBICOKUM B 3pEIIbIX JIUCTBSIX U CTEOISIX, PUYEM HE TOJIBKO TIPH JIeH-
ctBun Zn*", Ho u Cd*", Cu®", Fe*" (Lan et al., 2012; Yuan et al., 2012).
ABTOPBI TaKKe BBISIBUIIN, YTO HKCIIPECCHS 3TOTO TeHA, BCTPOSHHOTO B T'e-
HOM JIPOXKKEH, YBEITMUMBAJIA UX YCTOHYMBOCTh K KaJIMUIO U LIUHKY. B
HacTosIIee BpeMs JToKa3zaHa criocoOHocTh MTP-6enkoB TpancnopTupo-
BaTb Y€pe3 TOHOILIACT HOHBI U IPYTUX TSHKEJIBIX METaIoB (Tadu. 15).
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Puc. 24. Jloxammzamus 6enxka MTP3 ma BakyomspHO
MeMOpaHe KJIETOK JruaepMmuca KopHs Arabidopsis
thaliana (no: Arrivault et al., 2006)

B ompiTax ¢ KIETOYHOH KyJIBTYPOH APOKKeH ObLT OOHApYKEH eIe
onvH TpaHcmoprep, oTHocsmuikics kK ABC-cemeiictBy, — YCF1 (yeast
cadmium factorl), ClIOCOOHBIN MEPESHOCUTH KOMIUIEKCHI TSIKEIBIX Me-
taluioB ¢ GSH B Bakyons. B yacTHOCTH, MOKa3aHO €ro ydacTue B
tparcriopre KommurekcoB GSH-Cd*™ u GSH-As®™ (Szczypka et al.,
1994; Li et al., 1997). BrisiBneno, uto ceepxakcnpeccusi reHa ScYCFI B
pacteHusx A. thaliana xoppecnoHANPOBaNAch ¢ 0ojee BEICOKOW yCTOM-
YUBOCTHI0O MYTAHTHBIX PACTCHHMH K KaJMHIO MO CPaBHEHHIO C JUKUM
tunom (Song et al., 2003). CBenenuii 00 3ToM O€JIKe y APYTHX BUIOB
BEICIIIUX PACTEHUH B IUTEPATYPE MBI HE 0OHAPYKHITH.

Benku-tpancnoprepst MRP1/ABCC1 u MRP2/ABCC2 (multidrug
resistance-associated protein) OTHOCATCS K HanOOJee MHOTOYHCICHHO-
My ceMmeiicTBy TpaHcnopTHeIX OenkoB ABC-tumna (ATP-binding-
cassette), KOTOpPbIC, KAK U3BECTHO, OCYIIECTBIISIOT TpaHCMEMOpPaHHBII

Tabauya 15. Yaactue 6enkoB MTP1 u MTP3 B TpaHCIIOpTE HOHOB TSKEITBIX
MeTaiioB yepe3 ToHoriacT (mo: Ricachenevsky et al., 2013)

Benok Bun pacrenus Tpancnioprupyemiii HcTounuk
KaTHOH
AtMTP1 | Arabidopsis thaliana | Zn** Kobae et al., 2004;
Kawachi et al., 2008
HvMTP1 | Hordeum vulgare Zn**, Co** Podar et al., 2012
MtMTP1 | Medicago truncatula | Zn** Chen et al., 2009
NtMTP1 | Nicotiana tabacum Zn**, Co** Shingu et al., 2005
OsMTP1 | Oryza sativa Zn*, Co**, Ni**, Cd*', Fe** | Menguer et al., 2013
PtdMTP1 | Populus trichocarpa * | Zn** Blaudez et al., 2003;
Populus deltoides Montanini et al.,
2007
AtMTP3 | Arabidopsis thaliana Zn**, Co** Arrivault et al., 2006
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MIepEeHOC HU3KOMOJIEKYIISIPHBIX COSAMHECHH, B TOM YHCIIC TIIyTaTHOHA U
ero npom3BoaHbIx (Klein et al., 1998; Lu et al., 1998). ¥V pacrenwuii Oe-
ok MRP1/ABCC1 Bnepsbie 0bu1 uneHTHGUIMPOBAH ¥ A. thaliana (Lu
et al., 1997) m ObUIO JOKa3aHO, YTO OH, a TaKXKE €ro TOMOJOT
MRP1/ABCC2 HaxomasTcsi Ha TOHOIUIACTE M MIPAIOT POJIb TPAHCIIOPTE-
pOB HOHOB TsDKeIBIX MeTauioB (Lu et al., 1998; Tommasini et al., 1998).
[Mocmemyronmue ucciaemoBanus Mmokasainu, uro oda Oenka (AtABCCI u
AtABCC2) cniocoOHBI TpaHCIIOPTUPOBATh B BaKyOJH KOMIUIEKCH DX-
Cd*", ®X-As’" (Song et al., 2010; Yang, Chu, 2011) n ®X-Hg*" (Park et
al., 2012). Boinee Toro, oHH, O-BUAUMOMY, BHITIOJIHSIIOT OCHOBHYIO POJIh
B TPAHCIIOPTE KOMILICKCOB TsDKeabIXx MeTamioB ¢ X (puc. 25). Ectb
TaK)Ke JIOKA3aTeNIbCTBA YIACTHS dTUX OCITKOB B YCTOMYNBOCTH PACTCHHIA
k Cd*" u Hg*" (Kang et al., 2010; Park et al., 2012).

N— €
GS-X 7 ABCC1/2

N*z—c

o YSF1 t§ N—\%{C Ny —C
- %
& pad i,

. i HAMW(
3 'Y

LiuTozonb 5 Y Bakyonb

GS-X

Puc. 25. benxu tpancnopreps! ABC-Tuna, ydacTByroIue B epeHOCe KOMILIEK-
COB KaJMust C (PUTOXETaTHHAMH U IITyTaTHOHOM Yepe3 TOHOIUIACT KIIETKH:
GSH - BoccraHoBneHHblii rinytation, PC — ¢uroxenarunsr; PCS — ¢uroxena-

TuHCcHuHTa3a; GS — riayratmoHcuHTeTaza; HMW — BBICOKOMOJIEKYJISPHBIH KOMIIJIEKC
(mmo: Mendoza-Cdzatl et al., 2010)

HMeroTcsi HEeMHOTOYMCIICHHBIC JaHHbIe 00 y4acTHH B TPaHCIIOPTE
KOMITJICKCOB TSKEJIBIX METAJIOB ¢ OPraHUYESCKUMH MOJICKYJIaMH Yepes3
ToHOILTAacT OenkoB u3 noacemeiictea YSL (vellow stripe like), oTHOCS-
muxcs k cemeiictBy OPT (oligopeptide transporter) (Yen et al., 2001).

89



Hampumep, v A. thaliana yBenndenne dkcnpeccun AtYSL-reHa puBo-
JIUJIO K MOBBIIICHHUIO KOHIIEHTPAIUHY KeJle3a B KJIETKaX KOPHS, C OJHOI
CTOPOHBI, a C IPYroil — K YBEIWYCHUIO YPOBHS HUKOTHHAMHHA B BaKyO-
JSIX KJIETOK. DTO MO3BOJNMJIO aBTOpPaM MPEANOJOKHTh Y4acTHE STHX
6enkoB B TepeHoce kommiexca Fe’' ¢ HHUKOTHHAMMHOM depe3 TOHO-
mwiact (Martinoia et al., 2000).

BakyoJspHble NPOTOHHBIE MOMIBI — BakyosspHas H -AT®aza u
nupodocdaraza — SABISIOTCS TeHEPATOPAMU DIEKTPOXMMHUYECKOTO
IPOTOHHOTO TPaJUeHTa, KOTOPHIH Tpedyercs Uil CONPSHKEHHOTO
(BTOpHYHOI'0) TpAaHCIOPTa HWOHOB METAJUIOB Yepe3 TOHOILIAcT
(Maeshima, 2001). bnaronapst ux pabore moaaepkuBaercs HeoOXo-
IuMBbIH ypoBeHb pH B nuromiazMe KIe€TKH, IOJAKUCIAETCS BaKyoJsIp-
HBI COK, YTO CHOCOOCTBYEeT (YHKIMOHMPOBAHHIO ILEJIOr0 psaa
TpaHCIOPTHBIX  cucteM  (Anexuna, XapuroHamBwid, 2005;
Gruenberg, van der Goot, 2006).

[Io coBpeMEHHBIM TpeAcTaBieHusIM BakyonspHas H'-ATdaza
BBICIIMX PAcCTEHUH NpPEACTaBIsET COOOH OENKOBBIM KOMIUIEKC, CO-
CTOSIIUN W3 HECKONBKHUX CYyOBeaAuHUIL (prc. 26), KOTUPYEMBIX pa3HBI-
mu resamu (Sze et al., 1992; Dietz et al., 2001). IIpu 3TOM BBISBIICHO,
YTO MOBBILICHUE 3KCIPECCHH TEHOB HEKOTOPBIX U3 CYOBEINHHUL] B yC-
JIOBUAX HEHCTBHUS cTpecc-(haKTOPOB CONPOBOXKAAETCS YBEIUUYECHUEM
aktuBHocTH (pepmenra (Golldack, Dietz, 2001). B cBoro ouepens, mo-
BBIIIEHUE aKTMBHOCTH BakyonspHoil H -AT®a3bl croco6CTBYET ycH-
JICHUIO TPAHCIIOPTa MOHOB, B TOM YHCIE TSDKEIBIX METasIOB, U HEH-
TpajbHBIX MOJIEKYJ B Bakyoib (Kluge et al., 2003), 4To MOKET 1MOjI0-
JKUTEITHHO CKa3bIBAThCS HA METAJUIOYCTOMIMBOCTH pacTeHuid (Dietz et
al., 2001).

BriepBrle HanM4Ke NPOTOH-3aBUCUMOTO TPAHCIIOPTa KaJMUS B BaKy-
0ITb OBLTO IKCIIEPUMEHTAIBHO JIOKAa3aHO B OMBITAX C BE3UKYJIAMH TOHO-
macTa KopHei oBca (Salt, Wagner, 1993). ABTOpbI Mokasainu, 4To Ba-
kyossipHas H'-ATdasza MoxkeT o0ecreuuBaTh aKTHBHOCTH OEJIKOB,
dynximonnpyromux kak Cd**/H -antumoprep. ITosaHee B IpHCYTCT-
BUHU KaJMUs ObUI0 OOHApPYKEHO YBEJIWYEHUE KCIIPECCHUM I'€HOB HEKO-
TOpBIX CyObeMHUIL BakyonspHoit H -AT®a3bl, B 4acTHOCTH, CyObeIu-
Huiel B B mucThsax tabaka (Berezin et al., 2008) u cyobenunuiipl E B
kopusax sumers (Finkemeier et al., 2003), 4To mpHUBOAMIO K TOBHIIIIE-
HUIO aKkTHUBHOCTH (pepmenTa. IIpm 3TOM moOKa3zaHO, YTO BO3pacTaHUe

90



CTPECCOBON HATPY3KH HE TOJBKO YBEIHMYHUBAET IKCIPECCHIO T€HOB OT-
JIeTbHBIX CyOBEAMHUI BaKyOJSIPHOI H'-AT®as3bl ¥ NOBBIIAET AKTHB-
HOCTh (DepMEHTa, HO U COMPOBOKAACTCSI POCTOM YCTOWYHMBOCTH pacte-
Huil. B Hammx omnbitax (puc. 27) Takke yCTAaHOBICHO, YTO IO/ BIUSIHU-
€M KaJIMUSI PE3KO TTOBBIMIASTCS] YPOBCHD TPAHCKPHUNITOB TeHOB HVVHA E
u HvVHA ¢ B KOpHsIX 0ojiee YyCTOMUMBBIX K KaaMmuio (7-IHEBHBIX) IIPO-
POCTKOB SIUMEHSI, TOTAa KaK y MEHee YCTOHUMBHIX (3-IHEBHBIX) IPOPO-
CTKOB HECKOJIBKO YBEJIMYMBAJIOCh KOJUYECTBO TPAHCKPUNTOB TeHa
HvVHA E, u3MeHeHU# e B colepkaHuu MaTpull reHa HvVHA c¢ He
npoucxoauino (Kasauna u ap., 2013).

ADP +P;

BHekneTo4yHoe
NPOCTPaAHCTBO

Puc. 26. TunoteTnyeckas Mojeib BakyonspHoi H'-ATdassl
(mo: Jefferies et al., 2008)
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8 r Puc. 27. VYpoBenp TpaHC-
2 KpunToB reHoB HvWHA E n
HvVHA ¢ B KOpHAX MPOPOCT-
KOB SIUMEHSI Pa3HOTO BO3pac-
Ta 1mocie ux 4-CyTouHoOMl dKc-
MO3WIIMK Ha PacTBOpE C Kaj-
mueM (100 MxM):

1 — 3-nHeBHBIE + 4 CYT 3KCIO3U-
muu ¢ Cd**; 2 — 7-nHeBHbIe + 4
eyt sxcnosumun ¢ Cd**. Ypo-
HvVHA E HvVHA ¢ BEHb YKCIIPECCUH T'€HOB Yy IIPO-
POCTKOB KOHTPOJIBHOTO BapHaH-
I'en Ta NpuHAT 32 eaununy (Kasnuna

u 1p., 20136)

YpoBeHb TPaHCKPUNTOB
reHoB, y.e
I
LJ

Ha npumMepe 1MHKa U HUKETS IOKa3aHO, YTO JIeHCTBUE TXKEIBIX Me-
TAJIOB HA TPAHCIIOPTHYIO aKTHBHOCTH BakyounspHoit H -ATdas3s! 3aBu-
CHUT OT MX KOHIICHTPAlll B KOPHEOOUTaeMOM! cpene U NMpOaOKUTEIb-
HOCTH Bo3JeiicTBus. U ecnu B IPUCYTCTBUM OTHOCUTEIHLHO HEBBICOKHUX
KOHIIEHTpAINi METAIIOB aKTUBHOCTh BakyonspHoit H -ATdazsl mo-
BBIIIAETCS, TO Oosee BrICOKHE KOHLeHTpauuu (Boime 100 MkM) cHuka-
10T aKTUBHOCTh ()EPMEHTA, YTO MPEAIOJIOKHUTENBLHO CBA3aHO CO CHIKE-
HHUEM CIIOCOOHOCTH IPOTOHHOW IOMIIBI IOAJEPKUBATH HEOOXOIUMBIH
ANEKTPOXUMHYECKUI I'PaJMeHT BCIEACTBHE KOH()OPMAIIMOHHBIX H3Me-
HeHul cTpyKTyphl hepmenTa (Kabata, Janicka-Russak, 2011). Cymecr-
ByeT MHEHHWE, 4TO 0ojiee YCTONYMBBIE K TSDKEIBIM METaJIaM BUJIBI
(3KOTHUTIBI, TEHOTHIIBI) PACTEHUH UMEIOT 00Jiee HU3KYIO0 KOHIIEHTPAIIHIO
METAJUIOB B LIMTOIJIA3ME UMEHHO B CBSI3U C YBEJIMYCHUEM aKTUBHOCTH
V-AT®a3s! 1, Kak CleACTBHE, YCUJIEHUEM TPAaHCIOPTa KaAMHUS B BaKy-
0J1b, IT0 CPAaBHEHHIO ¢ MEeHee ycTonunBhIMHU pacTeHusMu (Kabata et al.,
2010).

HeoOxoauMo Taxkke OTMETHTh, YTO YPOBEHb 3KCIIPECCHU TEHOB
pasHbIX cyObeauHuIl BakyonspHoilt H' -AT®a3bl B IPUCYTCTBUM THAXKeE-
JIBIX MeTaJioB HeomuHakoB (Berezin et al., 2008; Kasuuna u ap.,
20136). IIpenmonaraercsi, YTO 3TH Pa3aUUUs MOTYT OBITH CBSI3aHBI C
MECTOMOJIOKEHHEM CYOBEAMHUI] B OEIKOBOM KOMIUIEKCE M C BBINOJ-
HSEMbIMH UMHU (QYHKIUSIMHU. B gacTHOCTH, CyObeaMHUIA ¢ BXOIHT B
COCTaB MEMOPAaHHOTO (MHTErpajbHOT0) KOMILIEKCA MOJEKYIBl dep-
MEHTa, KOTOPBIH OTBEYAET 3a TPAHCHOPT MPOTOHOB Yepe3 MeMOpaHy.
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CyObeannuna E NMpUHAIUICKUT UTO30JIBHON YacTH MOJIEKYNBI dep-
MEHTA W OCYIIECTBIISIET COBMECTHO C IpyruMu cyobeauauamu (ot C
no H) monnepxanue ero akTUBHOCTH, 0OecrieueHIE KOHTaKTa MEXILy
ABYMs dacTaMH BakyosspHoil H'-AT®asel (Dietz et al., 2001;
Gaxiola et al., 2007).

Ha Tonommacte mmMeercst eme olHa MPOTOHHAs TOMIIA, aJbTepHa-
TuBHas BakyosspHoil H'-AT®aze, — nupodocdarasa, HCTOUHHKOM
SHEPruM I KOTOpoi ciyxut nupodocdar (Maeshima, 2001). B or-
nmgue ot BakyonspHoit H'-AT®a3kl mupodocdarasa cCOCTONT U3 eIHH-
ctBeHHoro monunentuaa (Rea et al., 1992; Maeshima, 2000). Y Bwic-
KX pacTeHuil mMeetcs Be ee n3opopmbl: K -3aBucumas u K'-nes3apu-
cumas (Belogurov, Lahti, 2002). JIOMUHHPYOIIYIO MO3UIMIO TUPOQOC-
(aTaza 3aHMMAaeT HAa TOHOILIACTE KJIETOK MOJOJBIX, PACTYIIUX TKaHEH,
a TaKkXKe B 3PEJIbIX TKAHSIX C TOBBINICHHOW KUCIIOTHOCTHIO BaKyOJISPHO-
ro coka (Gaxola et al., 2007).

B npucyTcTBUH TSXKENBIX METAIUIOB 00HAPYKEHO H3MEHEHHE TPaHC-
MOPTHOM akTUBHOCTH nupodochaTassl. Tak, ObLIIO MOKAa3aHO €€ yBeH-
YeHHE B MPHUCYTCTBUM [IMHKA M HUKENS B BE3UKYJaxX TOHOILIACTA KOP-
ueit orypua (Cucumis sativus) (puc. 28) (Kabata, Janicka-Russak,
2011). IIpu aToM Bo3pacTana skcrupeccus reHa CsVPI, OTBETCTBEHHOTO
3a CHHTE3 3TOro Oenka. [lokazaHo Takke, YTO NEHCTBUE TAKEIBIX Me-
TAUIOB Ha TPaHCIOPTHYIO aKTHBHOCTh mHpodocdaTassl B ropasio
MEHBIIIeH CTENEeHH 3aBUCUT OT KOHLEHTPAIMU TSKEIBIX METAIOB B
cpezie pocTa, yeM BakyossipHoil H -AT®a3el. Hanpumep, B oTMeueH-
HOM BBIIIIE UCCIICIOBAHUY aKTUBHOCTh ()epMEHTA NPU IEHCTBUY ITMHKA
B koHneHTparmax 10 u 100 MkM moBsIIagach IpUMEPHO B PABHOM Me-
pe (Kabata, Janicka-Russak, 2011).
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Puc. 28. Biuusune umHKa
(1) m =wmkens (2) Ha
aKTUBHOCTH  TmHpodocda-
Ta3bl Ha BE3UKYJIax
TOHOILIACTA, U30JIUPO-
BaHHBIX U3 KOpHEH orypua 0 .
(mo:  Kabata, Janicka- 10 100
Russak, 2011)
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B menom TpaHcmopTHast cMcTeMa TOHOITIacTa oOecleynBaeT mepe-
MEIIEHNE MOHOB TSDKENBIX METAJIOB B BaKyOllb, CIIOCOOCTBYS X H30-
JSIMY B KJIETKE, M TAKUM 00pa3oM y4acTBYeT B 00€CIeUCHUN METalIO-
ycroitunBocTH pacteHuid. OqHaKo GYHKIUOHUPYIOT JIM BCE 3TH OENKU
OJTHOBPEMEHHO WITH TU(PPEepeHIINPOBAHHO BO BPEMEHH, IOKA HEU3BECT-
HO. HeT okoH9aTenpHOro 0TBETA M Ha BOIIPOC O HEMOCPEACTBEHHON PO-
T 3THX OEJIKOB M COOTBETCTBYIOIIMX UM T'€HOB B MOBBILICHHH yCTOM-
YUBOCTH PACcTEHUH K TsDKeIsIM MeTamaMm. HeoOxommmo Takke oTme-
TUTh, YTO B OCHOBHOM BCE MMEIOIIMECS Ha CETOAHSIIHUI IeHb JaHHBIE,
CBSI3aHHBIE C U3YUYEHHEM TPAHCIIOPTHBIX OEJIKOB TOHOIJIACTA, KACAIOTCS
KaJMUsl U IIUHKA, TOTrJla KaK TPAHCIIOPT APYTUX TSHKEIBIX METAIOB U
WX KOMILJIEKCOB B BaKyOIlb HCCIIEZOBaH IMOKa €i1ado.

Glutathion —
e O ! lpés ¢ LMW == . Cytosol |

Cd-complex ATP High metal ‘\\

\

c 4
o T ween TCREOMGRE |
@ ‘-\._ MT j [ @ HMW Cd/S-complex |

O—0 | & |
Cd» | & o [ |
e 0y | ® ca Bakyonb };

® /
"'">-<H' 0% /
A . 4
® CAX ume ® ‘
. \ NRAMP-
b 0g0 Low metal / /

Puc. 29. CxemMa [ETOKCHKALMM TSDKENBIX METAJUIOB B KIETKAaX pACTEHUIL:
CBsI3bIBAHUE TOKCHYHBIX HOHOB M X TPAHCIIOPT B Bakyouib (11o: Yang, Chu, 2011):
PC — ¢wuroxenarunsl; PCS — durtoxenaruncunraza; MT — meramtorinonenns; LMW

Cd-complex 1 HMW Cd-complex — HH3KOMOJICKYISIPHBIII U BBICOKOMOJICKYIISIPHBII
xommiexcsl Cd*' ¢ huroxenaTunamu

Takum 00pa3oM, MpU MOCTYIUIGHUM HOHOB TSIKENBIX METAIOB B
KJIETKH HAYWHAIOT (PYHKIIMOHUPOBATh MEXAHHM3MBI UX JETOKCHUKAIIUH,
BKIIIOUAIONINE B Ce0sl CBSA3BIBAHUE HOHOB Pa3IUYHBIMH XEJIaTOpaMHU
(OpraHMYecKUMH KUCIOTAaMH, aMHHOKUCIOTAMH, TITyTATHOHOM M (UTO-
XeNaTHHAMH, METAUIOTHOHEWHAMH) W TPAHCIIOPT CBOOOJHBIX HOHOB M
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HX KOMILICKCOB B BaKyOllb C y4acTHEM TPAHCIOPTHOW CHCTEMBI TOHO-
miacta (puc. 29). AKTUBHOCTh dTUX MEXaHH3MOB B KJIETKaX KOPHS Y
pacTeHUH-UCKITIOUaTeNield 00ecieunBaeT 3aIepKKy 3HAUYUTEILHOU Yac-
TH TOKCHYHBIX MOHOB B TIOJI3EMHBIX OpPTraHaX, 4YTO BO MHOTOM OIIpee-
JISIET UX METAIIOYCTOWYHBOCTb.

3.5. YyacTue aHTHOKCHAAHTHOM CHCTEMBbI B YCTOMYHBOCTH
PACTeHHH K TSKeJbIM MeTalJIaM

OnHuM U3 Hanbolee ONMACHBIX TOCIIEACTBUN MOBBIIICHHS COJCpKa-
HUS TSDKENBIX METAUIOB B PACTCHUSX SIBIISICTCS Pa3BHTHE B KIIETKAX
OKHUCIIUTENBHOTO CTPeCcca, BBI3BAHHOTO O0pa30BaHUEM H30BLITOYHOTO
KOJIMYECTBA aKTHBHBIX (hopM kuciopoaa (ADK), obGmamarommx upes-
BBIYAliHO BBICOKOW peakiioHHou criocooHocThio (Hegedus et al., 2001;
Qureshi et al., 2007; Sandalio et al., 2009). IIpu 3ToM HEKOTOpBIE TSIKeE-
JIBIE METAJUThI YYaCTBYIOT B OKHCIHTEIHLHO-BOCCTAHOBHTCIHHBIX PEaK-
IUSIX B KJIIETKE U MOTYT HETocpeIcTBeHHO TeHepupoBath ADK B peak-
musix ['abepa-Betica u ®enrona (Co, Cr, Cu u Fe), Torna kak apyrue
(Cd, Ni, Pb, Zn u ap.) He MPUHUMAIOT y4acTHE B 3THX PEAKLUSIX U BbI-
3piBarOT HakoruieHne ADK ornocpenoBanHo, HalpuUMep, 3a CUET BBI3bI-
BaeMbIX UMM HApPYIICHUH B CTPYKTYpE XJIOPOILIACTOB U MHTOXOHAPHIA
(Sandalio et al., 2001) nin uHAaKTUBaUMK (EPMEHTOB aHTHOKCHUAAHT-
Hoit 3amuTthl (Dietz et al., 1999; Schiitzendiibel, Polle, 2002).

K A®K orHOCAT: cynepoKcuanbii aHnoH-pagukan O, , ImepoKcH I
Bogopona H,0,, ruaponepekucubiii pagukan HO,', ruapokcui-pamu-
kan HO', cunrnetssiit kucnopox 'O, u 030 Oy (puc. 30) (Gallego et
al.,, 1996; Dixit et al., 2001; Van Breusegem et al., 2001; Romero-
Puertas et al., 2004; ITomecckas, 2007). OCHOBHBIMU T€HEpAaTOpaMHU
A®K sBASIOTCS XJIOPOIUIACTHI  MUTOXOHAPUH, TJIC HIIYT MPOIIECCHI, B
KOTOPBIX OKHUCIIMTEIbHO-BOCCTAHOBUTEIIBHBIC PEAKIIMY UIPAIOT KIFOUe-
BYIO POJIb, & TAKIKE NMEPOKCHCOMBI, COIepIKaIIre OOJbIIOE KOTHIECTBO
(hepMEHTOB, KaTAIM3UPYIONIUX OKHCIUTEIHLHO-BOCCTAHOBUTEIBHBIE Pe-
akuuu (Apel, Hirt, 2004; Mhamdi et al., 2010; Kpecnasckuii u nap.,
2012). ¥V Beicumix pactenuii ADOK B HeGombmmx komuuectBax (10°—
10"'M) 06pasyioTcs B X0Ji¢ LIENOr0 Psijia METaboIHIECKHX MPOLECCOB
B KJIETKE, OJTHAKO B HOPME OHHM OBICTPO MHAKTUBUPYIOTCS Onaromaps
pabote antuokcumanTHoi cucreMsl (AOC). Ilpu nelicTBum e HeOMa-
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TONPHUATHBIX (DAKTOPOB BHEIITHEH CpeJbl, B TOM YHCIIE TSIKEIBIX METal-
710B, oOpazoBanre ADK 3HAUYNTEIHHO YCHIINBACTCS, BHI3BIBAS ITOBPEK-
JleHre OCJIKOB U HYKJICHMHOBBIX KUCJIOT, okucieHue mununoB (Finkel,
Holbrook, 2000; Konymaes, 2007; Djebali et al., 2008; Paradiso et al.,
2008). Hanpumep, B MPUCYTCTBUHM KaaAMEsI B KJIETKaX KOPHS W JINCTa
ropoxa OKHCIHTEIbHBIN CTPECC BBI3BIBAET 3aMETHOE YBEIUUYECHNE KOJIH-
YecTBa MOBPEKICHHBIX OENKOB, 00pa30BaHHBIX BCIEACTBHE HX KapOo-
HUWJINPOBaHUsI (HEOOPATUMOTO OKUCIUTEIHHOTO TIOBPEXK/ICHHS) aKTHUB-
HeiMH (opMmamu kuciaopoga (Romero-Puertas et al., 2002). J{ns Hyk-
JIEMHOBBIX KUCJIOT Haubojee TokcnuHoi opmoit ADK sBisiercss rua-
POKCHII-paJfKajl, TOBBIIIEHUE COAEPKAaHUS KOTOPOTrO MPUBOAMT K Ha-
PYIIEHUIO MTyPUHOBBIX U MUPUMHUANHOBBIX OCHOBaHUM Moiiekyibl JJHK
(Halliwell, Gutteridge, 1999). Kpome TOro, CHHIIE€THBINA KHCIOPO. BbI-
3bIBaCT HapYyIIECHHUsS B MOJEKYJEe OJHOTO M3 IMYPUHOBBIX OCHOBaHHUH —
ryannHa (Wiseman, Halliwell, 1996), BbIsBICHHBIE B TNPUCYTCTBUH
MBIIIBSKA B KJIETKaX KOpHEH u muctheB Vicia faba (Lin et al., 2008).

- - H
. Fe v o te w -« +e¢e HT . +e ,H' :
-1?"9: — 0w —/* 000 ———t PO ————— D!
Dlom ey yRADEEDT FHCTODON (Pt PO CHET DA AT Tlepomen Trprp ot m- pagrensam Boma
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(O2) (027) (027) (HO) (H20)
l H* l 20"
Tsrpo e pest B HELH Tepewes
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(.H:D;‘) (}IZDI)

Puc. 30. ObpazoBanne akTHBHBIX ()OPM KHCIOPOAA B PACTUTEIHHOM KIIETKE
(mo: Rodriguez, Redman, 2005)

OKHUCIUTENBHBII CTpecc SBISETCS TAK)Ke INPUUYMHON IEPEKUCHOTO
okucnenus: munmuaos (I10JI), mpu KOTOpOM BO3HHMKAeT LEIBIH KacKaj
MOCJIE0BaTENbHBIX CBOOOIHOPAIUKANIBHBIX Peakuii ¢ oOpa3oBaHUEM
PaJVUYHBIX XMUMHUYECKUX COCIUHEHUH (CIUPTOB, albJIeTHIOB, KETO-
HOB), 00JIa/IalOIINX BBICOKOW OMOJOTHYECKON aKTUBHOCTBHIO W TOKCHY-
Hocthio (Halliwell, 2006). B pesynbrate [10JI Hapymaetcs crpykrypa
KJIETOUHBIX MEMOpaH, CHHXKAETCS WX TUIACTUYHOCTh, H3MEHSETCS MPO-
Huraemocth (Romero-Puertas et al., 2002; Barconi et al., 2011).
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06 unatencuBHOocTH [10J] B KIIETKE MOKHO CYIUTH MO COACPIKAHUIO
COEIMHEeHHH, 00pasyIOUINXCS B pe3yJIbTaTe peakunii OKUCICHUS JIUITH-
JIOB, KOTOPBIE PEarupyroT ¢ THOOApOUTYPOBOI KHUCIOTOW ¢ 00pa3oBa-
HUeM OkpamieHHbIX npoaykToB (TBARS — thiobarbituric acid reactive
substances). Hanpumep, noBsimenue ypoBHs TBARS oOGHapyxeHO B
MPUCYTCTBUU KaJIMUS B CYCIIEH3WH KIJIETOK pacTeHH KodeiHoro aepe-
Ba (Gomes-Junior et al., 2006), B kopusx mmenuntisl (Khan et al., 2007),
a Ipu JACHCTBUHU CBUHIIA — B cTeOysix puca (Verma, Dubey, 2003). Bo
MHOTHX HCCIIEIOBaHIIX B KadecTBe Mapkepa mis onpeaenerus [10J] B
OpraHax pacTCHHMU WCHOJB3YIOT MaJIoOHOBBIM amanbaerun (MJIA)
(Verma, Dubey, 2003; Jin et al., 2008; Hu et al., 2009). Tsoxensie Me-
TaJUTBl B OOJIBIIIMHCTBE CITy4YaeB BBI3BIBAIOT yBeNWYeHHE YPOBHA MJIA,
YTO CBHUIETENBCTBYET O Bo3pactaHmu mHTeHcuBHOCTU [IOJI (Dixit et
al., 2001; Guo et al., 2004; Nouairi et al., 2009; Amirjani, 2012). Tax,
P BbIPAIMBAHWU O3WMOTrO SYMEHS Ha PacTBOPAax, COJCPIKAIIUX TH-
JKeJble METAJUIhl B KOHIICHTpAIUsaX, BeI3bBatonux 30%-e CHmKeHue
OMoMacchl pacCTeHHUH, B KIIETKaX JIMCTa HAOIIOMANOCh MOBBIIICHHUE CO-
nepkaanst MJIA, KoTopoe B 3HAYUTEIIEHON CTEIICHH 3aBHCENIO OT THITA
Metasia (puc. 31). [lomumo 3Toro, Ha ypoBeHh MJIA B KII€TKax BIIHS-
I0T KOHIIGHTPAIIHs TSHKETBIX METAJUIOB B CPEJIC BBHIPAIUBAHUS U TPO-
JIOJDKUTEIBHOCTh WX Bo3nedcTBus (Guo et al., 2004; Juknys et al.,
2012), oOHapy KeHbI TAK)KE TKaHE- U OpPraHOCHIEU(PUISCKUE Pa3IHyusl.
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Puc. 31. Copepxanne MJIA B JUCTBSX pacTeHHil sSUMEHS B
MIPUCYTCTBUU TSDKEBIX METAJUIOB Tocie 5 nmHed obpabotku (75
MkM Cd*"; 250 MmxM Cu®'; 410 MxM Pb*"; 800 MM Zn*") (mo:
Juknys et al., 2012)
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Hampumep, B mpucyTcTBUN KanMus conepkanue MJIA, a ciemoBaTenb-
HO, ¥ uHTeHCHBHOCTH [10JI Bo3pacTanu B OOJBIICH CTEIICHU B JIUCTE
pacTeHull puca 1o CpaBHEHUIO ¢ KOPHEM, UTO, OUYEBUIHO, CBSI3aHO C Ha-
JIMYUEM B KJIETKaX JIUCTa XJIOPOILUIACTOB, TEHEPUPYIOLIUX IIPU CTPECCO-
BBIX BO3ACHCTBUAX M30bITOUHOE KomaecTBo ADK (puc. 32).

20

< B

@0

z 9 10} Puc. 32. Conepxanue MI[/§
§_ ?3 B KOpHE U JII/ICTG pacteHuu
oL 5| puica mpH NeHCTBUN KaaMHS
o % (50 mMxM) (mo: Hu et al.,
© . 2009):

2+
KopeHb TNueT 1 — kouTpOINB, 2 — Cd

OCHOBHBIMHM NIPUYMHAMHU BO3HUKHOBEHUs OKUCIUTEIBHOTO CcTpecca
B KJICTKAaX PAacT€HUM B NPUCYTCTBHM TSDKEIBIX METAJUIOB, HE3aBUCHMO
OT UX OKHCIUTEIbHO-BOCCTAHOBUTEIBHON aKTUBHOCTH, SIBISIFOTCS: MH-
ruOupyomee AeHCTBUE WX MOHOB Ha CKOPOCTH DJIEKTPOHHOI'O TPaHC-
nopra Ha MeMOpaHax XJIOPOIUIACTOB M MHTOXOHIPHUH, W3MEHEHHS B
CTPYKTypE€ aHTHOKCHIAHTHBIX ()EPMEHTOB B pE3yJbTaTe CBA3BIBAHUS
TOKCHYHBIX MOHOB C CYyNb(rUIPHUILHBIMU IPyNIaMH OEJNKOB, a TaKkkKe
3aMeHa B MOJIEKyJle HEOOXOIMMBIX HOHOB METAIJIOB Ha TOKCHYHBIE HO-
HBI, YTO TIPUBOJUT K CHIDKEHHUIO WX akTuBHOCTH (puc. 33). Hakoner, B
MPUCYTCTBUU TSDKENBIX METAJUIOB YMEHBIAETCS COJEP)KaHUE HEKOTO-
PBIX aHTHOKCHJAHTHBIX HE()EPMEHTHBIX COCANHECHNH, TAKNX KaK TIyTa-
THOH, BCIEICTBUE HCIONB30BAaHUA €ro Moiyekysl Ha cuHre3 ®X. Bee
3TO crocoOCTBYeT yBeandyeHuto coaepxkanusa ADPK B kieTke pacteHuit
W pa3BUTHIO OKUCIUTeNbHOTO cTpecca (Casanosa u ap., 2012; Hossian
etal., 2012).

OpnHako, HECMOTPS Ha SIBHO BBIPa)KEHHBIE HETATHBHBIE MOCIEACTBYS,
BhI3bIBaEMbIe TIOBBIIEHHEM conepkannsa ADK B kieTkax, pacteHus 00-
JIaJal0T 0BOJIBHO BBICOKON YCTOMYMBOCTBIO K OKHCIUTEIBHOMY CTpeEC-
cy. OT0 O0YCIIOBIICHO HAJUYUEM y HUX JAOCTaTOYHO 3(PeKTUBHOU CHC-
TeMbl aHTHOKcHaHTHOW 3ammthl (Hall, 2002; Ilomecckas, 2007;
Gamalero et al., 2009). Cam TepMHH «aHTHOKCHAAHT» NPHUMEHSIOT K
0OJBIIOMY YHCITy BEIIECTB pPa3HOW XHUMHYECKOH NpPUPOMBI, KOTOPHIE
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3allMIIAIOT KJIETKY OT TMOBPEXJACHUM, BbI3BaHHBIX JeicTBUeM ADK
(Salt, 2004). K aHTHOKCHIAHTaM OTHOCAT LIEJBIA psia (PEPMEHTOB U He-
(hepMEHTATUBHBIX HU3KOMOJIEKYJISPHBIX XUMHUYCCKHX COCTUHEHUH, KO-
TOpBIC 00PA3yIOT SANHYIO aHTUOKCHIaHTHYIO cucTeMy (AOC) pacTeHwMid.

C d2+

N

Cpsi3bIBaHHE TOKCHIHBIX HOHOB ¢ SH-,
COOQO' - rpynnamMu GekoB, 3aMeHa
HEOOXOUMBIX HOHOB METAIIOB Ha

TOKCHYHBIE B MOJICKYJIe (DePMEHTOB

Hapymienne GyHKIHUHE CTPYKTYPHBIX
GeJIKOB U CHIDKSHHE aKTHBHOCTH
AQHTHOKCH/IAHTHBIX (DepMEHTOB

/ 4 \

CHUKeHHE HHTEHCHBHOCTH CHUKCHHE HHTEHCHBHOCTH HapymeHHe MeTabOIHISCKUX
q)OTOCI/[HTeSa JbIXaHUA IIPOLECCOB

: _—

VYeenuuenne yposusi AQK

I

OKHUCIUTENIbHBIA CTpece

I

T1OJI, u3MeHeHHe CTPOSHMS U MIPOHHIaeMOCTH MeMOpan, Hapymenust JIHK,
TIOBPEIKICHUS OHOMOJICKYJT (JIMMHIOB, OSJIKOB, HYKICHHOBLIX KHCIIOT)

Puc. 33. Cxema MHIYKIMH OKHUCIUTEIHLHOTO CTPECCa Y PACTCHHUH TSHKEIBIMH
Mertaiamu (mo: Hossian et al., 2012)

OCHOBHBIMH aHTHOKCHIAHTHBIMH (DePMEHTAMH SBIISIIOTCS: CYIICPOK-
CHUAIMCMYTa3a, KaTajas3a, IBasKoJI-3aBUCHUMAasl MEPOKCHa3a, TIIyTaTH-
OH-S-TpaHc(epa3a, a Takke (epMeHTBl acKopOaT-IIIyTaTHOHOBOTO
IIUKJIa, CPEH KOTOPBIX acKOpOaTHepoKCHas3a, TIyTaTHOHIEPOKCHIa3a
u rmyratuonpenykrasa (Noctor, Foyer, 1998).
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Cynepoxkcuaaucmyrasa (COJ; KO 1.12.1.1) ygactByeT B mporiec-
ce neirpanusanuu O, ~ ¢ obpasoBanreM H,0,. Cunrtaercs, 4T0 IMEHHO
CO/Jl obecnieunBaeT «IepBYIO JTUHHUIO» 3aIlUThI KieTok oT ADK, kara-
JU3UPYS. PEAKIUI0 JUCMYTAIUU CYNEPOKCHUI-paUKaia B Pa3IHIHBIX
KoMmapTMeHTax kietku (Asada, 1994; Ahsan et al., 2009). B pacru-
TEJIBHBIX KJIEeTKaxX MpUCYTCTBYIOT Tpu Tuna CO/l, pasnugaromuxcs uo-
HOM MeTaJjuia, BXOJSIIUM B MX MOJICKYJIY B KauecTBe KOo(akTopa, U J0-
Kanm3aueit B kineTke. B wactHoctn, Fe-COJl mokann3oBaHa mpenmy-
IIECTBEHHO B xyopormactax, Mn-COJ] — B MUTOXOHJPUSIX W TIEPOKCH-
comax, Cu/Zn-COJ] — B amoruracre, IIUTO30JIC, XJIOPOILIACTAX, TIEPOK-
cucomax u rimokcucomax (Ilomecckas, 2007; Gill, Tuteja, 2010). O6-
Hapy>KEHO Takxke, uTo paszauunbie popmel COJ] 001a1a0T HEOAMHAKO-
BOI YyBCTBUTEILHOCTHIO K TSKEIBIM METalllIaM, HallpuMep, K KaMHIO:
CuZn-CO/l Gosee 4yyBCTBHUTENbHAs, OCOOCHHO €€ IMTO30JIbHAS H30-
¢dopma, Mn-COJ] — meHee uyBcTBUTENbHAs, Torna kak Fe-CO/l siBs-
ercst HanOoJee ycrounBoi nzodopmoii (Palma et al., 1998; Sandalio
et al., 2001).

Karanaza (KAT; K® 1.11.1.6) B 0CHOBHOM HaXOJIUTCS B TIEPOKCHCO-
MaX ¥ MHUTOXOHJPHUSX M C BBICOKOW CKOPOCTBIO pazjiaraeT MepeKuch BO-
JIopojia 10 BOIBI U Kuciopoaa. Ho, MockoibKy (epMEHT UMEeT HH3KOe
cponctBo k H,O,, oH HaunHaeT QPyHKIIMOHUPOBATH TOJIBKO IMPH OTHOCH-
TEJIHHO BBICOKUX €€ KOHIEeHTpanusx B kietke (I'apud3zsHoB u mp., 2011).

Ackopobarnepokcuaasa (AIIO; KO 1.11.1.11) sBasieTcs OCHOBHBIM
(hepMeHTOM JTsI TUKBUAIMY IEPEKUCH BOJOPOAA B KIIETKE, UCTIONIB3YS
MpPH ATOM B KauecTBE IOHOpPA 3JIEKTPOHOB aCKOPOMHOBYIO KHCIOTY.
OToT (hepMEHT MPHUCYTCTBYET B XJOPOILIACTAX, MUTOXOHJPHUSX, [IUTO-
30J1€, MIEPOKCHCOMaX H B allOILIACTe, HEKOTOPhIE ero N30(OpMbI CBs3a-
HbI ¢ MeMOpaHamu. ETO akTHBHOCTh KOPPEIUPYET C yCTOHYUBOCTHIO
pacTeHni K OKUCIUTEIILHOMY CTpPECCY, BBI3BAHHOMY JEHCTBHEM TSKe-
JIBIX METAJLIOB.

Iayraruonnepoxceunaza (I'TIO; KO 1.11.1.9) nokanuzoBana B
TUIa3MajieMMe, MUTOIIa3Me M MaTPUKCe MUTOXOHIpHiA. PepMeHT BOC-
CTaHABIIMBAET MEPEKUCH 3a CYET OKHCICHHS TNIyTaTHOHA, a TaKXkKe yda-
CTBYET B yTHIIU3AI[UH NIEPOKCUIOB KUPHBIX KUCIOT, HYKIEUHOBBIX KH-
CJIOT, OEJIKOB.

I'Basikoanepoxcugasa (I'BIIO; K® 1.11.1.7) nokanu3oBana B
IUTO30JIe, BAKyOJiX, KJIETOYHOU cTeHKe. BoccraHaBnmuBaeT mepe-
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KHCh 3a CUET OKHCICHHUs (PeHONBbHBIX coenuHeHuil (Asada, 1994).
@epMeHT y4acTBYET B 3aIUTE KIETKH OT OKHCIHTEIHHOTO CTpecca
B TE€X KOMIIApTMEHTaX (BaKyOJIM, KJIETOYHAas CTEHKa), B KOTOPBIX
et AIIO, ogHako umeercs 6omabiIoe KonuyecTBo henonos (Hupko-
Ba, 2002). I'TIO u I'B[IO o00namarT MOBBIIICHHONH YYBCTBU-
TEIBHOCTHIO K TSKEIBIM METaJlJIaM, TIO3TOMY MX aKTHBHOCTH MOXKET
CIYKUTh OZHHUM M3 MEPBBIX MOKa3aTeJeld OKUCIUTENBHOIO cTpecca
B pacTeHHusAX, BbI3BaHHOTO WX moHamu (Mac Farlane, Burchett,
2001).

I'ayraruonpeaykrasa (I'P; KO 1.6.4.2) kmtoueBoit ¢pepmeHt ac-
KOpOaT-rlyTaTHOHOBOTO IHUKJIA, KOTOPBHIM KaTalH3UPYET PEeakUuio
BocctanoBieHuss GSSG B GSH, compoBOXIAIOMYIOCS OKUCICHHEM
HAJI®H (Foyer, Halliwell, 1976). Yuactue storo ¢epmeHra B Mme-
XaHU3MaxX aHTUOKCUAAHTHOHN 3aIIMTHI CBSA3aHO C MOJJCPKAHUEM HE-
obxogumoro myna GSH B kieTke, ypoBeHb KOTOPOTO CHHXKAeTCs B
MPUCYTCTBHUH TSDKENBIX METAJNIOB B CBSI3U C €T0 PAcXOJOBaHHWEM Ha
cunte3 QuroxenatuHoB (Lascano et al., 2001; Hossian, Fujita,
2010).

I'nyratuon-S-tpancdepaza (I'ST; KO 2.5.1.18) urpaer BakHyto
pOJIb B MHAKTUBAIMH MPOIYKTOB OKUCIUTEIBHBIX HAPYIICHUH OHOMO-
JeKys1, 00pa3oBaHHBIX BCIIEACTBHUE MOBBIIEHHUS ypoBHI ADK B KiteTke.
depMeHT KaTaTu3upyeT KOHBIOTAINI0 BOCCTAHOBJICHHOW (POPMBI Iity-
TaTHOHA C Pa3HOOOPa3HBIMH THAPOPOOHBIMH U 3JEKTPO(UIBHBIMU
cyocrparamu (IIpagemoBa u np., 2011), ygyacTByeT B BOCCTaHOBIICHUH
ackopbara u3 aeruapoackopdara (Dixon et al., 2002) u B AeTOKCHKa-
MY TUTUAHBIX pagukaioB, oOpazoBaHHEIX B mporiecce [10JI (I'pumko,
Cpiukos, 2012).

Oo6o6matomas cxema renepupoanus ADK TsxkenbIMU METaJIaMH
W y4acTHe aHTHOKCHJIAHTHBIX ()EPMEHTOB B UX yJAJICHHUH TPE/ICTaBIIE-
Ha Ha puc. 34.

CornacHo pe3ynbTaTaM MHOTHX HCCIIEAOBAaHHWH, aKTHBHOCTh aHTU-
OKCHJAHTHBIX ()EPMEHTOB B MPHCYTCTBHH TSDKEIBIX METAJIOB, Kak
MPaBUIIO, YBEIMYUBACTCS, YTO CIIOCOOCTBYET CHIDKEHHUIO ypoBHS ADK.
Boszpactanne akTHMBHOCTH SIBJISIETCSI CIEICTBHEM CHHTE3a ()EpPMEHTOB
de novo (Foyer et al., 1997) u, kak TIoKka3bIBaeT aHAIN3 JIUTEPATYPHI (HA
MIpUMepe KaaMusl), MTPaKTHYECKH HE 3aBUCUT OT KOHIICHTpAIMHU MeTal-
Jla ¥ BUJa pacTeHui (tadu. 16).
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Tabauya 16. AKTUBHOCTh aHTHOKCHIAHTHBIX (DEpPMEHTOB B KJIETKaX KOpHEH
pacTteHuil B IPUCYTCTBUU KaIMHUsI

KoHieHnT- | AKTHBHOCTH
Pep- Bun pacrenus patit bepuerra, % Hcrounuk
MEHT KaJMusl, | 110 OTHOIICHUIO
MKM K KOHTPOJIIO
ATIO | Arabidopsis thaliana 5 150 Skoérzynska-Polit et al.,
2003/4
Bacopa monnieri 25 220 Mishra et al., 2006
Pisum sativum 45 130 Metwally et al., 2005
Orysa sativa 100 200 Shah et al., 2013
Triticum aestivum 900 300 Khan et al., 2007
I'BIIO | Arabidopsis thaliana 10 350 Semane et al., 2006
Brassica napus 10 130 Nouairi et al., 2009
Bacopa monnieri 25 240 Mishra et al., 2006
Pisum sativum 45 170 Metwally et al., 2005
Triticum aestivum 400 430 Amirjani, 2012
I'p Arabidopsis thaliana 5 200 Skoérzynska-Polit et al.,
2003/4
Brassica napus 10 130 Nouairi et al., 2009
Pisum sativum 40 150 Dixit et al., 2001
Triticum aestivum 400 180 Amirjani, 2012
Cajanus cajan 450 230 Garg, Kaur, 2013
I'ST | Pisum sativum 40 180 Dixit et al., 2001
Phragmites australis 50 250 Iannelli et al., 2002
KAT | Pisum sativum 45 200 Metwally et al., 2005
Orysa sativa 100 250 Shah et al., 2013
Cajanus cajan 450 210 Garg, Kaur, 2013
Hordeum vulgare 500 160 Demirevska-Kepova et
al., 2006
COL | Arabidopsis thaliana 10 140 Semane et al., 2006
Pisum sativum 40 120 Dixit et al., 2001
Orysa sativa 50 190 Hu et al., 2009
Nicotiana tabacum 100 140 Iannone et al., 2010
Triticum aestivum 400 300 Amirjani, 2012
Cajanus cajan 450 250 Garg, Kaur, 2013

Heo6xoauMo Takke OTMETUTb, YTO AaKTUBHOCTH PAa3HbIX aHTHOKCHU-
JAHTHBIX (DEPMEHTOB MOJKET IO-Pa3HOMY H3MEHSTHCS NPU BO3IEHCT-
BUU TSDKEJBIX METAJUIOB Ha pacTeHus. Hampumep, B IpuUCYTCTBUU Kaj-
MUs B KOPHIX ropoxa cHWxanach akTuBHOcTh CO/I, Torzna kaxk akTUB-
Hocth AIIO yeenuuuBanace (Dixit et al.,, 2001), B KOpHIX puca — aK-
tuBHOCTH COJl m I'ST yBenmmumBamuce, a AIIO nu KAT camwxkanucek
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(puc. 35) (Hu et al., 2009), B mucThax B. napus pu CHIKCHUN aKTHB-
Hoctu KAT yBennuuBanack aktuBHOCTH [ TIO (Nouairi et al., 2009), a B
TiCThIX A. thaliana npn ymensmennn aktuBHoctd AIIO 3ameTHO BO3-
pacrana aktuBHOCTh [P (Skorzynska-Polit et al., 2003/2004). [Ipenro-
Jlaraercsi, 4To OajaHC aKTUBHOCTEW pa3HBIX ()EPMEHTOB SIBIIAETCS Upe3-
BBIYAaiHO Ba)KHBIM MOMEHTOM 3(ddexkruBHOCTH padoThl AOC, 3ainu-
marorerd kineTku ot ADK, u CHIKeHNe aKTHBHOCTH OJHUX (DePMEHTOB
KOMIICHCHPYETCSl YCUIICHHEM aKTUBHOCTH IPYTHX.
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Puc. 35. AKTUBHOCTh aHTHOKCHJIAHTHBIX ()E€PMEHTOB B KOPHSX PACTCHUU puca
nipu nerictBuu kaamust (50 MxM) (mo: Hu et al., 2009):

A — cynepoxcumucmytaza (COJl), b — katamaza (KAT), B — ackopbarnepokcunasa
(AIIO), I' — rryrarnon-S-tpancdepasa (I'ST)

BwMmecte ¢ Tem umeeTcs Takke psi MyOJIHMKaIwid, B KOTOPBIX OIKCAHO
TONBKO CHIKCHUE aKTUBHOCTH (JEPMEHTOB aHTHOKCHIAHTHOW 3allUTHI B
MIPUCYTCTBUH TSKEIIBIX METAIUIOB. Tak, IO/ BIMSHUEM KaJMHUs CHIDKAIACh
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aktiBHOCTh KAT y pactennii dacomnu (Chaoui et al., 1997), moacoHedHn-
ka (Gallego et al., 1996) u ropoxa (Lozano-Rodriguez et al., 1997; Dixit et
al., 2001). B mpucytcTBum 3TOrO XK€ MeTalwia y pacteHuil Phragmites
australis ymenbianack aktuBHOCTE COJl, ATIO, I'P u KAT (lannelli et al.,
2002), y ropoxa — I'TIO (Dixit et al., 2001), y kykypy3sl — AIIO (Rellan-
Alvarez et al., 2006), y B. napus — axtusnocts COJl, KAT u AIIO
(Nouairi et al., 2009). [Ipu neiicTBun Mean y pacTeHHI OBca CHIKANACh
aktiBHOCTh KAT 1 ATIO (Luna et al., 1994). Cpeayt OCHOBHBIX IPUYHH
YMEHBIIICHNS] aKTHBHOCTH ()epPMEHTOB TIPU JISUCTBUH TSHKENBIX METALIOB
ABTOPBI YKa3bIBalOT MHTHOMPOBAaHNE MX OMOCHHTE3a M HapyLICHUE CTPYK-
Typbl MoJiekys. Ho, mockonbKy aBTopaMy HE OTMEUEHO B ATHUX YCIOBHUSIX
CHJIBHOTO TOPMO>KEHHS pOCTa PacTeHHU, He NCKIIFOYEHa BO3MOXKHOCTh TO-
r0, YTO YBENIMYMBAIACH AKTHBHOCTH OPYTHX (PEPMEHTOB aHTHOKCHUAAHT-
HOM 3aILIUTHI, KOTOPBIE HEe OBLIN MCCIIEAOBAaHbI B YKa3aHHBIX paboTax.

AHanu3 nuTepaTypsl HE TIO3BOJISIET CHENaTh OJHO3HAYHBIC BHIBOJIBI
OTHOCHTEITFHO HAJMYHSI YETKO BBIPAXKEHHBIX KOHIICHTPAI[HOHHBIX 3aBU-
CUMOCTEW M3MEHEHHsI aKTUBHOCTH (PEPMEHTOB B NMPUCYTCTBHUHU TsIKe-
JBIX MeTaioB. He 0OHapyXHIOCh Takke BIHMSIHUAE PAa3HBIX METAJUIOB
Ha WX aKTMBHOCTh. Hampumep, mpu BBIpAIIUBAaHUH PACTEHUH SUMEHS
Ha MMHUTATENIBHBIX PACTBOPaX, COACPIKALTUX Cd*, Co*, Cu*', Ni*', Pb*"
v Zn’" B KOHIIEHTPALMAX, BHI3BIBAIOIINX MPHMEPHO PABHOE HHIHOUPO-
BaHME MIUHBI KOpHS, akTHBHOCTH [ TIO 1 I'ST B KOpHSAX ObIIA MpakTH-
4ecKHl oAuHaKkoBoH (puc. 36). Bo3M0OXXHO, YTO aKTHBHOCTH (PEPMEHTOB
B OONbIIEH CTEMEHW 3aBHCHUT OT HPOMOJDKUTEIBHOCTH BO3ACHUCTBHA
TOKCHUYHBIX MOHOB. Tak, B MPUCYTCTBUHM LIMHKAa U XpOMa aKTHBHOCTh
KAT mocne nByx mHEH 3KCIIO3UIMN Ha PACTBOPE C METAUIAMHU yBEJIH-
YHBalach, TOrJa Kak 1mocje 4eThlpex AHEH — yMeHbIaaach, aKTUBHOCTh
ke I'TIO yBennuuBanace Ha 4-# 1 6-i IeHb, a K 8-M CyTKaM CHIKaJIach
(Panda et al., 2003). Ilpu gelicTBUM KaaMUs Ha paCTCHHS TabaKa aKTHB-
HocTh COJl B muCThAX 4epe3 3 yaca yBeIMYMBanach, a yepe3 21 yvac —
cHmwkanack (lannone et al., 2010), a y pacTeHnuii ropoxa B MpUCyTCTBHH
3TOTO XK€ MeTaia akTUBHOCTE ['TIO yBenmmumBanack Ha 6-€ CYT M BO3-
BpaIiajiach Ha ypoBeHb KOHTPOJBHOTO BapuanTa Ha 10-e cyT (I'purmko,
CriykoBs, 2012). O0HapykeHBl TakKe pa3inivs B aKTHBHOCTH aHTH-
OKCHJIAaHTHBIX (DEPMEHTOB B 3aBHCHMOCTH OT opraHa. Hampumep, B
KOpHSIX B. napus npu AeicTBUU MeAu akTUBHOCTh I'P cHubkanach, a B
JUCTHSIX, HA000POT, moBkImanack (Russo et al., 2008).

105



0,02

Q 0,016 |
£
v = 2
o 2 o012
g
o H
G g o008 |
55 1
=
£ 0,004 |
<
0 Il Il Il Il Il Il
KonTponb ~ Cd?* Co** cu® Ni%* Pb* Zn*

Puc. 36. Bnusaue tsxensix metawios (0.5 MM Cd*"; 1 MM Cu*' u Pb*"; 3 MM
Co™ m Ni*'; 6 MM Zn*") Ha aKTHBHOCTH IiyTaTHOHMepokcHuiassl (1) u

IIIyTaTuoH-S-TpaHcdepassl (2) B kopHe pactenuit sumens (mo: Haluskova et
al., 2009)

B nocnenaue ropl 00bII0e BHUMAHUE YACISETCS H3YUCHUIO BIIHS-
HHS TSDKEITBIX METAJUIOB Ha SKCIPECCHIO TEHOB, OTBETCTBEHHBIX 33 CHH-
Te3 aHTHOKCHIAHTHBIX (pepmeHToB (Sandalio et al., 2001; Fornazier et
al., 2002; Yoshimura et al., 2004). Pe3ynpTarhl MPOBOAUMBIX B 3TOM
00JIaCTH HCCIICIOBaHUI BBISBUIIM 3HAYUTEIBHOE YBEIWYCHHE YPOBHS
UX DKCIIPECCHU NPH JCHCTBUU Pa3HBIX TSHKENBIX MeTauioB. Hampuwmep,
npy NEeHCTBUU PTYTH BO3PACTalO COJIEPKAHWE TPAHCKPHIITOB TEHOB
GPX, GR 1 u GR 2 B kierkax pacreHuii ropoxa (Sdvenstrand, Strid,
2004) u monepns! (Ortega-Villasante et al., 2007). B npucyrctBum ka-
MUS B KOPHSIX U JIMCTBAX A. thaliana MOBBIIIANCS YPOBEHb 3KCIIPECCUH
reHoB AtSOD, AtAPX, AtGR, AtCAT (Smeets et al., 2008), B KOpHSIX
puca — reHoB OsGSTI, OsGST2, OsGST3, OsAPX n OsGR (Lee et al.,
2010a), a y pacrenuit Lolium perenne KagMuii WHAYyUHPOBAJ IMOBBI-
nieHHyto akcnpeccuto reHoB gepmentos COJI, ATIK, I'TIO u I'P (Luo
et al., 2011). BaxkHo, 4T0 BO3pacTaHWe YPOBHS IKCIPECCUN HEKOTOPBIX
TCHOB MPUBOJHT K YBEIHYCHUIO YCTOMYMBOCTH PACTCHUH K TSKEIIBIM
MeTamiaM. Tak, Bo3pacTaHHe KOJIMYECTBA TPAHCKPHIITOB I'€HOB (ep-
MentoB Cu/Zn-COJ] um AIIO y TpaHCreHHBIX pacTeHuit Festuca
arundinacea KOppeCOHAUPOBAIOCH C YBEIMUYEHHEM HX YCTOHYMBOCTH
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k Cd*™", Cu®™, As™ (Lee et al., 2007b). TpaHCreHHbIE e pacTeHHUs Taba-
Ka ¢ Hu3kuM ypoBHeM KAT, Hao60poT, 0OHApYKUBAIIN TTOBBIIICHHYIO
YyBCTBHUTENBHOCTH K Kagmuio (lannone et al., 2010). ABTOpBI cuuTAaIOT,
YTO T'eHBI, OTBETCTBEHHBIE 3a CUHTE3 (DEPMEHTOB aHTHOKCHUIAHTHOM 3a-
IIUTHI, MOTYT UTPaTh BAXKHYIO POJIb B YCTONYMBOCTH PACTEHUHN K TSIKE-
meIM MeTaiiaM. Ha 3ToM OCHOBaHHMM B HAcTOSIIEe BpeMsl MPEATIPHHS-
THI TIOTIBITKU CO3JIaHMsI C TTIOMOIIIBIO METOJIOB T'€HHOW WHXKEHEPHUU Pac-
TEHHI ¢ BBICOKON aKTHBHOCTBHIO aHTUOKCHUIAHTHBIX (DEPMEHTOB, KOTO-
pBIe 00TaJaIOT MOBBIIEHHONH YCTOWYHBOCTHIO K IETIOMY psy aOuoTH-
YECKUX CTPECCOPOB, BKIFOYAS TSIKEIIBIC METAILIHI.

[ToMrMO aHTHOKCUAAHTHBIX (PEPMEHTOB B YCTPAaHCHUU H30OBITOU-
HbIX KojaudecTB ADK npuHHMAIOT ydyactue U HeQEPMEHTHBIC HU3KO-
MOJIEKYJISIDHBIC COCTUHEHHS, BAKHEHIINMHU M3 KOTOPBIX SIBISIOTCS ac-
KOpPOWHOBAs KUCJIOTA, BOCCTAHOBJICHHBIN TITyTaTHOH, 0.-TOKO(epoII, Ka-
POTUHOUJIBI U TIPOJIHH.

AckopouHoBasi kucjora (AK) — kirroueBoi aHTHOKCHIIAHT, TEHCT-
BYIOIIMIA BO BCEX KJIETOYHBIX KOMIIAPTMEHTAX, TJIe BO3MOXKHO 00pa3o-
Baane ADK. Ee antnokcumantHeie GpyHKIHE OOYCIOBIICHBI TEM, YTO
AK sBrisercs moTeHIIMaTbHBIM JJOHOPOM MPOTOHOB, UCIIOIB3YEMBbIX AJIS
BoccranoBiieHus nepekucu (ITonecckas, 2007). Oxucnenne AK mpuso-
muT K mukBugannu ADK Ha MeMOpaHax opraHelll, B aloruiacTe u XJIo-
pomnacrax. Kpome toro, AK cmocoOHa pearnpoBath ¢ CyNepoOKCHIHBIM
Y THIPOKCHWIBLHBIM PAJIMKAIAMU U TEM CaMbIM CHIDKATh UX KOHIICHTpA-
IO B KJIETKe. B mpuCyTCTBUM TSDKENBIX MeTawioB cojaepkanue AK
0OBIYHO BO3PACTAET, CIIOCOOCTBYS YBEIHUEHHUIO YCTOWYHMBOCTH pacTe-
HUR K okuciuTelbHOMYy cTpeccy (Skorzynska-Polit et al., 2003/2004;
Martinez-Dominguez et al., 2008; Hu et al., 2009).

I'IyTaTHOH SBISETCS JKU3HEHHO Ba)KHBIM JJIEMEHTOM aHTHOKCH-
JAHTHOW CHCTEMBI PACTHTENBHBIX KJIETOK, 3alHUINAIOIIEH WX OT OKHC-
JUTEILHOTO CTPECCA, BRI3BAHHOTO JICHCTBUEM Pa3IUYHBIX HEOJIAronpu-
ATHBIX (pakTOpOB BHemHe cpeanl. Bzanmoneiictys ¢ ADK, GSH mnpe-
oOpasyercss B okuciaeHHyo ¢opmy (GSSG) (Vanacker et al., 2000;
Noctor et al., 2002b; Szalai et al., 2009). H3BecTHO, 4TO MOIACPKAHUE
B KIIETKE ONTUMAILHOTO YPOBHS OOIIEro IMyJia TIyTaTHOHAa HEOOXOIH-
MO JUTSI HOPMAJIBHOW METa0OIMYECKON aKTUBHOCTH KIIETKH, TODTOMY
MPU CTPECCOBOM BO3/ICHCTBUH YPE3BBIYANHO BaYKHO MOJIepKaHne HeoO-
xoaumoro ypoBHs GSH 3a cuet ero cunte3a. B mpucyTCTBUM TSXKEIbIX
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MeTaJIoB BeneacTBre pacxonoanns GSH Ha cuaTes @X 0MacHOCTH U3-
MeHenus cootHoieHns GSH/GSSG BecbMa BBICOKA, YTO MOKET IPHUBO-
JUTH K LIEJIOMY DSy HEraTHUBHBIX MOCIIEICTBUH, CBSI3aHHBIX C N3MEHEHH-
€M OKHCIIUTEIbHO-BOCCTAHOBUTEILHOTO OTEHIIMANA KIIETKU.

0-ToK0(depos OTHOCHUTCS K (DEHOTHHBIM aHTHOKCHIAHTaM. Y pacTe-
HUH U (OTOCHHTE3UPYIOIINX MHKPOOPTaHW3MOB OH HAaXOIHUTCS, B OC-
HOBHOM, Ha MeMOpaHax TuiakouaoB xioporuactoB (Gill, Tuteja,
2010). a-Toxodeponm obmamaeT CIOCOOHOCTHIO B3aWMOJEHCTBOBATH C
0," "1 '0,. [ToMuMO 3TOTO0, OH HeDEPMEHTATUBHO PEATHPYET C JINITH/-
HBIMH paJUKajlaMH, B pe3ylipTare uyero Omokupyercs mpouecc [10JI
(Mittler, 2002). Yuactue o-Toxodepona B yCTOWYMBOCTH PACTCHUH K
TSDKEJIBIM MeTajljlaM JIOKa3blBalOT, B YACTHOCTH, OIBITHI C MyTaHTHBIMU
pactenusamMu A. thaliana ¢ nepuuutoM o-toxodepoina B kietkax (vtel),
KOTOpBIE XapaKTepU3yIOTCS MOBBIICHHON YyBCTBUTENBHOCTBIO K Kaj-
muto u Menu (Collin et al., 2008).

KaporuHouas! J0oKanu30BaHbl, B OCHOBHOM, B XJIOPOILIACTAX W 3a-
mumaioT ¢orocunternueckuii anmapatr ot AD®K (Kpecnasckuii u 1p.,
2012). Ouu sBistorcs Hawbosnee 3Q(HEKTUBHBIMM MOJICKYJIaMH IS
yCTpaHEHUsI CHHTJIETHOTO Kuciopoaa (Mep3iik, 1999). [TokazaHo, 4rto Ka-
potuHon B! «oOpbiBatoT» peakuuu [10JI (Mep3msik, 1999) n ycunusatot
nerictBre o-Tokodepora mpu cs3pBannd ADK (Burton, Ingold, 1984).

IIposun. Yyactue npoivHa B CUCTEME AHTHOKCHIAHTHOW 3alllUThI
KJIETOK OT OKHCJIUTENBHOro cTpecca ObU1o 0OHApy>KEHO OTHOCUTENHHO He-
naBHo. Ilpenmonarator, 4To MpoJMH y4acTBYeT B JAETOKCHKALMH THIPO-
KCHIT-paJiikalia M cynepokcua-paaukana (Pagroxunaa u ap., 2008; less-
KoBa u Jip., 2009). Mcxons n3 XUMHYECKOH CTPYKTYPhI MOJIEKYIIBI TIPOJTH-
Ha, 8 IMEHHO — CIIOCOOHOCTH 00pa30BBIBAaTh YCTOWUMBBIN payKall, mMpe-
TOJIAraeTcsl, YTO OH MOXKET MPUHMUMATh Y4acTHE B «TYLICHUH» CBOOOIHO-
panuKanbHBIX peakimid, B ToM guciie [10J1 (Iesskora u mp., 2009).

B nenom 3HaueHne HeQEepMEHTHBIX HU3KOMOJIEKYJSPHBIX aHTHOK-
CH/IaHTOB B KJIETKE B YCJIOBHUIX OKHUCIUTEIHHOTO CTpecca, BEI3BAHHOTO
JEHCTBUEM TSDKENBIX METAIUIOB, BENHKO. [Ipu OBICTPOM HCTOLICHUU
KOHCTUTYTHBHOTO TyJia (pepMEHTOB CBOOOJHBIMHU PajHKaIaMU BCIC]I-
CTBHE HETaTMBHOT'O BIIMSIHUSI TOKCHYHBIX HOHOB HA CTPYKTYPY MOJIEKYIJI
1 OnocuHTE3 PEPMEHTOB M HEOOXOMMMOCTH OIPEIEIICHHOTO BPEMEHHU
Ul MX CUHTE3a de novo aHTHOKCUJIAHTHYIO 3allUTy OCYILLECTBIIIOT, B
ocHoBHOM, HedepmenTHble coequnennst AOC (Kenus u ap., 1993).
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B Hacrosiiee Bpemst 00JbIlIoe BHUMaHUE YAEISCTCS BBISABICHUIO 3a-
BHCHMOCTH MEKy YPOBHEM aKTUBHOCTH KoMoHeHTOB AOC (dbepmeH-
TOB B HE()EPMEHTHBIX COCITUHEHUI) U YCTONYUBOCTHIO PACTCHUH K TS-
skenbiM MetawiaMm (Verma, Dubey, 2003; Foyer, Noctor, 2005; Xy u
np., 2007). Ilpu u3ydeHHH APYTHX BHUIOB CTPECCOBOTO BO3ICHCTBUSA
00HapyXKeHO, uTo 0oJiee YCTOMYMBBIC BUIBI (COPTa, TEHOTHUIIBI) 001a1a-
10T 0oJiee BBICOKMM COJCpKaHUEM COEAMHEHUH-aHTUOKCHIAHTOB, a
Takxke OOJNbIei aKTUBHOCTHIO (PEPMEHTOB aHTUOKCHIAHTHOM 3alllUTHI
(Hegedus et al., 2001; Wu et al., 2003; Benavides et al., 2005; Epuioa
u ap., 2011). IIpu 3TOM yCTOMYMBOCTH PACTEHUI K OKHCIUTEILHOMY
CTpeCcCy MOXET 00eCIeUrnBaThCS YBEIUYCHUEM aKTUBHOCTH KaK OHO-
ro, Tak U HecKoJIbKuX (pepmentoB (Shi et al., 2006). B oTHOIIEHUH TH-
JKENBIX METAIUIOB TAKOTO POJia NaHHBIX Topa3io MeHbIe. TeM He MeHee
oOHapyXeHa MpsMas 3aBUCHMOCTb MEXAY YCTOMYMBOCTBIO Pa3HBIX
COPTOB TOpOXa K KaaMHIO M COAep)KaHWeM B KieTkax KopHs GSH
(Metwally et al., 2003). YcroiuuBble K 3TOMY K€ METaUly T€HOTHUIIBI
P. australis obnagamu Gonee BBHICOKONH aKTUBHOCTBIO TakuX (pepMeH-
ToB-aHTHOKCHAaHTOB, Kak I'P u I'TIK (Iannelli et al., 2002). OueBumHo,
JaNbHelIee N3ydeHne 3TOTO BOMPOCAa MMEET BaKHOE MPAaKTUYECKOe
3HAYCHHE MPH 0TOOpPE YCTOWYMBBIX BHUIIOB PACTCHHUU IS Iesel (uTo-
peMenuaIuy 1MovB, 3arps3HEHHBIX TSHKEIBIMU METaNIaMU.

B nenom tsxenbie MeTauibl BbI3BIBAIOT Y pAaCTEHUN CHIIBHBIN OKHC-
JUTENBHBIA CTPECC, CBA3aHHBINA ¢ pe3KUM MoBbiIeHneM ypoBHI ADK B
knetke. Opnako 3¢ ¢dexrusaas padbota AOC, KoTopasi BKIIOUAET B ceOs
LeNbIA psin pepMEeHTOB U HE(PepPMEHTHBIX HU3KOMOJIEKYJISIPHBIX COeIH-
HEHUM, B 3HAYUTEJIBHON CTEIIEHU NHAKTUBUPYET UX HEFaTUBHOE JCHUCT-
BUe Ha pacteHus. llodToMy yBelWYeHHWE aKTUBHOCTH KOMITOHCHTOB
AOC sBasieTcss BaXKHbIM MEXAHM3MOM 3allUTHl KJIETOK PACTEHHH OT
BITUSTHUSI TSDKEJBIX METAJIOB HApaBHE CO CBSI3BIBAHWEM TOKCHYHBIX HO-
HOB (pUTOXETATHHAMU M TPAHCIIOPTOM TaKHX KOMILJICKCOB B BaKyouib. 1
TOJIBKO BBICOKHE KOHIICHTPAIUU TSDKENBIX METaJIOB IPUBOST K MOTE-
pe cnocoonoct AOC koHTposupoBaTh ypoBeHb ADK, uro B KOHEU-
HOM CYeTe MOKET IPUBECTH K TUOEIHN KJIETOK M PACTEHUS B IIEJIOM.

Pesromupyst Bce BBIIIEU3IIOKEHHOE, CIACIYET CIlle pa3 MOIYCPKHYTh,
YTO y pacTeHU WMeEeTCs LENbIH Pl MEXaHU3MOB, 00ECIICUHBAIOIINX
UM BO3MOXXHOCTh HOPMAaJIbHO PAacTH M Pa3BUBATHCS B YCIOBHUSX MOBHI-
IICHHOTO COJICPXKaHMs TSXKEIbIX METAIJIOB B OKpYXKalomled cpeze.
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Puc. 37. Mexanu3msl yCTOHYHBOCTH PAacTeHUH K TsOKenbIM Metaimiam (TM)
(mo: Manara, 2012):

a — CBSI3BIBAHHME MOHOB TSDKENBIX METaUIOB KOPHEBEIMH BBIACIECHUSMH B pru3zochepe 1
KJIETOYHOH CTEHKOH; b — orpaHMYeHHe IIOCTYIUICHHS depe3 INIa3MalleMMy; C —
BBIBE/ICHIE TOKCHYHBIX MOHOB M3 IUTOILIA3MBI Yepe3 Iula3MaleMMy B amoriacT; d —
CBA3BIBAHME TSDKENBIX METaUIOB Pa3iMYHBIMM XeJlaTOpaMH B IMTOIUIAa3Me C
00pa3oBaHMEM KOMILIEKCOB; €, f — M30J14IMs B BAaKyoJIM KOMIUIEKCOB M CBOOOIHBIX
HOHOB, g — MHIYKLUs 3neMeHToB AOC

BaxxHoe MecTo cpeu HUX 3aHUMAIOT KIETOYHBIC MEXaHU3Mbl yCTONUH-
BocTH (puc. 37): CBA3BIBAHWE MOHOB TSDKEIBIX METAIOB KOPHEBBIMHU
BBIJICJICHUSIMU B pu3ocdepe, orpaHHYCHNE MX TOCTYIUICHHUS B KJIETOY-
HOW CTEHKE W IUIa3MalieMMe, BBIBEJICHUEC TOKCHYHBIX MOHOB U3 IUTO-
TUIa3Mbl Yepe3 Tia3MaieMMy B CBOOOJHOE MPOCTPAHCTBO, CBSI3bIBAHHE
TAXKEIBIX METAJJIOB PA3JIMYHBIMHU XEJIaTOpaMU B IUTOILIA3ME,; U30JIA-
1IUsl CBOOOTHBIX MOHOB HMJIM MX KOMILICKCOB B BaAKYOJIH, a TAKIKE UHIYK-
s saaemenTos AOC.



I''TABA 4

BOCIIPUSATUE U MIEPEJAYA B KJIETKAX PACTEHUI
CHUTHAJIA O BO3JEHCTBUH TAXKEJBIX METAJLJIOB

[lepemavya curHama B pacTEHUSX O JACUCTBUU TSHKEIBIX METAJUIOB,
TaK K€ KaK U JPYTUX CTpecc-(PaKTOPOB, HA YPOBHE KIETOK BKJIFOUACT B
ce0s TpY OCHOBHBIX 3Talla: a) BOCTIPUATHE (PEIEIIINio) CUTHaa, 0) 1e-
penady u ycwiieHne (TpaHCIyKIINIO0) CUTHANA, B) M3MEHEHHUS B DKCITPEC-
cuu renoB (JIyrosa u ap., 2010). IIpuyem 3TOT nporiecc OCyIIecTBIseT-
Csl C y4aCTHEM CIIOKHOW ceTH cHrHaNbHBEIX cucteM (Maksymiec, 2007,
DalCorso et al., 2010; Vaahtera, Brosché, 2011; Bartoli et al., 2013;
Gallego et al., 2012; Lin, Aarts, 2012; Sytar et al., 2013). Bremaue
CUTHAJIBI, IOCTYIIMBIINE B PACTUTENBHYIO KIETKY U3 OKPYXKAroIIel cpe-
JIbI, BOCIIPUHUMAIOTCSI C TTIOMOIIBIO CIIEHATBHBIX PELeNnTOPOB (CEHCO-
POB), PAcCIIONIOKEHHBIX Ha KJIETOYHOW MeMOpaHe W B muTormiasme. B
JMaNbHEHIIeM B TpeoOpa3oBaHMM W TIepeAaye CUTHAja, BBI3BAHHOTO
JIEUCTBUEM CTPECCOPA, YUACTBYIOT pPa3IMUHbIE KOMIIOHEHTbI CHUTHaJIb-
HBIX CHCTEM (CHUTHAIBHBIX MyTeH) pacTeHUI — CUTHAJIBHBIE MOJIEKYIIHI,
cucremMa Ca’ —KalbMOIYIMH, NPOTEMHKHHA3BI, TPAHCKPHIIHOHHbIC
(hakTophl, criennpUIecKH BIUSIOINE Ha dKcrpeccuto TeHoB (JIyToBa u
np., 2010). He ucknrodeHo, 9To MaabHEHIIIEe HCCISIOBAHMS IPUBEIYT
K PacIIUpEHUIO ITOTO CIHCKA.

4.1. Bocipusite CMTrHAJIA O AeHCTBUM TSAXKEJIbIX METAJLUIOB

B Hacrosiee BpeMsi CUMTAIOT, YTO B KA4ECTBE PEENTOPOB (CEHCO-
POB), BOCIIPHHUMAIOIINX BHEIIHUE BO3ACHCTBHS aOMOTHYECKHUX (pakTo-
POB, MOTYT BBICTYHATh PEIENITOPHBIC OEIKU C (hePMEHTATUBHON aKTHUB-
HOCTBIO; PEIENTOPHI, COMPSDKEHHBIE C TeTepoTpuMepHbIMU (G-OenKkamu;
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a TaKe pernenTopsl — Kapuessle KaHaib (Tor et al., 2009; JIyrosa u
Ip., 2010).

Kak m3BecTHO, IEPBUYHON MHIIEHBIO ISl TSHKEIBIX METaJUIOB SIBJISI-
eTcst KlieTouHasi cteHka pactenuii (Blinda et al., 1997). BrickazaHo npen-
MOJIOKEHUE, YTO B JATbHEUIIIEM TSDKENbIe METAIUIBl MOTYT CBSI3BIBATHCS
C penenrtopamy, JIOKaJM30BaHHBIMH Ha IUIA3MalleMMeE KIIETOK, TeM ca-
MbIM reHepupys crpeccoBbiii curHai (Thévenod, 2009; DalCorso et al.,
2010). CumraeTcst TakKe, 9TO THKENBIE METaUTBI IEHCTBYIOT Ha BCE KJle-
TOYHBIE MEeMOpaHBl PACTEHHUH, BKIIIOYAs THJIAKOWIHbIE MEMOpaHBI XJIO-
porutactoB (Maksymiec, 2007). Ho TouHBIX 1 JeTalbHBIX JaHHBIX O pe-
LENTOpax THKEIBIX METAIOB Ha CETOAHSIIHHMN JeHb oyeHb Maio. [lo
CyTH, Ha 3TOT CYET UMEIOTCS JIMIITh eAMHINYHBIE CBeleHMs. B gacTHOCTH,
B KOPHSIX YCTOMYMBBIX M HEYCTOMYMBBIX K HOHAM MEAH COPTOB PHCA CO-
BCEM HEAaBHO OBUI BBIABJIECH perentoponoaoOHsiii 0enok LPK (putative
receptor-like protein kinase) (Song et al., 2013).

[lormyTHO OTMETHM, YTO 3HAYMTENHHYIO POJNb KIECTOYHOW CTEHKE H
IUIA3MaTHYECKOl MeMOpaHe OTBOJST B BOCIIPUSITHN U JPYTHX aOHOTHYe-
ckux crpeccopHbix curaaioB (Kacperska, 2004; Niklas, 2008). Oanako,
HECMOTpS Ha TO YTO MPUHIMIHAIBHAS CXeMa MepeJadl CUrHala pa3iind-
HBIX CTPECCOpOB, MO-BUAMMOMY, OOIIasi (BOCHPHUSITHE CHUTHAJIA CEHCO-
pOM, ero mepefada OT ceHcopa K MEepPBUYHON MHIIEHH, SKCIIPECCHS Ie-
HOB), JIETAJTX 3TOTO IPOIlecca U OCOOCHHOCTH TEPBUYHOTO BOCTIPHATHUS
CEHCOpPHOTO CHrHaja moka He BeisicHeHb! (Komymaes, Kapner, 2010).

4.2. YyacTue BTOPHYHBIX MECCEHIKEePOB B Nepeaaye CUrHaIa

B nepenauy curnana o eiiCTBHM Ha KJIETKY PaCTEHHsSI CTPECCOPOB, B
TOM YHCIIE TSDKEJBIX METAIOB, MOTYT OBITh BOBJICUCHBI Pa3IHYHbBIC
CUTHAJIbHBIE MOJICKYJIbl — BTOPHUYHBIC MECCEHIDKEPHI (BTOPHYHBIC I1O-
cpennuku) (Maksymiec, 2007; Mazzucotelli et al., 2008; Thévenod,
2009; Gallego et al., 2012). OHu CIOCOOHBI ITEPEMEIIATHCS 0 KIETKE U
3amyckaTh padoTy OEJKOB, yYacTBYIOIIUX B TPAHCAYKIUH CHUTHAJIOB.
BaxHbIME QYHKIHSIMUA BTOPHUHBIX MECCEHKEPOB SIBISICTCS YCUIICHUE
CUTHAJIa Ha KaXKJIOM dTalle CHTHAJBHOTO KaCKaJ/ia, a TaKXKe B3aUMOJICH-
CTBHE U NIEPEKPECTHAS AKTUBAIINS HECKOJIBKHX CHTHAJBHBIX MYTEH, 4TO
MOXKET UMETh OOJIBIIIOE 3HAYCHUE JJISl OOIEH KOOPIUHAIIMA OTBETHBIX
peaxuuii pacrenuii (JIyrosa u ap., 2010).

112



Kak moxa3pIBaroT WCCIEIOBaHUSA, CPeAd BHYTPHKIETOYHBIX MecC-
CEHJDKEPOB 0co0ast poiib MPUHAICKUT aKTUBHBIM (hopMam Kuciopoa
n noHam Kanbuus (Kaur, Gupta, 2005). Ho ans ¢popmupoBanus anan-
TUBHOTO OTBETa CYIIECTBEHHOE 3HAYEHHE MOTYT UMETh U APYTHE CHI-
HaJbHBIE MOJIEKYIBI — OKcHA azoTta (NO), UKINIecKuil ageHO3MHMO-
Hodochar (HAM®D), a takke (HUTOrOPMOHBI (CAIUIIMIOBAs KHCJIOTA,
KacMOHaT, adCLIU30Bast KUCJIOTA, ayKCHHBI, OpaCCHHOCTEPOUABI) U TO-
JuaMuHbl (ITyTpeciuH, cnepmuanH, cnepmuH) (Chmiclowska-Bak et
al., 2014).

AxTuBHble Gopmbl kuciaopona (ADK). B nacrosimee Bpems qoka-
3aHO, 4T0 ADK mpHu pasau4HBIX CTPECCOPHBIX BO3JEHCTBHUSX MOTYT
BBITIONHATH JBOSIKYIO POJIb: OHU WJIM HETOCPEACTBEHHO WHHUIIUHPYIOT
WHTEHCUBHBIN OKHCIUTENBHBIN CTpecc, COMPOBOXKAAIOMINNACS TOBPEXK-
JEHUSMH KIJIETOK, MJIM JEHCTBYIOT B KayeCTBE CHIHAJIBHBIX MOJIEKYI,
WHIYIHUPYIOMIUX PSJI MOJIEKYJISIPHBIX, OMOXUMHYECKHX U (PH3HOJIOTH-
YECKHX PEaKIni, KOTOpPBIE CIIOCOOCTBYIOT aKTHBH3AIMU aJIalITUBHBIX
MEXaHMU3MOB M TIOBBILIEHUIO YCTOMYMBOCTH pacteHuit (Jaspers,
Kangasjirvi, 2010; Kpecnasckwuit u nmp., 2012; Bartoli et al., 2013).

[Ipu nmeficTBUM TsHKENBIX MeTaIOB Ha pacteHus ADK Takxke, ¢ of-
HOW CTOPOHBI, BBI3BIBAIOT MOBPEXKICHHE KJIETOUHBIX CTPYKTYD, @ C Ipy-
TOH CTOPOHBI, MOTYT BBICTYNATh B KAU€CTBE BTOPHYHBIX MECCEHIKEPOB
(Sytar et al., 2013). IToBpexaatomiee nerictBue ADPK Ha KIIeTKu pacrte-
HUM, TOABEPTHYTHIX ICHCTBUIO TSKENBIX METaJUIOB, MOAPOOHO pac-
cMoTpeHo B m1aBe 3.5. B ganHoM paznene ocraHoBumcs Ha ADPK kax
MOCpeHUKAX TPU TIepeiade CUTHAIIOB B SJIPO.

Kax y»xe ormeuanocs, B mocienuue roasl ADOK paccmaTpuBaroTcs B
Ka4yecTBE BaKHEHWIINX CUTHAJIBHBIX MOJIEKYJ, BOBJICUCHHBIX B Iepera-
4y BHYTPHUKJIETOYHBIX CUTHAJIOB, PEryIUPYIOIINX SKCIPECCHIO TEHOB H
aKTUBHOCTP 3aIIUTHBIX cucTeM. CuuTaeTcs, YTO pealn3alus CUTHAIb-
Hoit pyHKIMH ADK MOXET OCyIIecTBIATHCS Yepe3 W3MEHEHUE MTOTEH-
yana peqoKC-4yBCTBUTENBHBIX KIETOYHBIX KOMIOHEHTOB, PETYJIISIIHIO
mporeccoB  hochopunuporanust/nehocHOpPHUINPOBAHUS  CUTHAIBHBIX
0enKoB (TPaHCKPUIIIMOHHBIX (DAaKTOPOB), PETYISIHIO YPOBHS BTOPHY-
HBIX MECCEH/KEPOB, a TaKKe uepe3 U3MEHEHHE aHTHOKCHIAHTHOW akK-
tuBHOCTH B KieTke (KpecmaBckuit u mp., 2012). Hammpumep, nmepexuch
Bogopona (H,O,) sBuseTcss yHUBEpPCANbHOW CHTHAJIHLHOW MOJICKYJIOMH,
KOTOpasi PeryidpyeT OTBET PAacTCHU Ha pa3iuuHble OMOTHYECKHE H
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abuotuueckue crpecc-pakropsl. H,O, — HauMeHee TOKCHYHAS 110 CPaB-
HeHuto ¢ ApyruMu ADK u OTHOCHTENBHO MONTOXKUBYIIAS MOJIEKYJa
(Vranova et al., 2002), koTopass MOXXET MPEON0JIeBaTh 3HAYUTEIbHBIC
paccTosHUS U MPOHUKATh Yepe3 MeMmOpankl (Bienert et al., 2007). Cun-
TaeTcs, 9TO MEPEKUCh BOAOPOaa, Kak U HeKoTopeie npyrue ADK, cro-
co0Ha MOIYTMPOBaTh AKTHBHOCTh CHUTHANBHBIX KOMIIOHEHTOB, TaKUX
kak MAP-kuHa3b1 u pocdartasbl, HaKTOPHl TPAHCKPHITIUU U KaJbIIHE-
Bbie KaHaibl (Jaspers, Kangasjarvi, 2010).

Cyzs Mo WMEIOUINMCS TaHHBIM, OJJHUM W3 PaHHUX OTBETOB pacTe-
HUSI Ha BO3JEHCTBUE TSDKENBIX METaJUIOB SIBIACTCS yCUIICHHE TeHepa-
mun A®K, B nepyto ouepear H,O,, koTopas BbICTynaeT B KauecTBe
KJIFOYEBOM CUTHAJIBLHOM MOJIEKYJIbI, BOBJICUCHHOM B Iepejady CTpec-
COPHBIX CHTHAJIOB, PETYIHMPYIOLIMX SKCHPECCHIO T€HOB M AKTUBHOCTD
3anuTHBIX cucteM (Maksymiec, 2007). Hampumep, yBenuueHue coaep-
xaausg H,O, oTMeueHo npu BO3IEHCTBUN MEIU U KaJMHUS Ha PACTCHHS
A. thaliana (Maksymiec, Krupa, 2006; Ann et al., 2011), kanmust — Ha
pacrenus nmenusl (Wang et al., 2011), pTyTu — Ha pacTeHus: Tomara
(Cho, Park, 2000) (taba. 17). YcraHOBIEHO, YTO MOHBI MEIU UHIYIIH-
pyroT obpazoBanue APK mpsmMo wiIM OmOCpeT0BaHHO, Yepe3 M3MEHe-
Hue skcrpeccun MUKpoPHK398 (miR398) — koporkux monekyn PHK,
KOTOpBIE CBS3BIBAIOTCS C KOMIUIEMEHTapHbIMU ydacTkamMud MPHK, Tem
CaMBIM MHAaKTUBUPYIOT U ITOMEYAIOT €€ ISl MOCTIeNyIoIel erpataun
pubonykieasoii (Huang et al., 2009). Kaamuii nunaynupyet obpasosa-
nue AOK uepes perymsiunio aktuBHoctd HAJIOH-okenaassr (Groppa
et al., 2012), comepkanmsi noHOB Kambiusa (Romero-Puertas et al.,
2004), a Tarxke uHruOupoBaHue 3kcmpeccud miR398 (Sunkar et al.,
2006).

OO0pasoBaBLiascs IEPEKUCh BOAOPOJA aKTUBUPYET CHennu(UUECKUE
MPOTENHKUHA3bI, KOTOPHIE, B CBOIO 0UYEPE/Ib, PETYIUPYIOT IKCIPECCHIO
TCHOB, YYacTBYIOIIMX B 3AIUTHBIX PEaKkIMAX pacTeHHH Ha ACHUCTBHE
TsoKenbix MetaiioB (Gallego et al., 2012). B Boctpusitun u nepenade
curHana o HakoruieHnn A®DK oCHOBHas poJib OTBOIAUTCS CEHCOpam
0enmkoBOW MpHuponbl. B "acTHOCTH, Mpenmoyiaraercs, 4To B Iepenade
curHajga o0 HMHIYUMPOBAHHOM TSDKEJIBIMM METaJUlaMH HaKOIUICHUN
H,O, yuactByer 0enox OXI1 (oxidative signal-inducible 1), a o Hako1-
nennu cynepokcuna — oenku EX1 unmu EX2 (executer 1, 2) (Rentel et
al., 2004; Lee et al., 2007a). OTu ceHCOpHbIe O€JKH YYacTBYIOT B
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TpaHCAYKINH cuTHaj1a Ha MAP-KkuHa3HBIN Kackad, KOTOPBIH MOXET aK-
TUBUPOBATH OOJBIIOE YHCIO TPAHCKPUIIMOHHBEIX (akTopoB (Jonak et
al., 2002). Curnan moxer nepenaBaTbcss K MAP-knHa3HOMY Kackamy
u/unm GakTopam TPaHCKPHUIIIUN JTUOO OT 3TUX CEHCOPHBIX OEIKOB, JH-
60 manpsmyto ot H,O, (Kpecmasckuii u ap., 2012). B pe3ynprare akTu-
BUPYETCS TPAHCKPHUIIIUS [C€HOB, POITYKTH KOTOPBIX HEOOXOAUMBI JUISI
HenTpamuzaunun APK. Monekynsl H,O, MOryT Takke peryaupoBaTh
9KCIIPECCHIO TEHOB HAa YPOBHE TPAHCIISINH, HAlIPUMEP, OKHCIISS OCTaT-
ku 1uctenHa (akropa snouranuu G (EF-G) B xjoporiacrax u OJI0KH-
py# TpaHcisiuuio HOBIX OenkoB (Nishiyama et al., 2011).

Tabnuya 17. BTopuuHBIE MECCEH/DKEPHI, YYacTBYIOUIHME B CHUTHAJIUHIE
TSDKEJIBIX METAJUIOB Y paCTEHUH

Cﬁgigﬁ;ize Merann Bun pacrenus Hcrounuk

H,0, ca* Nicotiana tabacum | Olmos et al., 2003

car? Pisum sativum Romero-Puetras et al., 2004

cd* Arabidopsis thaliana | Cho, Seo, 2005

Ccd*, cu** Arabidopsis thaliana | Ann et al., 2011

Hg** Lycopersicon Cho, Park, 2000

esculentum
Cu*", Mn* Hordeum vulgare Demirevska-Kepova et al.,
2004
Ca** cu* Phaseolus faba Maksymiec, Baszynski,
1999

cd* Oryza sativa Hsu, Kao, 2003

cd* Raphanus sativus Rivetta et al., 1997
DTuIeH Cu*, Zn** Phaseolus vulgaris | Gora, Clijsters, 1989

Fe** Oryza sativa Yamauchi, Peng, 1995

cd** Hordeum vulgare Vassilev et al., 2004
JKacmonopas | Cu®" Oryza sativa Rakwal et al., 1996
KMCIIOTa cd* Oryza sativa Agrawal et al., 2003

cd*, cu* Arabidopsis thaliana | Macsymiec et al., 2005
Camumunosas | Cd>* Arabidopsis thaliana | Zawoznik et al., 2007
KHCIIOTa cd* Hordeum vulgare Metwally et al., 2003

Cu*, Cd*, Hg*" | Oryza sativa Kim et al., 2003
A6cmmsosas | Cd* Oryza sativa Hsu, Kao, 2003
KHUCJIOTA cd* Solanum tuberosum | Stroinski et al., 2013
Oxcup asora | Cd** Nicotiana tabacum | Gould et al., 2003

cd* Helianthus annus | Groppa et al., 2008

cd* Oryza sativa Xiong et al., 2009
Bpaccuromume! | Cd** Arabidopsis thaliana | Villers et al., 2012
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O6o6menHas cxema ydactuss ADOK B TpaHCHOYKIIMH CHUTHajla B
KJIETKaX PAacTEHHH B OTBET Ha NEHCTBHE TOKENBIX MeTamwioB (Lin,
Aarts, 2012) npeacrasnena Ha puc. 38. Tspkensie MeTamibl (Mep U
KangMuid) BbI3bIBaloT HakoruieHne ADPK tpems mytsimu: 1) u30BITOK
Cd*" ummyumpyer oskcmpecchio miR398, koropas HHrHOHpyeT
Cu/Zn-COJ] (COD), uro B maipHEWIIeM MPUBOAUT K HAKOIJICHUIO
A®K; 2) m6bitox Cd*" Bamser Ha yposens Ca’’, KOTOpEIH Takke
cruMyliupyeT HakorieHne A®K depe3 u3MeHeHHE aKTUBHOCTHU
COJ1; 3) u36srrok Cd*" mosbimaer aktusHOCTs HAJJ®H-0KCH I35,
YTO MPUBOJIUT K NOMOJHUTENbHOMY HakoruieHuo H,O,. ADK c no-
Moo ceacopoB ADK — 6enko OXI1, EX1, EX2 nepenaroT cur-
HaJIbl, KOTOpble UHAYLUPYIOT MAP-kuHa3HbIN Kackaj, akTUBUPYIO-
IIUH, B CBOIO OYepeab, TPAHCKPUIIIMOHHEIE (akTopel B sape. B
JMaTbHEWUIIEM TPAHCKPUIIIIMOHHBIC (DAKTOPHI PETYIUPYIOT 3KCIpEC-
CHIO TEHOB Yepe3 CBI3BIBAHHE C CiS-PETYISITOPHBIMHU 3JIEMEHTAMH H
KOHTPOJHPYIOT TaKUM 00pPa30oM OTBET PAaCTCHUI Ha NEHCTBHE TSKE-
JIBIX METAJIJIOB.

Puc. 38. Yuactue ax-
HAA®H . THUBHBIX ()OPM KHCIIOPO-

Ja B TPAHCIYKINH CHT-

_Z Haja O JCHCTBUM TsKE-
Co'q JBIX MCTAJIJIOB Ha pac-

tenust (mo: Lin, Aarts,
2012):

A®DK — akTuBHBIE (GOPMBI
kucinopona, MAPK — muro-
reH-aKTHBUpyeMasi IpoTe-
nakuHaza, MAPKK -

CeHcopbl ADK:
OXI, E)F()1, EX2 MAP-kunaza KUHA3bL,

MAPK-kackag, MAPKKK — MAP-kuHa3za-
MAPKKK kuHa3a kuHasbl, COJl — cy-

(AN MEKI) nepokcHucMyTasa, TO —

TPaHCKPHUILHOHHBIH  (ak-
KMKKAMKKS; MKK1/MKK2; MKK3) TOp, mlR398 _ MHK-

MAPK = poPHK398,  OXIl -
(MPK3/MPKB; MPK4; MPKT) Oxidative signal-inducible

I, EX1 - Executer 1,
UuTtozonek EX2 — Executer 2
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Honbl kaabuus. BaxHyio posib B KJIETOYHOM CUTHAJIMHIE UTPaET
TaKOW YHHUBEPCAIbHBIM BTOPUYHBIM MeECCEHKEpP, KaK HMOHBI KaJIbIIUs
(Ca®™), a Taxoke curHanbHas cuctema Ca’ —KaIbMOIYIHH, KOTOpas MO-
JKET aKTHBHPOBATHCS TIOJ] BIUSHUEM TSKENBIX METAJUIOB, B TOM YHUCIIE
kanmus (DalCorso et al., 2008, 2010). B otBeT Ha aeiicTBHE KaaMuUs OT-
KPBIBAIOTCS KaJbIIMEBbIE KaHAIBI U MPOUCXOTUT PE3Koe (B TEUECHHUE ce-
KyH/J W MHHYT) MOBBIIIEHUE KOHIICHTPALMU KaJbIUS B IUTOILIa3ME.
WoHbl KambIys CBSI3BIBAIOTCS C HU3KOMOJIEKYJIAPHBIM PETYISATOPHBIM
GElIKOM KabMOJIYJIHHOM, YTO T103BojIsteT Kommiekcy Ca’ —kanmbMomy-
JIMH aKTUBUPOBATH MPOTEMHKUHA3BI, Qochopuianpyronie oenku. JTo,
B CBOIO OYepellb, MIPUBOAUT K U3MEHEHHIO (DYHKIIMOHAJIBHOW aKTHBHO-
CTH U K TIOCIIEAYIOUIEH WHAYKIINU SKCIIPECCUU T€HOB, MPOAYKTHI KOTO-
PBIX BOBJICYEHHI B (DOPMUPOBAaHUE YCTOMYMBOCTU K Kaamuro. CucreMa
KaJIBI[UH—KaTbMOJYyJIMH TAaK)KE YYacTBYeT B BOCIPHSTUM CUTHaIa M
Jpyrux MetaiioB. Hampumep, TpaHcreHHble pacTeHHs Tabaka co
cBepxacnpeccuedt rema NtCBP4 (N. tabacum calmodulin-binding
protein), KOOUPYIOLIETO KalbMOIYJIHMH-CBI3bIBAIONINN OCOK, XapaKTe-
PH3YIOTCSI BBICOKOH YCTOIYHBOCTBIO K Ni°' M 4yBCTBHTEIBHOCTBIO K
Pb*" (Arazi et al., 1999).

Tokasano, uro uous Cd*" u Cu”” umaymupyior Hakomnenne Ca™ u
aKTUBAIUIO KallbIMH-3aBUCUMON MPOTeHHKUHA3B! (calcium-dependent
protein kinase — CDPK) B KOpHSIX puca U BCISACTBUE 3TOrO CIIOCOOHBI
BEI3bIBaTh akTuBalmio MAPK-kunazHoro kackama (Yeh et al., 2007).
Takum 00pa3zoM, TsKeNIble METaJUIbl MHAYIUPYIOT akThuBauuio MAPK-
KHHA3HOTO KacKaja yepe3 pa3InyHble CUTHAIBHBIC ITyTH.

Hapsany ¢ A®K u nonaMu KanbIus, B Iepeaade CUTHAIA O BO3CH-
CTBHUU Ha PACTEHUS TSHKEIBIX METAJUIOB YYaCTBYIOT (DHTOTOPMOHBI —
STUJICH, CaJUIMIOBAas, XaCMOHOBas M aOCIM30Basl KUCIOTHI U, BO3-
MOkHO, OpaccuHoctepouabl (DalCorso et al., 2010; Villers et al.,
2012).

ITHieH. YculeHUe CHHTe3a 3TUIeHa HaOMioJaiy Mpy JeHCTBUH Ha
pacrenus Cd, Cu, Fe, Zn, npuuem B ciiyuae ¢ Cd u Cu 310 yBeIuueHUE
OBLIO CIEeCTBUEM TOBBIIICHNSI aKTUBHOCTH (pepMeHTa CHHTA3HI 1-aMu-
HouuKiIonponas-1-kapoonosoit kucnotel (ALIK-cunTa3el) u sxcopec-
cuu ee redoB (Maksymiec, 2007). YuacTue 3THJIEHA B Ka4€CTBE CHT-
HAJBHOI MOJIEKYIBI B MI€peade CUTHaNa O ACHCTBUN TSDKEIBIX MeTall-
JIOB TIOKA3aHO Ha Pa3lIMUHBIX BUJAX pacTeHui (Tadu. 17).
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JKacMoHOBasi KHCJI0TA. YcTaHOBJIEHO, uTo noj BiusHuem Cd u Cu
y A. thaliana, puca u 6000B TIOBBIIIIACTCS B TEUCHUE HECKOJIILKUX YacOB
coJiep)KaHhe >KaCMOHOBOW KHCIOTHI (3kacMmonarta) (Maksymiec et al.,
2005; Maksymiec, 2007). Iloka3aHo, 4TO TsDKEIbIE METAJUTBI MOTYT WH-
JTyIHPOBATh KACMOHATHBIC ITyTH W/WIW JIMIIOOKCUTEHA3y U Yepe3 HUX
BbI3bIBaTh HakorwieHne A®K, mpuyeMm >KacMOHOBas KHCIIOTa TaKKe
ycunuBaeT o0OpazoBaHME dTHJEHA MyTeM ctumyssiunn ALIK-cuHTa3bl
(Maksymiec, 2007).

Kpome Toro, mpeamonaraercs, 4To B KauyeCTBE CHUTHAIBHBIX MOJIE-
KyJI MOTYT BBICTYNaTh OKCHJIMIIMHBI, 00pa3yroIuecs U3 JIMHOJIEHOBOU
KHCJIOTHI B XOJI CHHTE3a kacMOHOBO# kucnoTel (Maksymiec, 2007).

CamunuunoBas kuciaora. Kagmuil cTUMyIrpyeT HaKOIUICHHE CajlH-
LUJIOBOH KHCIIOTHI — €Ille OAHOTO FTOPMOHA, BKIIOUEHHOT'O B KJIETOUHYIO
curHanuzaimo (Maksymiec, 2007), a mpenoOpaboTka cCaluIMIOBOH
KHCJIOTOM CHIDKAET TOKcHueckoe neicTeue sroro Meramia (Chao et al.,
2010).

AbcumzoBas kuciaora (ABK). ABK ouens gacto paccmaTpuBaercs
MHOTUMH HCCIEIOBATEISIMI KaK TOPMOH CTpecca M BaXKHBIN IJIEMEHT
Hecrrenudraeckon ycroumBocT (Gusta et al., 2005; Turtos, TamamHo-
Ba, 2009). HeynuBuTenbHO MOSTOMY, YTO BO3JEHCTBHE KaJAMUs Ha pac-
TEHHUs NPUBOJIUT K NoBbimeHnto B HUX ypoBHA ABK (Tananosa u ap.,
1999; Talanova et al., 2000). Kuraiickue yuensie (Hsu, Kao, 2003) mo-
Kazanu Oosiee 3HaunTelbHOE HakoruieHne ABK y ycroitunBoro k kaj-
MHUIO copTa puca Tainung 67 1O CPaBHEHUIO C YYBCTBHTEIBHBIM COp-
toM Taichung Nativel. [To MHEHHIO aBTOPOB, OTMEUYCHHBIH MPH 3TOM
HU3KUH ypOBEHb aKTUBHOCTH MAP-KMHA3bI Yy YyBCTBHUTEIIBHOTO COpPTa
prica MOXeT OBITh ClleICTBHEM Oosiee Hu3Koro conepxanus ABK, a ak-
tuBanus MAPK y ycroifunBoro copra, BEpOSITHO, CBSI3aHa C BBICOKUM
ypoBHEM ABK.

B HemaBHUX 3KcmepuMeHTax ¢ Kaprodenem (Solanum tuberosum)
MOKAa3aHo, YTO MO/ BIMSHUEM KaJMHS IPOUCXOJUT HE TOJIBKO yBeJIHue-
Hue copepkanusi ABK B ero KOpHAX, HO W HaKOIUIEHHWE TPAHCKPUIITOB
T'CHOB, KOAUPYIOUIUX (huToxenatuHcunuTasy (StbPCS1) u TpaHCKPHIIIIHU-
onnbIil (hakrop SthZIP (Stroinski et al., 2013). Marubuposanue cuHTe-
3a ABK ¢ momorisio QuiypuaoHa OPUBOAMIO K ITOJABICHHIO TpPaHC-
KPHUIIMH 3TUX T€HOB, YTO CBUAETENLCTBYET 00 yuactun ABK B TpaHc-
OYKLIMHU KaJIMHEBOTO CUTHAJIA B KJIETKaX KOPHsI KapToders.
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Bpaccunocrepouanl. CoBceM HEaBHO IMOYYEHBI MEPBBIC JaHHbIE
0 BO3MOXXHOCTH B3aWMOJICHCTBHS MKy CUTHAJIBHBIMU MYTAMHU JACHCT-
Bus OpaccunocteponnoB u kaamus (Villers et al., 2012). ABTopamu Ha
pacteHusix A. thaliana moka3aHO CXOJCTBO YPOBHs 3kcmpeccuu 75 %
W3yUYEHHBIX T€HOB OTBETa Ha OpPaCCHHOCTEPOWJIbI M T'€HOB OTBETAa Ha
neiictBue kaaMusa. Ha ocHOBe 3THX JaHHBIX BBICKAa3aHO IMPEIOIOKe-
HUE O TOM, YTO OPaCCHHOCTEPOUIBI MOTYT PETYJIHPOBATh PEAKIHIO pac-
TEHUS Ha JIEUCTBUE KaJMMUSL.

AykcuHbl. B ocnenare roapl HaUMHAIOT HAKAIUTUBATHCS CBECHHS
00 yJacTH¥ ayKCUHOB B PEAKIIMK PACTCHUH Ha JIEHCTBHE NOHOB KaIMUS
(Bocova et al., 2013; Zhao et al., 2013). OgHako umeronuecs (HakThl
€MHUYHBI, HEPEIKO HOCAT NMPOTHBOPEUMBBIN XapaKTep W MOKa He IOo-
3BOJISIIOT CETaTh OINPEJIEIICHHBIX BEIBOJIOB O POJIM AyKCHHOB B Iepe/ia-
ye curHanma o JnedctBum Tspkenbix MmetamioB (Chmielowska-Bak et.,
2014).

Oxcuna azora (NO). B mocnmeaaue rogsl yCTaHOBICHO, UTO TSDKEITBIC
METaJThl MOTYT MPHUBOJIUTh K U3MEHCHHIO COACPKAHUS B PACTCHUSIX
suporenHoro NO (Xiong et al., 2010). BeickazaHo mpearnoyiokeHue,
910 NO MOXET OBITh KITF0OUEBOH CUTHALHON MOJICKYJIOH, BOBJICYCHHON
B OTBET pacTeHus Ha neicTBue kaamus (Rodriques-Serrano et al., 2009;
Xiong et al., 2009, 2010; Zhang et al., 2012). OgHako MOKa HAYETO He-
M3BECTHO O KOHKPETHBIX T'€Hax, peryaupyembix NO mnpu IeHCTBUM TH-
JKEJBIX METAIUIOB Ha PACTECHUSL.

OTMETHM, 9TO OKCHJ] a30Ta MOXKET BBICTYIIATh TAK)KE B KAYCCTBE aH-
THOKCHJIaHTa y pacTeHuidl mpu aeiictBum kaamus (Hsu, Kao, 2003;
Singh et al., 2008). BMecTe ¢ TeM IOKa3aHO, YTO B KAKUX-TO CIydasix
NO MOXET U yCHUIHBaTh TOKCHUYECKOE JCUCTBUE KaJMUs, CIIOCOOCTBYS
ero akkyMmyisauuu B pacternuu (Besson-Bard et al., 2009).

Oxkcup a3oTa SBISETCS OCHOBHBIM KOMIOHEHTOM NO-CHTHAJIbHOM
CUCTEMBI PAaCTeHHIA, IPU 3TOM €T0 JCHCTBHE TECHO COMPSKEHO C JIPYy-
TUMH CUTHAJIBHBIMH MOJIEKyJIaMu (MOHBI Kaibims, ADK, camummoas
kuciora) (Wilson et al., 2008). NO Take BOBICYCH B TPAHCIAYKITHIO
CUTHAJIOB TakuX (puroropMoHoB, kak stuieH 1 ABK (Xing et al., 2004).
B Hacrosiiee Bpemsi He BbI3bIBaeT coMHeHUH, yTo NO, Hapsiay ¢ Taku-
MU YHHBEPCAIbHBIMH CHTHAJIIBHBIMH MOJIEKYJIaMH, KaK KaJbIHi |
AO®K, nmpuHEMaeT ydactue B (POPMHPOBAHMHN 3aIIUTHO-TPHCIIOCOOH-
TEJNBHBIX PEAKIUI Ha IEHCTBHE a0MOTHIYECKUX CTPECCOPOB.
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Puc. 39. TpaHcaykuus curHajga o JAEHCTBUM KagMHs Ha pacTeHus (I1o:
Maksymiec, 2007; DalCorso et al., 2010; Gallego et al., 2012; Sytar et al.,
2013):

ABK — abcuusoBas kucnora, ADOK — aktuBHbIe popMbl kuciopona, KK — xacmoHoBas
kuciora, MAPK — muroren-aktuBupyemas mnporenHknnaza, MAPKK — MAP-kunaza
kuHa3zel, MAPKKK — MAP-kuna3a-kunaza kuHaszel, MT — metamnotnonenss:, CK —
caymmiiioBas kuciora, T — TpanckpunmuonHsii dakrop, ®X — ¢uroxenaTHHEI,
OXC — puroxenarnacunTaza, CaM — xansmoxynuH, NO — okcup azora

Takum 00pa3oM, MMEIOIIHECs MOKa eIlle HEMHOTOYHCIICHHEBIC JaH-
HBIC YKa3bIBAIOT Ha BO3MOXHOCTh HETPSMOTO JICUCTBUS TSKENBIX Me-
TaJUIOB Ha PACTEHUS Yepe3 WHIYKIIMIO CUTHAIBHBIX MyTeH C y4acTHEM
Pa3IUYHBIX CHTHAJIBHBIX MOJICKYJ, KOTOPBIC MEPeIar0T CTPECCOBBIN
curaan Ha MAP-kunra3nsiii kackan (DalCorso et al., 2010) u MoryT BbI-
CTYyIaTh MOCPEIHUKAMHU B JPYTUX CUTHAIBHBIX cucrteMax (puc. 39).
[Ipu TOM pasHbie MyTH TPAHCIYKIMHA CHUTHAIA MOTYT B3aUMO/ICHCTBO-
BaTh, IPUBOJIS K TIOBBINICHUIO YCTOMYMBOCTH HE TOJBKO K JICHCTBHIO
TSOKETIBIX METAJIOB, HO U K Py APYTHX cTpecc-(hakTopos.
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4.3. AktuBanuss MAP-kuHa3HOro Kackaaa

OpHuM 13 Haubosee paclpoCTpaHEHHBIX MyTeH Iepenadyn BHEIIHe-
IO CUTHajla, B TOM YHUCJIE O JEWCTBUU TSKEIBIX METAJUIOB, B KJIETKE dY-
KapuoT ABJIIeTCS KacKaz peakiuii GpochopuanpoBaHuss MUTOTCH-aKTH-
BUpYeMbIX npoTenHknHa3 (Mitogen Activated Protein Kinase) — MAP-
KHHa3HBIH Kackaz (ochoprinpoBaHus, BKIIOYAOMHNI B ce0s TpH 1Oo-
CIIeIOBAaTEIbHO ACHCTBYIONINE CEPUHOBBIC/TPEOHUHOBBIC MPOTEHHKH-
Hazsl (Jonak et al., 2002; Samajova et al., 2013). TIpucoeausenne doc-
(data IpUBOIUT K U3MEHEHHUIO CTPYKTYpHI OEJIKOBOWH MOJEKYIBI U €¢
(YHKLIMOHAJIBHOW aKTMBHOCTH. AKTMBHUPOBaHHAas IPOTEMHKHHA3a IIe-
peHocut Qocdarnyro rpynmny ¢ AT Ha GenKu, KOTOpble aKTHBHPYIOT
apyrue gepMmeHTsl. bronorndeckuii cMbIC 3TOM 1EeNH 3aKII04YaeTcs B
TOM, YTO YCHJIMBAETCs IEPBUYHBIM CUTHAJI, BCIEACTBUE YETO BKIIIOYA-
eTcsl CUHTE3 OeJIKOB-MHULICHEH.

[Ipyn »TOM mpoMCXOAWT TMocaenoBaTeNbHOE (HOCHOPUIMPOBAHUE
tpex npotenHkuHa3: MAPKKK (MAP-kuHaza-kuHa3a KuHa3bl) mepe-
naeT pocdopusiii ocratok kuHaze MAPKK (MAP-kuHa3a KuHa3bl), KO-
Topas 3areM Qocopunupyer MAPK (MAP-kunazy) (DalCorso et al.,
2010; Gallego et al., 2012). MAPK nepemeniaercs B sipo, Ti¢ aKTUBH-
pyer Opyrue TpPOTEMHKHHA3bl ¥ TPAHCKPHUIIMOHHBIE (HaKTOPHI
(DalCorso et al., 2010). Takum obpazom, MAP-knHa3HbIH KacKka sBIs-
eTcs BaXHBIM MEXaHHM3MOM TpPaHCOYKLMHU CHTHajla O BO3IEHCTBUU Tsi-
JKENBIX METAJIOB Y PACTEHUM.

YcTaHOBNIEHO, YTO PACTEHUST HMMEIOT JOBOJBHO OOIBINOE YHCIIO
komrnoneHToB MAP-kackana, Hampumep, y A. thaliana oH BKIO4aeT
6onee 20 MAPK, 10 MAPKK u 60 MAPKKK (MAPK Group, 2002).

AxrtuBanus MAP-KMHa3HOro Kackalla B CUTHAJIMHIE TSDKEJIBIX Me-
TaJJIOB, B YACTHOCTH KaJIMHs, B HACTOAIIEE BPEMS XOPOIIO M3Yy4eHa Y
miekormratomux (Thévenod, 2009). B oTHomIeHUN pacteHuii uMeeTcs
JUIIb OYEeHb OrpaHWYeHHAsh HWH(MOpMAIWs, Kacarollascs aKTHBAIlUH
MAP-KMHA3HOTO KacKaja HeKOTOPBIMH TsKeNbIMHE MeTamtamu — Cu’’,
Pb*, Zn®" u Cd*" (Gallego et al., 2012; Thapa et al., 2012). [Toka3zaHo,
YTO Ha JEHCTBUE TSKEIBbIX META/UIOB PAaCTEHUs OTBEYAIOT MHIYKLUEH
paszabpix MAPK-mryTeit (Tabn. 18). Hanpumep, y 4. thaliana xammuii ak-
tuBupoBan mnporenHkuHazsl MPK3, MPK6 (Liu et al., 2010) u
AtMEKKT1 (Suzuki et al., 2001). ¥V pacrenwmii mouepusl (Medicago
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sativa) n30BITOK MOHOB MEIU W KaaMHs aKTuBuUpyer ueThipe MAPK:
SIMK (salt stress-induced MAPK), MMK2 (Medicago MAPKK),
MMK3 (Medicago MAPKKK) u SAMK (stress-activated MAPK) (Jonak
et al., 2004). Kpome Toro, meap B OTAMYHME OT KaAMHUS aKTHBHPOBaja
SIMKK (Jonak et al., 2004). Ilpuuem aktuBauust SIMK, MMK2,
MMK3, SAMK y pacTeHwii JIIOIEPHBI IO BIMSHAEM HOHOB MEIH TIPO-
WCXOMJIa 3HAYUTENBHO ObIcTpee, 4eM npu AedcTBum kagmus (Jonak et
al., 2004). 3To MOXeT ObITh CBA3aHO C TEM, YTO KaJIMHI BBI3BIBACT OKHC-
JIUTEJIBHBIA CTPECC KaK BTOPHYHBIN 3((PEKT, KOTOPHIH, B CBOKO OUCpeb,
BiMsieT Ha Kackay (ochopunuposanus (Jonak et al., 2004).

Tabauya 18. T'enst MAP-kuHAa3, y9acTBYIONIUX B CUTHAIMHTE TSKEITBIX
METaJJIOB Y PACTEHUM

MAP-kunaza T'en Merain Bupn pacrenust Mcrounuk
MAPKKK |AtMEKK]I cd™ Arabidopsis | Suzuki et al., 2001
thaliana
OsEDRI Cu?t, Cd*, Hg2+ Orysa sativa | Kim et al., 2003
ANPI Cu*, cd* Arabidopsis | Lin, Aarts, 2012
thaliana
MAPKK | MKK4/MKK3, | Cu*", Cd** Arabidopsis | Lin, Aarts, 2012
MKKI1/MKK?2, thaliana
MKK3
MAPK OsMSRMK?2, |Cu**, Cd*", Hg*" | Orysa sativa | Agrawal et al., 2003
OsBWMK1
OsMAPK?2 cd* Orysa sativa | Yeh et al., 2004
SIMK, SAMK, | Cu*",Cd* Medicago | Jonak et al., 2004
MMK?2, MMK3 sativa
MPK3, MPK6 | Cd* Arabidopsis | Liu et al., 2010
thaliana
MAP Pb** Orysa sativa | Huang, Huang, 2008
MBP Zn** Orysa sativa | Lin et al., 2005
ZnNPK5 cr Zea mays Ding et al., 2009

B HauanbHbIA EpHOA JEUCTBUS KaAMUSI B KOPHSIX pHCa YCUIMBACTCS
aKcpeccus reHoB, komupyromux MAPK (Ogawa et al., 2009). Kpome
TOTO, Y IPOPOCTKOB pHCa MOJ BIUSHUEM KaMHUSI OTMEYEHO HAKOILUICHHE
tpanckpuntoB OsMAPK?2 (Yeh et al., 2004) u menu (Hung et al., 2005).

Muensimu MAP-KMHa3HOTO CUTHAJIMHTA, UHYIIUPOBAHHOTO JI€ii-
CTBHEM TSDKENBIX METAIJIOB, B YaCTHOCTH KaJMWS, SIBJSIFOTCS TpPaHC-
KpUNLMOHHBIE (akTopbl Heckoibkux cemelcTB (Opdenakker et al.,
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2012). CiemoBaTenbHO, akTHUBaIUA Kackana (HochopHInpoOBaHUs Mpo-
TEeUHKHHA3, WHIYUHUPOBAHHAS KaJIbLIMI-KaTIbMOyJIMHOBON CHUCTEMOM,
A®K curHanuHroM, OKCHAOM a30Ta U CTPECCOBBIMU FOPMOHAMH, y4a-
CTBYET B PETYJISINHN CUHTE3a TPAHCKPUITIUOHHBIX (JaKTOPOB.

Takum o6paszoM, mporecc TPAHCAYKIIMKA CUTHAJNIA O JICUCTBHH TSIXKeE-
JIBIX METAJUIOB Ha PAacTeHHE IO Pa3INYHBIM CUTHAJIBHBIM MyTAM B KO-
HEYHOM HTOTe 00ECIIeYNBACT PETYJIIIHI0 CHHTE3a TPAHCKPUTIIIHOHHBIX
(haKTOpOB, KOTOPBIE, B CBOIO OYePE]lb, AKTUBUPYIOT DKCIPECCHIO TCHOB,
OTBETCTBEHHBIX 33 CHHTE3 OEJIKOB, YIaCTBYIOIINX B MpOIleccax ajarra-
WU PACTCHUN K TSOHKEIBIM METAJUIAM U UX JCTOKCUKAIUH.

4.4. AkTHUBAUMSI TPDAHCKPUIIIUOHHBIX (AKTOPOB

Ha mocnegneM srtame mepenadn CHUTHajJa MPOUCXOIUT W3MEHEHHE
AKTUBHOCTH TPAHCKPHITIHOHHBIX (PAKTOPOB M, KaK CJIEACTBUE, H3MEHE-
HUE YPOBHSI IKCHPECCUHM PA3UYHBIX T'€HOB, YYaCTBYIOIIMX B OTBETE
pacteHuil Ha aeiicTBue cTpeccopa. Kaxaplii KOHKPETHBIN CUTHAJ, aKTH-
BUPYS CBOH IyTh CHTHAJIBHOM TPAaHCAYKIIWHU, BIHMSIET Ha aKTHBHOCTH
OTIpEICTICHHBIX TPYIIN TPAHCKPUTIIIHOHHBIX (PaKTOPOB.

TpaHcKkpUNIIMOHHBIE ()AKTOPHI — 3TO OETKU, KOHTPOIUPYOIIHE TIPO-
necc cunresa MPHK na matpunie JIHK nmyrem cBsi3biBaHHMSI CO CHEIU-
¢uueckumu yuactkamu JHK (Ilatpymes, 2000), 6naronapst uemy oHH
UTPAIOT BAXXHYIO POJIb B HHUITUAIIMH ITPOTPAMMBI ITOBBIIIICHUS WM CHU-
KEHHS YPOBHS TPAHCKPHUIIINH TE€X MM MHBIX TEHOB. XapaKTepHas 0CO-
OeHHOCTH (haKTOPOB TPAHCKPHUIIINN — Hamuue B ux coctaBe JJHK-cBs-
3BIBAIOLIETO JOMEHA, KOTOPBIH 00JIafaeT CIOCOOHOCTBIO CBSI3BIBATHCS
co crnenupuyeckumu ydactkamu JIHK, pacmonoxeHHbIMH B peryis-
TOPHBIX O0JACTSIX TCHOB, a TAKKe JOMEHA aKTHBAIMU WU PENpPECCHU
tpanckpurmimu (Vaahtera, Brosché, 2011). B nacrosiiee BpeMs B reHo-
Me Arabidopsis BelIeTIeHO U onMCaHO OoJiee IBYX ThICAY TPAHCKPHIILIU-
OHHBIX (PAaKTOPOB, YTO COCTABISAIOT OKOJIO 7 % OT 0OIIero 4yncia TeHOB
(Mitsuda, Ohme-Takagi, 2009).

B nocnenHue ropl MOSBISIOTCS CBEACHUS O POJIM TPAHCKPHUIIIHOH-
HBIX (AKTOPOB B PETYISIIIUU TPAHCKPHIIIIUK TEHOB, HHAYIHPYEMBIX
neictBueM Tsokenbix MetawioB (Fusco et al., 2005), ogHako 3Tu AaH-
HbIC HCOJHO3HAYHEI, a ITOPOH ¥ MPOTHBOPEUUBhL. OJTHA U3 BO3MOIKHBIX
MPUYUH CIOXKHOCTH M3YYCHHS POJIM TPaHCKPUIIMOHHBIX (haKTOPOB B

123



3alUTHO-TIPUCIIOCOOUTENHHBIX PEAKIUAX PACTCHHI Ha JICHCTBUE TshKe-
JIBIX METAJUIOB CBSI3aHA C WX BKIIOYCHHEM B CHUTHAJbHBIC TIYTH, HHIY-
HUpyeMbIe JEHCTBUEM U APYTHX aOMOTHYECKUX U OMOTHYECKHX (aKTo-
poB, a Takxe ¢puroropmonos (Singh et al., 2002).

B nacTosmee Bpemst ACHTU(UITUPOBAHO JOBOJIHFHO MHOTO TpPaHC-
KPHUIIIHOHHBIX ()aKTOPOB, YUACTBYIOIINX B OTBETE PACTEHHUH Ha ACHCT-
Bue kammus (Fusco et al., 2005; Kovalchuk et al., 2005; van de Mortel
et al., 2008). Ot TpaHCKPUNIIMOHHBIE (AaKTOPHl MPUHAIJICKAT K pas-
JUYHBIM cemeiicTBaMm, TakuM kak WRKY (Wei et al., 2008b), basic
leucine zipper proteins (bZIP) (Jacoby et al., 2002), ethylene-
responsive factor (ERF) (Tang et al., 2005), myeloblastosis protein
(MYB) (van de Mortel et al., 2008), urparomumM BakHYIO pOJib B KOH-
TpoJie 3KcTpeccuu reHoB (Tabum. 19).

Tabnuya 19. Tpanckpunimonssie Gpaxrops (Td), yaacTByrommue
B CHUTHAJIMHTE TSKENBIX METAJUIOB y PACTEHUH

CeM;IgTBO TO Bun pacrenus Merann Hcerounuk
AP2/EREBP |ERF1 Arabidopsis thaliana |Cd* Weber et al., 2006
ERF2 Arabidopsis thaliana |Cd* Weber et al., 2006
CaPF1 Pinus virginiana cd* Tang et al., 2005
DREB2A |Arabidopsis thaliana |Cd* Suzuki et al., 2001
LbDREB  |Limonium bicolor Cu? Banetal., 2011
OsDREBIA | Orysa sativa cd* Ogawa et al., 2009
OsDREBI1B | Orysa sativa cd* Ogawa et al., 2009
bZIP OBF5 Arabidopsis thaliana |Cd* Suzuki et al., 2001
bZIP Arabidopsis thaliana |Cd* Suzuki et al., 2001
TGA3 Arabidopsis thaliana |Cd* Farinati et al., 2010
MYB MYB4 Arabidopsis thaliana | Cd**, Zn>" | Van de Mortel et al., 2008

MYBI10  |Arabidopsis thaliana |Cd*", Zn** | Van de Mortel et al., 2008
MYB72  |Arabidopsis thaliana |Cd*", Zn** | Van de Mortel et al., 2008

MYB43 Arabidopsis thaliana |Cd* Weber et al., 2006
MYB48 Arabidopsis thaliana |Cd* Weber et al., 2006
MYBI124 |Arabidopsis thaliana |Cd* Weber et al., 2006
bHLH bHLH100 |Arabidopsis thaliana |Cd*", Zn*" | Van de Mortel et al., 2008
WRKY WRKY359 |Arabidopsis thaliana |Cd*", Zn** | Van de Mortel et al., 2008
WRKY71 |Orysa sativa cd* Ogawa et al., 2009
C2H2(Zn) |C2H2(Zn) |Orysa sativa cd* Ogawa et al., 2009
HSF HSFB3 Arabidopsis thaliana |Cd* Sarry et al., 2006
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APETALA2 (ethylene-responsive-element-binding protein)
(AP2/EREBP) cemeiicTBO TpaHCKPHUIIIMOHHBIX (akTopos. [IpeacTapu-
TEeNU 3TOro ceMeicTBa conepxkar koHcepBaTuBHBIN JIHK-cBsi3biBato-
it fomeH AP2/EREBP, umeromuit 2 noBropa u3 68 aMUHOKHCIOT-
HbIX octatkoB (Weber et al., 2006). B 310 ceMeiiCTBO TpaHCKPHUIIIIHOH-
HbeIX (akTopoB BxoasaT nBa moxacemeiictea — ERF (EREBP) u DREB
(DRE-binding factor)/CBF (CRT/DRE binding factor) (Singh et al.,
2002). IlpencraBurenu moacemeiictBa ERF y9acTByIOT B cHTHaIHMHTE
ATHUJICHA, a TAKXKE BKIIOYEHBI B OTBET PACTEHUH Ha pa3lUdHbIe OUOTH-
YecKre U abMoTH4ecKue cTpecc-pakTopbl. TpaHCKPUIIIHOHHbIE QaKTo-
put noacemeiictBa DREB/CBF cniocoOHBI akTHBUPOBAaTh psii HHAYLHU-
pyeMbIX 00€3BOKMBaHWEM T'€HOB-MHIICHEH, MOBBIMIAas YPOBEHb HX
TpaHckpunuuu 3a cdeT cBsa3piBaHus ¢ DRE/CRT snementom
(dehydration-responsive element/ C-repeat), pacroyio>keHHBIM B IPOMO-
TOPHOM Y4YacTKe.

YcTaHOBIIEHO, YTO KaJIMUI PETyIUpyeT HAKOIJICHHE OEIKOB Tojce-
merictBa ERF. B wyactHOCTH, »KcIpeccusi KOOUPYIOIIUX HX TEHOB
ERFI, ERF2 w ERFS5 nanyunpyercsi B KOpHAX A. thaliana nipu neict-
BuM Kammus B Tedenne 2 4 (Weber et al., 2006). JIpyrumu aBTopamu
taxke BoisiBiieHa nHAYKUMs ERF1 u ERFS y A. thaliana nox snusiHuem
storo metayuia (Herbette et al., 2006).

Hapsimy ¢ ateM, kagmuii aktuBHpyeT TpaHckpunmuio DREB2A y
pacrenwmii puca (Suzuki et al., 2001). B skcriepuMeHTax ¢ mpopocTKkamu
MIICHUIIB HAOTIONANN YBEJIIMYEHUE COACPIKaHWsS TPAHCKPUITOB T'€HOB
DREBI u CBFI B mucThax yxe 4uepe3 15 MUH OT Hauaia AeHCTBHSA Cyib-
¢ara xkagmust (100 MKkM), KOTOpOE COXPaHSIOCH Ha TIOBBIIICHHOM YPOB-
He Ha npotrsbkeHnu 7 cyT (Pemkuna u np., 2012). OtMetum, 4TO B KOp-
HSIX pHCa HKCIIPECCHsI TEHOB TPAaHCKPUMIUIMOHHBIX (hakTopoB OsDREBIA
u OsDREBIB ycunuBanach 4epe3 3 4 orT Hauana neiictBust CdCl,
(10 MmxM) (Ogawa et al., 2009). B ommuume ot storo, y ramodura
Limonium bicolor non snuaauem CdCl, u CuSO, B 0oliee BEICOKOM KOH-
nerTparui (150 MKM) TpOWCXOMWIO CHIDKEHHE COICpPKAHHS TPaHC-
KkpuntoB rena LbDREB B MHCThIX ¥ KOpHAX pacTenuit (Ban et al., 2011).

MYB (MYeloBlastosis protein). MYB-0enku — camoe MHOTro4uc-
JICHHOE CEMEHCTBO TpaHCKpUIIMOHHBIX (akTtopoB. JJHK-cBs3biBaro-
i fomeH MY B-6enkoB coaepkut 1-3 moBTopa npHOIH3UTEIBHO U3
50 aMUHOKHUCIIOT.
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YcTaHOBIIEHO, YTO KaJMHUH ¥ IIMHK TOBBIMIAIOT AKCIPECCUIO TEHOB,
Komupyromux (aktopsl Tpanckpummuun MYB4, MYB10, MYB72 ce-
meiictBa MYB, y pactenwuii 4. thaliana (Van de Mortel et al., 2008). [Ipu
9TOM YBEJIMYEHHUE COMEPKaHUS TPAHCKPUNTOB reHa MYB72 nop BIUsHU-
€M KaJIMUS M ITTHKAa OTMEYEHO B JINCTHSIX, HO HE B KOPHSX apabuaoncuca
(Van de Mortel et al., 2008). Kagmuii Takxke creluprUUecKHd HHIYLHAPO-
Bau1 6enku MYB43, MYB48 u MYB124 B xopHsix A. thaliana (Weber et
al., 2006). Kpome Toro, 00Hapy»eHO, YTO KaJIMUI HHIYIHUPYET SKCIPeC-
CHIO HECKOJILKMX T€HOB cemeiicTBa MYB B KOpHSIX puca yke B Hadallb-
HBIN iepuo cBoero neiicteus (Ogawa et al., 2009).

bHLH-6enxu (basic helix-loop-helix) — TpaHCKpUIILIMOHHBIE (akx-
TOophl, coaepxkamue JJHK-cBs3piBaromuii JoMeH TUINa «CIUpalb — MET-
751 — criipaiiby. [lokasaHo, YTO Mo BIMSIHUEM KaJMUS U [UHKA B KOP-
HSX U JIUCTBSX A. thaliana MpOUCXOAUT HAKOTUICHHUE TPAHCKPUTITOB Te-
Ha bHLHI00, oTHOCSIIETOCS K CEMEWCTBY T'€HOB, KOTUPYIOIIUX TPAHC-
kpunionssie ¢paxkropst bHLH (Van de Mortel et al., 2008).

Tpanckpunumonnsie ¢paxropel WRKY coxepxar WRKY -nomenst, co-
crosie u3 60 aMUHOKHCIOTHBIX OCTaTKOB, B KOTOPbIE BXOIUT KOHCEpPBa-
THBHAs ToclIeAoBaTeIbHOCT, aMHHOKUCITOT WRKYGQK Ha N-koHIIE MO-
JIeKyIbl.  TpaHCKPHUIITMOHHBIE (HaKTOPBI JaHHOTO CEMEHCTBa CIOCOOHBI
CBSI3BIBATECS C TIOCIIEAOBATENBHOCTEI0O W-bOX B MPOMOTOPHOM 001acTh
MHOI'MX TeHOB, Harpumep, PR-reHoB (pathogen related), komupyrommx 3a-
IIUTHBIE OEJIKH, KOTOPhIe MPUHUMAIOT YYaCcTHE B MEXaHU3MaX yCTOMIMBO-
CTH PacTCHUA KaK K OMOTUYECKHUM, TaK M K aOMOTHUYECKUM (hakTopaM (3a-
COJICHHMIO, XOJIO/TY, 3aCyX€), BKIIIOUas TsoKesble MeTayuisl (Wei et al., 2008).

HutepecHo, 4To KaAMUi yXKe B HAYaJIbHBIN NIEpUO AEUCTBUS UHITY-
uupoBan y A. thaliana >xcnipeccuto rena WRKY59 (Van de Mortel et
al., 2008), a y puca — rena WRKY71 (Ogawa et al., 2009).

bZIP (basic leucine zipper proteins) — CEMEHCTBO TPAHCKPHUITITMOHHBIX
¢axropos ¢ JIHK-cBs3pIBatOnmM JOMEHOM THIIA <«JICHIIMHOBAS 3aCTEKKA-
MOJHUS. DTOT TPAHCKPUITIUOHHBINA (JaKTOp COACPIKUT BHICOKOKOHCEPBA-
TUBHEIA bZIP 10oMeH, COCTOSIIMI U3 OCHOBHOI'O IOMEHA, OTBETCTBEHHOTO
3a cBs3bIBanne ¢ JJHK-crenmdudeckoii mociemoBaTebHOCTRIO, U JOMEHA
«i1ermHOBas 3actexkay (Liao et al., 2008). TpanckpurimonHbie (akTo-
pbl bZIP 00Hapy>keHbl Y MHOTHX BHJIOB PACTCHHI U YYaCTBYIOT B Pa3/iHy-
HBIX (DH3HOJIOTMYECKUX IMPOIIECCaX, B TOM YHCIIC B OTBETHBIX PEAKIHIX
pacteHuii Ha ieiictBue crpecc-hakTopos (Zou et al., 2008).
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[IpencraButeneM 3TOr0 CeMEWCTBA TPAHCKPUIIIMOHHBIX (PaKTOPOB,
IKCTIPECCHsT KOTOPBIX aKTHBUpyeTcs kKammueM, siBisercs OBFS. Jlan-
HBIE O €ro JKCIPECCHUU TOJIyYeHbI, B YaCTHOCTH, Ha PACTCHHUSIX puca
(Suzuki et al., 2001). ¥V A. thaliana kagMuii TaKKe yCUINBAECT SKCIpEC-
CHIO TeHa TpaHCKpumuoHHoro (pakropa OBFS, koTopblii cBsS3bIBacTCS
¢ IpoMoTOpHBIMU y4yacTkamu reHa ['ST (depMmeHTa, ydacTByOMEro B
JETOKCHKALIMU KCeHOOMOTHKOB 1 00e3BpexuBanun ADK), nnnyuupye-
MOTO0 TaK)Ke CAJIUIMIIOBOH KucinoTol u aykcunoM (Qi et al., 2007).

YCTaHOBJIEHO, YTO APYroil TPAHCKPHUMIIMOHHEIN (haKTOp ceMelcTBa
bZIP — TGA3 — Taxke HHIYUUPYETCS KPaTKOCPOUHBIM ACHCTBHEM Kaj-
Mmusi Ha pactenus 4. thaliana (Farinati et al., 2010). DToT TpaHcKpuI-
LIMOHHBIN (aKTOp KOHTPOIUPYET OKCIPECCHUI0 TEHOB HECKOIBKHX
TPaHCIIOPTEPOB METAJUIOB, & €ro CBepXdKcnpeccus y A. thaliana n ta-
0aka MOBBIIAET YCTOMUYMBOCTh PACTEHUH K KaJMHUIO M €r0o aKKyMyJIs-
iuto B odere (Farinati et al., 2010).

OTMETHM, YTO 3KCHPECCHS I'eHOB (haKTOPOB TpaHCKpumuuu bZIP
yeunusaercs npu Bosueiicteun Cd’” B KOpHSAX, NHMCTBSX M cTeOle
TPaHCTEHHBIX pacTeHMI Tabaka, coaeprkamux re’ ThbZIP1 ranodura
Tamarix hispida (Wang et al., 2010).

C2H2(Zn)-6eaxn — TpaHCKPHUIIMOHHBIE (AKTOPBI, COIEpIKAIe
«UMHKOBBIE MAaJbLbI». DKCIPECCHs TCHOB «IMHKOBBIX MHaJbIIEB», CO-
nepkamux C2H2(Zn) momensl, oTMedeHa B KOpHIX A. thaliana nipu
nevicreun kaamus (Weber et al., 20006).

AKTHBaIMs TPAaHCKPUIILIMOHHBIX (PAKTOPOB M TOCIENYIOLIEe B3au-
MOJICHICTBUE C MPOMOTOPHBIM yYaCTKOM OIPEJICIIEHHOTO T'eHa IMPUBO-
IUT K U3MEHEHHWIO YPOBHS M XapakTepa 3KCHpeccHd (MHAYKLIWU WIIN
penpeccuu), a B KpalHUX CIy4asX — K «BKIIOUEHHIO» HEKOTOPBIX MOJI-
YaBIIUX WU «BBIKJIIOYCHUIO» AaKTHBHBIX TI'eHOB. Takum o0pazowm,
TPAHCKPHITIIHOHHBIE PAKTOPHI MOTYT PETYIMPOBATH TPAHCKPHIIIIUIO Te-
HOB 3aIUTHBIX CUCTEM KJIETKU. PenporpamMmMupoBaHie 3KCIPECCHH CO-
BOKYITHOCTH '€HOB BBI3bIBAET H3MEHEHHE COOTHOLICHUS OEJIKOB B KIIET-
Ke, SIBJISIOIIEeCss OCHOBOM €€ (h)yHKIIMOHAIBHOTO OTBeTa. B "acTHOCTH,
MIpH ACWCTBUU TSDKENIBIX METAJUIOB TMOJ BIUSIHUEM TPAHCKPUIIIHOHHBIX
(aKTOpPOB MPOUCXOJUT AKTHBALUS SKCIPECCHM T'€HOB, KOIWUPYIOINX
O€JKH, y4acTBYIOIIME KaK BO BHYTPUKJIETOYHOM, TaK M B JallbHEM
TpaHCIIOpTE TSHKETBIX METAJIOB TI0 pacTeHuio. Hapsay ¢ 3TuMm, oHU pe-
TYIHAPYIOT 3KCIPECCUIO PA3TUYHBIX TPYII T€HOB, HPOLYKTHI KOTOPBIX
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YY9aCTBYIOT B JETOKCHKAITMH TsDKENBIX MeTaiutoB (Suzuki et al., 2001;
DalCorso et al., 2010; Ban et al., 2011) (puc. 40).

Crpecc-thaxTop TaxenuIi MeTann
Bocnpusitwe curHana PeuenTtoptl

|

BTOpH YHEble MeCcCeHAXepbl
(Ca?+, AGK, NO, ABK, BC, CK, K)

TpaHcaykuus KuHazbl/docdaTazbl,
curHana

MAP-kuHazbL, CDPK

|

Perynayus TpaHCKPUNUMOHH LIebakTopLI
TpaHcKkpunyum (AP2, bZIP, WRKY, MYB, bHLH)
JKCnpeccua reHos, TeHbl

NPOAYKTHI KOTOPbIX (GS, PCS, MT, HMA, CAX, MTP,
YYaCTRYIOT B OTBETE S0D, CAT, APX, GR, HSP v gp.)
Ha TAMXEenble METannbl l
PU3MONOrNHECKAR YeToiunBocTe

oTBET K TAXKenbIM MeTannam

Puc. 40. Obmas cxemMa CHIHAIMHTA TSDKEIBIX METAUIOB Yy pacTeHud (110:
Maksymiec, 2007; DalCorso et al., 2010; Gallego et al., 2012; Sytar et al., 2013):

ABK — abcrmzoBas kucnorta, ADK — aktusablie popmsl kuciopona, bBC — 6paccunocre-
pounsl, KK — xacmonoBas kucinora, MAPK — MuToreH-akTuBupyemMas IpOTEUHKHHA-
3a, CDPK — kanpuuii-3aBucumas nporennkunasa, CK — canununoast kuciora, AP2 —
APETALA? (ethylene-responsive-element-binding protein), bHLH — basic helix-loop-
helix, bZIP — basic leucine zipper proteins, MYB — MYeloBlastosis protein, NO — ok-
cun azota. ['ensl: GS — rmyratnoncunTerassl, PCS — ¢uroxenatuncunTtassl, MT — me-
tayutotuonennsl, HMA — heavy metal ATPase, CAX — cation/proton exchanger, MTP —
metal tolerance protein, SOD — cynepokcunaucmyTasbl, CAT — xatanassl, APX — ac-
kopOarnepoxcuaasbl, GR — ramyratuonpenykrassl, HSP — BTIII
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AXTHUBAIUS TPAHCKPUTIIIHOHHKIX (haKTOPOB, MPHHAIICKAIINX K pas-
JUYHBIM CEeMEWCTBaM, YKa3bIBa€T HAa 3HAYUTEIHHYIO CII0)KHOCTh H KOM-
IJICKCHOCTh OTBETA PACTCHUH HA ACUCTBHE TSDKEIBIX METAJIOB, OT BOC-
MPUSITHS CUTHAJIA JI0 BHYTPUKJIETOYHOTO KACKaja TPAaHCAYKIIUU, BKITIO-
YarOMIUX aKTHBAIMIO T€HOB, OTBETCTBEHHBIX 32 MOTJIOMIEHHUE TSKEIBIX
METaJJIOB, TPAHCIIOPT U JETOKCHUKALIMIO. TpaHCKPUTIIIMOHHBIE (DaKTOPHI
pPa3HBIX CEMEUCTB B3aUMOJCHCTBYIOT C KOHCEPBATUBHBIMU MOCIIEI0BA-
TEBHOCTSIMH B TPOMOTOPHBIX y4aCTKaxX MHOTHX T€HOB, aKTHBHPYS WITH
MOJIABJIsIS MX TpaHCKpUNIH0. OJHAKO CIenyeT MOAYepKHYTh, YTO B Ha-
cTosiiee BpeMsl UCCIEAOBaHMs, MTOCBAIICHHbBIC CUTHATUHTY, BHI3BAHHO-
My JEHCTBUEM TSKEIBIX METAJIIOB, BCE €Il¢ OYEHbh HEMHOT'OYUCIICHHBI
W, [0 CyTH, HaXOJATCs Ha HadalbHOM JTare. [loaTomy mpeacTaBieHus
0 MYTAX Tepead4u CTPECCOPHOTO CUTHANa M OCOOCHHOCTAX WX (yHK-
UMOHUPOBAHUS B YCIOBUAX AEUCTBUSI TOTO WJIM HHOTO TSDKEIOrO Me-
Tajyia TMO-TIPeKHEMY HOCAT (parMeHTapHBI XapakTep W TpeOyioT
JTATBHENIIIETO PacIIUPEeHus 1 YIiyOIeH s .



3AK/IIOYEHUE

BrmsiHre TSDKENBIX METAJUIOB Ha PAcTEHHUs M3ydaeTcsl MccienoBare-
JSIMH Pa3HBIX CTpPaH Ha TPOTSHKEHUH YK€ HECKONBKHUX JEeCATHIICTHA.
3HAYUTENBEHOE YUCIIO MyOIHUKAIUi, OCOOCHHO TMOSIBUBINUXCS B ITOCIE/-
HUE TOJIbl, CBUJICTEIBCTBYET O OOJIBIIIOM U TMO-TIPEKHEMY HeocliabeBaro-
meM uHTepece K 3Toil Teme. Llenbio Hacrosineii MoHorpaduu SBUIIACH
MIOTIBITKA CHUCTEMATH3UPOBATh HAKOIUICHHBIE K HACTOSIIEMY MOMEHTY
MHOTOYHCIICHHBIE, TTOPOH MTPOTHBOPEUHBEIE TaHHBIE, KACAIOITHUECS TIIaB-
HBIM 00pa30M MEXaHU3MOB MOCTYIUIEHHUS U TPAHCIIOPTA TSHKEIIBIX MeTa-
JIOB B PAaCTEHUSX, a TAK)KE MEXAaHU3MOB YCTOMUMBOCTH PACTEHUH K BBICO-
KUM KOHIEHTPALMSIM STUX AJIEMEHTOB B OKPY:KalOIIEH cpee.

[IpoBeneHHBIE HaMU aHAW3 JUTEPATYPhl MOKA3BIBAET, YTO CPEAU
MHOTOYHCIICHHBIX W PA3HOIUIAHOBBIX MCCIIECJOBAHUN B paMKax JaHHOU
TEMBI MOYKHO BBIJEIHUTH OKOJIO JBYX JECSTKOB PAa3MYHBIX Harpase-
HUH, IO KOTOPBIM B HAcTOsAIIee BpeMs Hanbosiee akKTUBHO BEIYTCS IO-
uckd. B uwacTHOCTH, OONBIIOE BHUMAaHHUE YICNSICTCS M3YUCHHIO BIUS-
HUS TSOKEIBIX METAJUIOB HA OCHOBHBIC (DM3HONOTHYECKUE MPOIECCH U
MPOAYKTUBHOCTh PACTEHHUH, MCCIEIOBAaHHIO MEXaHW3MOB METaJlIOyC-
TOMYUBOCTU PACTCHUM, NEUCTBYIOLIUX HA Pa3HBIX YPOBHAX OpraHu3a-
1MUY, OCOOCHHO Ha KJIICTOYHOM U MOJICKYJISIPHOM, H MEXaHH3MaM IOTJI0-
IOIEHUA TAXKEIIBIX METAIJIOB KOPHEM M HUX TPAHCIIOPTY IO PAaCTCHUIO.
Kpome Toro, noctatouno 60ibII0€ KOJIHYECTBO MUCCIEAOBAHUMN ITOCBS-
LICHO M3YUYCHUIO HAKOIUICHUSA U PACIPEACICHUS TSKEIBIX METAIOB B
OpraHax pacTeHHH, ymoTpebnsieMbix B muiny. [Ipmdem 3HaumTenbHAS
9acTh MPOBOAUMBIX B mociemaane 10—15 et skcrepuMeHTOB 3aTparu-
BAIOT MOJICKYJISIPHO-TEHETUYECKUN YPOBEHb.

MHOro4YHuCIeHHbIE JUTEpaTypHble aHHBICE U PE3yNbTaThl HAIIUX
COOCTBEHHBIX I/ICCHCIIOBaHI/Iﬁ TOBOPAT O TOM, YTO TSAXKEIIBIC METAJIJIbI
BBI3BIBAIOT Y PacTCHUI OOJBIIOE KOJTMYECTBO Pa3HOOOPa3HBIX M3MEHE-

130



HUI, B TOM YHCIie B MPOTEKaHWUM (DU3MOJIOTHUYECKHX MpoleccoB. Ha-
MIPUMeEp, B BHICOKHX KOHIICHTPAIMSIX OHH BBI3BIBAIOT XJIOPO3 JIUCTHEB U
CHIDKCHHUE COCPKaHUS (POTOCHHTETUYCCKHUX IMUTMEHTOB, HHTHOUPYIOT
OTJIIeNbHBIE (DOTOCUHTETUYECKUE PEaKIUU, TEM CaMbIM TOPMO3S B IIe-
noM nporecc gorocuHTe3a. OKa3piBas HETAaTHBHOE BIUSHHE Ha yCTh-
WYHBIN anmapaT ¥ MHTEHCHUBHOCTh TPAHCIUPALINH, TSHKEIBIE METaJUIbI
HApYIIAOT BOJHBIM 0OMeH pacreHuil. [lpu MoOBBIIIEHUN HX comepika-
HUS B OpTaHaxX PacTeHUH 10 KOHLEHTpAIui, OIM3KUX K TOPOTOBBIM, 3a-
MeJIIsIeTCs JIbIXaHue. DTH U MHOTHE JIPyTHe U3MEHEeHUs! (PU3noornye-
CKHUX TPOIIECCOB COMPOBOXKIAIOTCS TOPMOXKEHHEM POCTa U Pa3BUTHUS
pacTeHuil U MPUBOAST B KOHEYHOM CUETE K 3HAYUTEIHHOMY CHUXKCHUIO
WX TPOAYKTUBHOCTH, @ BO MHOTHX CIIy4asdx K eme 0oiee Cepbe3HBIM
MOCIIEACTBUSM, BKIFOYast THOEIh paCTCHUH.

OpnHako B TPOIECCE IBOIIONHUM PACTCHUS BBIPAOOTAIN CIIOKHYIO
CHUCTEMY MEXaHHU3MOB JJI1 TOPMOKEHHSI TIOCTYIUICHNUS U30bITOYHBIX KO-
JUYECTB TSDKEIBIX METAJUIOB B PACTEHHA, a TaKXKe IS CHIDKEHUS HX
TOKCUYECKOTO BO3JICHCTBUS, YTO OOECIIEUYMBACT WX BBDKHBAHUE B HE-
ONaroNpHATHBIX JUIS POCTa YCIOBHSX.

Ha ocHOBaHum anammsa JIMTEPATYpPbl MOXKHO CACIaTh BEIBOJA O HAJIU-
YUK y PACTEHUH HECKOJBKUX <«JTUHHUH 3alUTH), KOTOphIe 00ecreunBa-
IOT UM BO3MOXXHOCTb MPOU3PACTATh B YCIOBUSIX MOBBIIICHHBIX KOHIICH-
TpalMi TSKETbIX METAJUIOB B OKpy»karoiiei cpene. [lepast «1uHus 3a-
IIUTED) TIPEJCTABISACT COOOW CBSA3BIBAHME TOKCUYHBIX MOHOB B PHU30-
cdepe, OCYIIECTBISIEMOE MHUKPOOPTaHU3MaMU (B3aUMO/ICHCTBYIOIITIMH
C paCTeHHAMH), KOPHEBBIMHU BBIJEIIEHUSIMHU PACTCHUN, BO3SMOXHO TaKkKe
y9acTHE B 3TOM IPOIECCe MUKOPHU3HBIX IprOoB. BTopyto «mmHUIO 3a-
IIUTED 00pa3yroT KJIETOYHAsl CTCHKA W IIa3MalieMMa, KOTOphIE, C O/l-
HOH CTOPOHBI, 3aJ€P>KUBAIOT MOCTYIUICHUE KATUOHOB TSDKENBIX METal-
JIOB B KIIETKY, a C APYTOH — CITIOCOOCTBYIOT BBIBEACHHUIO MX M30BITKA U3
KJIETKU. B TOM ciydae, koria TspKenble METalllbl, HECMOTpS Ha paboTy
YKa3aHHBIX 3aIIUTHBIX MEXaHU3MOB, BCE-TaKU MOCTYMAIOT B IIUTOILIA3-
MY KJIETKH, PEIIAONIyI0 POJIb OepeT Ha ceOsi TPEThsI «JIMHUS 3aIlUThI»,
BKITIOYAIOIIas pa3HOOOpa3Hble BHYTPHKICTOYHBIE MEXaHU3MBI JIETOK-
CUKAITUU TSHKETBIX MeTaJuioB. TakuMm o0pa3oM, o0Iasi cucTemMa «3alilu-
TB» PACTEHUH OT BO3JACHCTBUS TOKCHUYHBIX KOHLEHTPALMHA TSHKEIBIX
METAIJIOB SIBJIIETCS MHOTOSIIEIOHHOW 1 MHOTOKOMIIOHEHTHOH, 9TO Jie-
JaeT ee BecbMa APPEKTUBHOM.
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Oco00 creayeT OTMETUTh, 4TO 3a Tocieaaue 10—15 neT uccnemona-
TEJSIM YIAJIOCh TOOUTHCS 3HAYUTEIHHOTO Mporpecca B M3y4eHHH MOJIe-
KYJISIPHO-TEHETUYECKMX MEXAaHHW3MOB, JIEKAIIUX B OCHOBE 3alllUTHO-
MPUCHOCOOUTENBHBIX PEaKMid PaCTCHUH Ha JeCTBHE TSHKEIBIX MeTajl-
7oB. B wactHOCTH, BBIJIENEHBI OCJIKH, YYaCTBYIOIINE B TPAHCIIOPTE TS-
KENbIX METAJUIOB 4epe3 MeMOpaHbl KIETKH (IIa3MalieMMy W TOHO-
IJIacT), a TAKKE B JaJlbHEM TPAHCIIOPTE X MOHOB IO PACTEHHIO, BHISB-
JieHa WX JIOKAJIM3alWs W HW3Y4eHa SKCIPECCHS COOTBETCTBYIOIIUX UM
reroB. J[0ka3aHO HEMOCPEICTBEHHOE Yy4acTHE IENIOTO psAga COEAMHE-
HUH (OpraHn4ecKkre KUCIIOTHI, aMUHOKUCIIOTHI, TIIyTaTHOH, (UTOXea-
THHBI, METAJUIOTHOHEUHBI) B CBSI3bIBAHUM MOHOB TSDKENIBIX METAIIOB B
KJIETKE ¢ 00pa3oBaHMEM KOMIUIEKCOB, KOTOpBIE B TOpPa3l0o MeEHbBIIEH
CTETICHH OIACHBI JJIsl pacTeHHs, YeM CBOOOJHbIE MOHBI. BEIsSBIICHBI Tre-
HBI, YYaCTBYIOIINE B CUHTE3€ 3THX COEIMHEHHM, U UCCIEOBAHO BIIUSA-
HUE TSDKENBIX METAJUIOB Ha MX 3KCIPECCHIO.

YcTaHOBIEHO, YTO HA KJIETOYHOM YPOBHE OJHHM M3 KIIFOUEBBIX MO-
MEHTOB B MPOLIECCE aAANTAIMM PACTEHNUH K MOBBILICHUIO YPOBHS TsXKe-
JIBIX METAJUIOB B OKPY)KAIOIIeH cpenie sIBISeTCS HHTCHCU(UKAIINS Jies-
TCJIBbHOCTH aHTI/IOKCH}IaHTHOﬁ CHUCTEMBI. HO}IBI/I)KHOG PaBHOBECUE MECXK-
ny oopazoBanneM ADK 1 aKTHBHOCTBIO aHTHOKCUAAHTHBIX (PEPMEHTOB
1 HU3KOMOJIEKYJIIPHBIX COEIUHEHUH — HEOTheMJIEMasl 4acTh MEXaHM3-
MOB METANIOYCTOMYMBOCTH pacTeHui. OQHAKO MMOBLIIICHHBIN HHTEpPEC
K WM3YYCHHUIO BIUSHUS TSDKENBIX MeTauioB Ha (opmupoanne ADK
CBA3aH €IlIe U C IBOMCTBEHHON pOsbI0 3TUX MojieKyad. C oHON cTOpO-
HBI, ycuieHHoe oOpazoBaHne A®PK NpuUBOIUT K OKHUCIUTEIEHOMY
CTpeccy, UYTO HETaTHMBHO OTPaXKAeTCs Ha BCeX (PM3MOJIOTUYECKUX IMPO-
Leccax pacteHui, a ¢ apyroi — ADK gBnsA0TCSA CUTHAIBHBIMU MOJIEKY-
JIaMH, YYACTBYIOIIMMU B 3aITyCKE aaNTAIHOHHBIX MEXaHIU3MOB.

OpHako, HECMOTPS Ha 3HAYUTEIBHBIE YCIIEXH B U3YUEHUH METaJlIO-
YCTOWYHMBOCTH, O CHUX MOpP CYIIECTBYET HEMAJIO BOIPOCOB, KOTOpHIE
TpeOYIOT MPOBEACHUs CHEUUANbHBIX McciaenoBanuii. Hampumep, moka
HET YCTKOT'O IMMOHMMaHHA MEXaHU3MOB BOCIPHATHA U NEpCIavYnu CUTHA-
Jla y pacTeHU# MpU JACHUCTBUM HA HUX TSKEIBIX METaUIOB. B yacTHO-
CTH, HE U3BECTHBI PEIENTOPbI, BOCIPUHUMAIOIINE CUTHAI O MOBBIIIE-
HUU YPOBHS TSDKENBIX METaUIOB B NPOCTPAHCTBE BOKPYT KIIETKH, 10
KOHIIa HE OmpezefieHa cXeMma Iepefayll CHrHajla, B OTBET Ha KOTOPBIH
OKCIPECCUPYIOTCS KOHKPETHBIE T'€HBI, cIa00 M3Y4YEeHO M y4acTHE rop-
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MOHOB B TIepemadue CTPECCOBOro curHayia. [lonck OTBETOB Ha 3TH U
MHOTHE JPYTHE BOMPOCHI OE3yCIIOBHO OyAeT crmocoOcTBOBaThH Oolee
IyOOKOMY ITOHMMAHUI0 MEXaHH3MOB YCTOWYMBOCTH PACTCHHM K TSDKE-
JIBIM METaJIIaM.

Cremyer Takke yKa3aTh, 9TO HEOCIabEBAIOIINI HHTEPEC K MpobIIe-
M€ YCTOMYHMBOCTH PACTEHUH K TSDKEIBIM METallJlaM CBSI3aH HE TOJBKO C
ee HaAyYHOH aKTyaJIbHOCTHIO, HO U C MPAKTUYECKOH 3HAYMMOCTBIO TaKO-
ro pojia UCClIeOBaHui. B 4acTHOCTH, C CO3MaHUEM TPAHCTEHHBIX pac-
TEHUH, XapaKTEPU3YIOIMUXCS MOBBIIIEHHOW YCTOMYMBOCTBIO K 3TOMY
BUJy CTPECCOBOTO BO3/ICHCTBYUS, BOSHUKACT IMEPCIIEKTUBA UX HCIIOJIB30-
BaHUs, HApAIy C BHIAMHU-TUICPAKKYMYIISATOPAMH, B IEIAX (UTOpEeMe-
TUAITIN TI0YB, 3arps3HCHHBIX TSHKEIBIMH MeTautaMi. MOJXKHO TakKe
HaJESThCS, YTO BCECTOPOHHEE M3YYCHHE MEXaHW3MOB TPAHCIIOPTA Tsi-
JKEJBIX METAJIOB OT KOPHS JI0 CEMCHH ITO3BOJIUT B OYIYIIIEM pEryIiu-
pOBaTh MOCTYIUICHHE HEOOXOAWMBIX M TOKCHYHBIX DJIEMEHTOB B Haj-
3eMHBIC OpTraHbl U ceMeHa (III0/IbI), o0ecIeuynBasi TEM CaMbIM TTOJTyde-
HUE KA4YeCTBEHHOM CEIhCKOXO3SICTBEHHON MPOAYKIIMH, OTBEUarolIeh
CaMbIM BBICOKHM SKOJIOTHIECKUM CTaHAAPTaAM.

Hakonen, Henp3s HE CKa3aTh, YTO 3HAYUTEIBHBIA IpOTrpecc, KOTO-
PBIi JOCTHTHYT 3a MOCJEIHUE TOABl B U3YYCHUU YCTOWYHBOCTH PacTe-
HUH K TSHKEJIBIM METaJTaM, MOT ObI OBITH elrie OONBITUM, €CITU OBl yia-
JIOCh TPEOIOJIETh OTNPEICICHHYI0 Pa3pO3HEHHOCTh YCHIIMNA Pa3HBIX HC-
cJemoBaTeneil U UCCIEAOBATENbCKUX TPYI W Te Pa3Iu4us, KOTOPHIS
CYIIIECTBYIOT B IIOCTAHOBKE U TIPOBEJACHUHN DKCIICPUMEHTOB (pa3HbIC aB-
TOPBI PaboTaIOT C pa3HBIMU 0OBEKTAMHM, UCIIOJIB3YIOT Pa3HBIE METOIHI,
M3YyYaroT NEUCTBHE Pa3HBIX BHUJIOB TSDKEIBIX METAIOB M pa3HBIC HX
KOHIIEHTpaIu). JDT0 0e3yCcIOoBHO CHUXaeT 3()(HEKTHBHOCTh POBOIHU-
MBIX UCCIICOBaHUM, 3aTPYTHSIET CONOCTABUTEIBHBIA aHAIN3 HX pe-
3yJABTATOB M YCIOXKHIET IEPCIEKTUBHOE IUTaHWpoBaHuUe. llosToMy
MPEJICTABISICTCS BeChMa BaXKHBIM YCHIIUTh, HACKOJIBKO 3TO BO3MOXKHO,
KOOPJVHAIIMIO 3THX HCCICIOBaHM, 0OCOOCHHO B YaCTH BBIOOpa 00BEK-
TOB, OIPEIEICHHUSI WX IEJIeH W 3a7ad, pa3padOTKH €AMHBIX METOINIe-
CckuX moaxoAoB. IlomoOHass KOHCOMUAAIMS YCHUIMA W BO3MOXXHOCTEH
Pa3HBIX HAayYHBIX KOJUIEKTHBOB CIIOCOOCTBOBaia OBl Oojiee OBICTpOMY
pEIICHUI0 MHOTHX BOIIPOCOB, OTBETHI HA KOTOPBIC KpaifHE Ba’KHBEI C
TOYKH 3pPCHUS TMOHWMAaHUA (PYHIAMEHTAIbHBIX OCHOB YCTOHYHBOCTH
PaCTeHUH K TSHKETBIM METaJUIaM.



JIUMTEPATYPA

Anexceeg FO. B. Tsxenble METaJUTBI B TTOUBax M pacTeHUsX. JI.: Arporpom-
n3gar, 1987. 142 c.

Anexceee IO. B. Tspkenple Metamuisl B arponanamadte. CII6.: TIUSAD
PAH, 2008. 216 c.

Anexuna H. JI., Xapumonaweunu E. B. MunepanbHoe nutanue // dusmno-
JIOTHSI pacTeHuit: YueOHuk /i cTyd. By3oB / [lox pen. U. I1. Epmakosa. M.:
Wznarensckuii neHTp «Axaaemusy, 2005. 640 c.

bacaesa T. B., Honosa H. 3., Hadeesa I'. B. MukpoOuonornueckas peme-
JIMALsl IPUPOJIHBIX CHCTEM OT TsDKeJbIX MeTaioB. Kasaubs: Kazanckuii yH-T,
2013. 56 c.

Bbamosa 1O. B., Jlawiounen I ®@., Kasnuuna H. M., Tumoe A. @. Bausune
3arps3HEHUS] KagMHEM Ha POCT W CEMEHHYIO NPOAYKTUBHOCTH OJHOJETHHX
3makoB // Arpoxumus. 2012. Ne 6. C. 79-83.

bawxun B. H., Kacumog H. C. buoreoxumus M.: Hayursrid mup, 2004. 648 c.

bawmakos J[. U., Jlykamxun A. C. DKon0ro-HU3NOIOTHIECKHE aACTIEKTHI
AKKyMYJIIIIAN ¥ paclpeAeNIeHNs TSKEIBIX METaIJIOB Y BRICIINX pacTeHuil. Ca-
paHck: Mopnos. yH-T, 2009. 236 c.

benumos A. A., Tuxonosuy U. A. MUKpOOHOIOTHYECKHE aCIIEKThl YCTOWYH-
BOCTH M aKKyMYJISILIUK TSDKEJIBIX METaUIOB y pacTeHui (0030p) / Cenbckoxo-
3siicTBeHHast Ouosorus. 2011. Ne 3. C. 10-15.

benumos A. A., Kynarxosa A. M., Cagponosa B. U. u op. Ucnonb3oBanue
ACCOIMATUBHBIX OaKTEPH AJISl HMHOKYJLIIMN STIMEHSI B YCIOBHSX 3arpsi3HEHUS
TIOYBBI CBUHIIOM | KaamueM // Mukpobuonorus. 2004. T. 73. C. 118-125.

becconosa B. I1. Kitetounslii ananns pocrta KopHelt Lathyrus odoratus L.
NpH JIeWCTBUM TKeNbIXx MetauioB // Lluromormst m renermka. 1991. T. 25,
Ne 5. C. 18-22.

bozoanosckui I'. A. Xumuueckas sxonorus. M.: MI'Y, 1994, 237 c.

Tapughzanos A. P., XKykoe H. H., Heanuwes B. B. O6pa3oBanue u ¢usno-
JIOTHYECKUE PeaKkIMy aKTUBHBIX (GopM KHciopoaa B KieTkax pacteHui // Co-
BpeMeHHbIE TIpo0JieMbl Hayku U obpasoBanus. 2011. Ne 2. URL:www.science-
edication.ru/96-4600.

134



Tpuwxo B. H., Coiyuxog /]. B. DyHKIMOHUPOBAHUE TIIYyTATHOH3aBHCHUMOM
AHTHUOKCHJIAHTHOM CHUCTEMBl U YCTOWYMBOCTh PACTCHHUM MpHU NEUCTBUU TSKE-
JBIX MeTalioB U ¢propa. Kues: Hayk. mymka, 2012. 238 c.

Janunun U. A. MeTalnoTHOHEHHBI KaKk OMOMapKepsI P JACHCTBUH HA Op-
TaHW3MBI TSDKENBIX METAJUIOB M MOHU3MPYIOIIETo M3IydeHus: ABToped. IuC.
... IOKT. omou. Hayk. M., 2010. 45 c.

Memuenxo H. II., Kanumosa U. b., [lemuenxo K. H. BiausHue HUKeNs Ha
poct, mponudepanuo ¥ AUGPEPeHIHALIUI0 KIETOK KOPHEBOH MEPHCTEMBI
npopocTKoB Triticum aestivum // ®uzunonorus pacrenuit. 2005. T. 52, No 2.
C. 250-258.

Lmumpiroxosa M. FO., baiimues A. X., Paxmanxynosa 3. @. BiusiHue xan-
MU Ha POCT M JIBIXaHUC PAcTCHHI Tabaka ¢ TCHOMOM JISTTEMOTJIO0MHA a COU
/I Arpoxmmus. 2011. Ne 10. C. 70-75.

Jlobposonvckuii B. B. Teorpadust MmukposnemeHToB. ['modansHOE pacceu-
Banue. M.: Meicas, 1983. 272 c.

Jlobposonvckuit B. B. OCHOBHBIE 4YepThI T€OXWMHW IUHKA W KaJMHS
// LImHK 1 KagMuid B oKpyskatommeit cpexe. M.: Hayka, 1992. C. 7-18.

Jlobposonvckuii B. B. T'mobanbHas cucTeMa MacCOIIOTOKOB TSKETBIX Me-
TayuioB B Onocdepe // PaccessHHbIE 311eMeHTHI B OopealibHbIX Jecax. M.: Hay-
ka, 2004. C. 23-30.

Hoeeaniox A. ., Kanunax T. B., Buom A. B. llurorenernueckue 3pQpeKTs
COJICH TOKCHYHBIX METAJUIOB B KJIETKAX alMKaIbHONH MEPUCTEMbI KOPHEH po-
poctkoB Allium cepa L. // Untonorus u reneruka. 2001. T. 35, Ne 2. C. 3-10.

Epwosa A. H., Ilonosa H. B., beponuxosa O. C. IlpomyKimsi akTHBHBIX
(dhopM KUCTOpOJa U AaHTHOKCHAAHTHEIE (PEPMEHTHI PACTEHUH TOpOXa U COU IpH
THUTIOKCHH W BBICOKOM cojiepkanuu CO, B cpene / ®usmosorusi pacTCHUH.
2011.T. 58, Ne 6. C. 834-843.

Hsanos B. b., buicmposa E. U., Cepecun H. B. CpaBHEHVE BIHUSHUS TSHKEIBIX
METAJJIOB Ha POCT KOPHS B CBA3H C MpoOIeMoli CrielpUIHOCTH 1 N30UpaTeThHO-
cru ux aeiicrsust // @uznonorus pactenuit. 2003. T. 50, Ne 3. C. 445-454.

Heanosa E. M. Tokcudeckoe neiCTBHE MEIU U MEXaHU3MBbI €€ JETOKCHKa-
uun: ABroped. auc. ... kaua. Ouos. Hayk. M., 2011. 26 c.

Unvun B. b. Tspkenble MeTallsIbl B CUCTEME TMouBa — pacTenue. HoBocu-
6upck: Hayka, 1991. 150 c.

Hnoun B. b. Tsxenple MeTaulbl 1 HEMETAJUIBI B CUCTEME II0YBa — pacTe-
uue. Hosocubupck: CO PAH, 2012. 220 c.

Kabama-Ilenouac A., Ilenouac X. MUKpOdIIEeMEHTH B TTOYBaX U PacTCHU-
sx. M.: Mup, 1989. 440 c.

Kasznuna H. M. BnusitHue cBUHIIA M KaJIMHsI Ha POCT, Pa3BUTHE U HEKOTO-
pBIe npyrre GU3NOIOTHYECKUE TMPOIECCH OMHOJIETHUX 37aKOB (PaHHUE HTAITBI
oHTOTeHe3a): ABToped. auc. ... kaHA. 6noi. Hayk. [leTpo3aBoack, 2003. 23 c.

135



Kasnuna H. M., Tumog A. @. Bimsiane kanMus Ha QU3NOIOTHYECKUE TIPO-
IIECChl U TIPOAYKTHBHOCTh pacTeHUH cemeiicTBa Poaceae // Ycmexu coBpeM.
6monornm. 2013. T. 133, Ne 6. C. 588—-603.

Kasuuna H. M., Jlatiounen I @., Tumos A. @. Bnugauue xagMus Ha ann-
KaJTbHbIE MEPUCTEMBI cTeOys pacteHuit stamens // Onrtorene3. 2006. T. 37,
Ne 6. C. 444-448.

Kasnuna H. M., Tumog A. @., Jlatiounen I. @., Taranos A. B. Ycroituu-
BOCTb IICTHHHUKA K MOBBIIICHHBIM KOHIICHTpausIM 1uHka // M3sectus PAH.
Cepust 6uonoruyeckas. 2009. Ne 6. C. 677-684.

Kasnuna H. M., Tumos A. @., Jlaiiounen I'. @., Bamosa FO. B. Bnusuue
KaJMusl Ha HEKOTOpBIC (PH3HOJIOTHYECKUE MTOKA3aTEeII PACTCHUN STYMCHS B 3a-
Bucumoct ot ux Bospacta // Tp. KapHLl PAH. Cep. DkcnepumeHTaibHas
6monorus. 2010. Ne 2. C. 27-31.

Kasuuna H. M., Tumoe A. @., Jlaniounen I. @., bamosa FO. B. Bausune
KaJIMUs Ha BOAHBIH oOMeH pactenuit ssamens // Tp. KapHIL] PAH. Cep. Dkcrie-
pumeHTabHas ouonorus. 2011. Ne 3. C. 57-61.

Kasnuna H. M., Tumog A. @., Tonuuesa JI. B. u dp. Bnusane Bo3pacTHBIX
pa3HYmii Ha PeaKIMio PACTeHUH SUMEHsS Ha AericTBHe KaaMus // OU3nOoIoTHs
pacrtenuit. 2012. T. 59, Ne 1. C. 74-79.

Kasnuna H. M., Tumos A. @., Tonuuesa JI. B. u op. Bnusinue xagmus Ha
skcrpeccuto rena HvCAX2 B KOpHsIX mpopocTkoB stumeHst // Tes. noki. Bee-
poc. Hay4. KoH(]. ¢ MeXAyHap. yyacTueM «/IHHOBAIlMOHHBIC HAIIPaBJIEHUsS CO-
BpeMeHHOU (u3mosioruu pacteHui». ['ogmunoe codopanne ODP. 2—6 wuroHs
2013 r. M., 2013a. C. 278.

Kasnuna H. M., Tumos A. @., Tonuuesa JI. B. u dp. DKcrpeccusi TeHOB Ba-
kyonsapHoit H'-AT®a3bl B KOPHAX TIPOPOCTKOB SUMEHS PA3HOTO BO3PACTA TIPH
nerictBuu xkaamus // @uzuonorus pactenuit. 20136. T. 60, Ne 1. C. 61-65.

Kasnuna H. M., Tumosé A. @., bamosa FO. B. Conepxanue HETPOTCHHO-
BBIX THOJIOB B KIETKax KOPHSA IHKOPACTYIINX MHOTOJETHHX 3JIaKOB IpPH
nevictBun kagmus u ceuHua // Tp. KapHI| PAH. Cep. DxcnepumMeHTanbHas
ouonorus. 2014a. Ne 5. C. 182-187.

Kasnuna H. M., Tumos A. @., Tonuuesa JI. B. u op. ConepxkaHue TpaHc-
KpuntoB renoB HvAHMA2 n HvHMA3 y pacTeHull suMeHs NpU IEHCTBUM Kaj-
must // dusnonorust pactenuid. 20146. T. 63, Ne 3. C. 384-388.

Kenua M. B., Jlykaw A. U., I'ycokos E. I1. Pob HU3KOMONEKYISIPHBIX aH-
THOKCHIAHTOB MpPH OKUCIHTEIFHOM cTpecce // YCImexu COBpeM. OHOIIOTHH.
1993.T. 113, Ne 4. C. 456-470.

Knayc A. A., Jlvicenxo E. A., Xonooosa B. II. PocT pacTeHUI KyKypy3bI
W HaKOIUICHHE (POTOCHHTETHYECKUX HMUTMEHTOB IPH KPATKO- M JOJTOCPOU-
HOM Bo3nelicTBuM kaamus // ®usuonorus pactenwit. 2013. T. 60, Ne 2.
C. 246-256.

136



Kooiwcanosa O. H., /Imumpuesa A. I'. ®uznonorndeckas poib METAIIOB B
KHU3HEIEATCTPHOCTH PACTUTENFHBIX OPraHM3MOB // DU3MOIOTHS PacTHTENb-
HBIX OPTaHU3MOB H PoJib MeTaiuioB. M.: MI'Y, 1989. C. 7-55.

Konynaeg FO. E. AxTuBHBIE (OPMBI KUCJIOPO/Ia B PACTCHUSX TIPH NSHCTBUU
cTpeccopoB: o0pa3oBaHWe W BO3MOXHBIE (yHKIMH // BecTH. XappKoBCKOTO
Hatl. arpapH. yH-Ta. Cep. bronorus. 2007. Bem. 3. C. 6-26.

Konynaes IO. E., Kapney 0. B. ®opMupoBaHie aAalTUBHBIX PEaKIUH
pacTeHmit Ha nelictBue abumotmueckux crpeccopoB. Kuer: Ocnoma, 2010.
352c.

Kocuyun A. B., Anexceesa-Ilonosa H. B. JleficTBUE TSDKEIBIX METANIOB HA
pacTeHUs ¥ MEXaHHU3MbI METAJNIOYCTONYNBOCTH // PacTeHHs B SKCTpEMaTbHBIX
yCIOBUAX MUHepanbHOro nutaHus. JI.: Hayka, 1983. C. 5-22.

Kpecnasckuii B. 1., Jlocs /I. A., Annaxsepoues C. U., Kysneyos Ba. B. Cur-
HaJIbHAs POJIb aKTUBHBIX (POPM KHCIIOpOJIa TIPH CTpecce y pacteHuid / duzno-
sorust pactenuit. 2012. T. 59, Ne 2. C. 163-178.

Kysneyos Bn. B., [Imumpuesa I'. A. ®u3nonorus pacTeHuil: Y4eOHUK. M.:
Bricmas mxoma, 2006. 742 c.

Kysueyosa T. IO., Bemuunnuxoea JI. B., Tumos A. @., Unvunosa M. K.
BnusiHue KaaMus Ha COCTaB JKMPHBIX KHCJIOT JIMIKAOB B MOOErax KapeiabCKOM
Oepe3sl in vitro // ®usunonorus pacrenuid. 2008. T. 55, Ne 5. C. 731-737.

Janounen I @., Kasnuna H. M., bamosa FO. B., Tumos A. ®@. Cnocob-
HOCTh K HAKOILUICHUIO KaaMusl Yy Bromopsis inermis u Setaria viridis (Poaceae)
// Pact. pecypcesr. 2011. Beim. 3. C. 64-72.

Jlymosa JI. A., Excosa T. A., [Jooyesa U. E., Ocunosa M. A. I'enetuka pas-
BUTHS pacTeHHi: [Img OHOJNOTHYECKHX CIIEIAbHOCTEH YHHBEPCHUTETOB.
CIIo.: Usn-Bo H-JI, 2010. 432 c.

JIanzysoea Y. B. BnusiHMe HUKETS W MEIW Ha IpopacTaHue CeMsH u (Gop-
MHPOBaHHE MMPOPOCTKOB YepHUKH // dusuomnorus pactenuid. 1999. T. 46, Ne 3.
C. 500-502.

Metiyux H. P. Vlounslit oOMeH U nuddys3us B KISTOUHBIX CTEHKaX pacte-
HUH: ABTOped. auc. ... JOKT. Onon. Hayk. M., 2007. 48 c.

Meiuux H. P., Epmarxos U. I1., Ilpoxonyesa O. C. Juddysus opranmue-
CKOT'O KaTHOHA B KJIETOYHBIX CTeHKax KopHs // buoxumus. 2003. T. 68, Ne 1.
C. 926-940.

Metiyux H. P., Huxonaesa 0. U., Komapuviney O. B., Epmaxos HU. I1. bapb-
epHas (yHKIWS KICTOYHOW CTCHKH IIPH MOTIIOIIEHIH HOHOB HUKes // duzno-
norus pactenmid. 2011. T. 58, Ne 3. C. 345-350.

Mepsnsax M. H. AKTUBUPOBaHHBIM KUCIOPOJ U KUZHEIAEATEIBHOCTD pacTe-
Huii // CopocoBckuii 06pa3zoBaTenbHbIN KypHaIL 1999. Ne 9. C. 20-26.

Huxughoposa E. M. BuoreoxuMudeckasi OICHKA 3arpsA3HCHUS TSKEIBIMU
MeTtauiaMu arposanamadroB Bocrounoro ITomMockoBest // T'eoxumudeckas

137



DKOJIOTHSI U OMOTEOXMMHUYECKOe M3ydeHHEe TakcoHOB Omochepnl. M.: Hayka,
2003. C. 108-109.

Tlampywes JI. U. Dxcnipeccus renoB. M.: Hayka, 2000. 830 c.

Tlonecckas O. I'. PactutenbHas KIETKa M aKTHBHBIC ()OPMBI KHUCIOPOJA:
VYuebnoe nocodue. M.: K1V, 2007. 140 c.

Ilpaodeoosa E. B., Huweesa O. ., Cansies P. K. DepMeHTB aHTHOKCHIAHT-
HOW 3aIUTHl BaKyOJeld KOPHEIUIOA0B CTOJIOBOM CBEKIIbI // dU3nosiorus pacre-
Huil. 2011. T. 58, Ne 1. C. 40-48.

Paowkuna H. JI, lllawyrxosa A. B., llessxosa H. U., Kysneyos Bn. B.
VYdacTie nposiMHa B CHCTEME OKCHUIAHTHOMW 3aIlUTHI Y mandes mpu JAeHCTBUH
NaCl n nmapaksata // ®usuonorus pactenuit. 2008. T. 55, Ne 5. C. 721-730.

Paxmanxynosa 3. @., @eosies B. B., A6oyauna O. A., Yemanos U. FO. Dop-
MHpPOBaHHE aJaNTAMOHHBIX MEXaHH3MOB y MIIEHHUIB U KyKYpy3bl K HOBBI-
IIEHHOMY cofiep)kaHuro IHKa // Bectauk bamxmpckoro yn-ta. 2008. T. 13,
Ne 1. C. 43-4e.

Penkuna H. C., Tananosa B. B., Tonuuesa JI. B. u Op. Brusiaue xagmus Ha
AKCIIPECCHIO TeHOB TpaHCKpunmuoHHBIX (pakTropoB CBF1 u DREBI B nucThsax
npopoctkoB muenuits! / Tp. KapHL] PAH. Cep. DxcniepuMeHTansHast 61oIo-
rust. 2012. Ne 2. C. 113-118.

Posenysem O. A., bozoanosa E. C., Mypsaesa C. B. CocTtaB JIHITUAOB U
JKUPHBIX KHCJIOT B JIMCTBAX ManopotHuka Matteuccia sthruthiopteris,
dopmupyromuxcs noj BiausHueMm kagmus // Tp. KapHIl PAH. 2011. Ne 3.
C. 97-104.

Caopnus M., Kapoeykuii C. C., Xpamyosa E. A., Maxcumosa H. I1. Ponp
OakrepuanpHol AIIK-meMuHAa3sl B TIOBBIIICHWH YCTOWYHWBOCTH PAaCTCHHU
K cTtpeccoBsiM (QakTtopam cpensl // Bectamk BI'Y. Cep. 2. 2011. Ne 2.
C. 62-66.

Casanosa K. A., bawmaxos J{. U., Jlykamxun A. C. T'eHepanus cynepox-
CHIHOTO aHHWOH-paJuKaia B JHUCThAX PACTCHHH NMPH XPOHUYECKOM JACHCTBHH
Tsokenbix MetaiioB // Tp. KapHL] PAH. Cep. DxcnepuMeHTanbHas OHOJIOTHSL.
2012. Ne 2. C. 119-124.

Cepeeun U. B. duToXeNnaTUHBI U UX POJIb B JICTOKCHKAIIUU KaMHUsI Y BBIC-
mux pactenuii // Yen. onon. xumun. 2001. T. 41. 283-300.

Cepezun U. B. Pactipenienenue TsHKEIBIX METAUIOB B PACTEHUSIX U UX JIeH-
CTBHE Ha pocT: ABTOped. IHC. ... TOKT. Onoi. Hayk. M., 2009. 53 c.

Cepeeun U. B., Hsanoe B. b. ®U3NOIOTHIECKUE ACTIEKTHl TOKCHYECKOTO
NEHCTBUS KagMUsl M CBHHIIA Ha BBICIINE pacTeHus // OU3NOIOTHS pacTeHUH.
2001. T. 48, Ne 4. C. 606—630.

Cepeeun U. B., Koowcesrnuxosa A. /[. ®u3nonorndeckasi poib HUKEIS U ero
TOKCHYECKOE JCCTBHE Ha BBICIIHE pacTeHus // @usnonorus pacrenuit. 2006.
T. 53, Ne 2. C. 285-308.

138



Cnueunckasn P. b. Hapymenue BogHOTO OallaHCa pacTeHUH MO AeHCTBHEM
TsKeasIX MeTalinoB // 11 cee3q BODP. M., 1992. C. 195.

Coiyuros J{. B. I3MeHeHne KOHIIEHTPAIIH BOCCTAaHOBICHHON (OPMEI TTy-
TaTHOHA y TPOPOCTKOB Tropoxa mpu aeiicteun Ha HuX HoHOB Cd m Ni // Ykp.
omoxmm. xxypH. 2002. T. 74, Ne 45. C. 140-141.

Coiyuxos /J[. B. OUTOXENAaTHHBI: CTPYKTypa, OwWOcHHTEe3, (YHKIHH
// BectH. XapbKoBcKOro Hail. arpap. yH-ta. Cep. buonorus. 2007. Bemm. 2 (11).
C.6-17.

Tananosa B. B., Tumos A. @., Boesa H. Il. BnusiHue MOHOB KaaMHs U
CBHUHI[A Ha POCT U conepxkanue npoiuna u ABK B nmpopocTkax orypua // ®u-
3uosiorus pactenuil. 1999. T. 46, Ne 1. C. 119-123.

Tananosa B. B., Tumoe A. @., boesa H. Il. BiusiHue Bo3pacTaroUIX KOH-
HEHTpaHi TSDKENBIX METAUIOB Ha POCT MPOPOCTKOB SUYMEHS M IIICHHUIIBI
/| ®uznonorus pacteruit. 2001. T. 48, Ne 1. C. 119-123.

Tumos A. @., Tananosa B. B. YCTOWYMBOCTD PaCTCHUH W (UTOTOPMOHEI.
ITerpozaBoack: KapHIL PAH, 2009. 206 c.

Tumos A. @., Jlanounen I'. ©., Kasuuna H. M. Biusane HOHOB CBUHIIA HA
poct 1 MOp}oPU3NOTIOTHIECKIE TOKA3aTeIH PACTCHUH suMeHs 1 oBca // du-
3uoJIorust ¥ Onoxumus KyneT. pacrenuid. 2001. T. 33, Ne 5. C. 387-393.

Tumog A. @., Jlatiounen I'. @., Kasnuna H. M. BnusiHue BRICOKMX KOHIICH-
Tpanuil KaJMUs Ha POCT ¥ Pa3BUTHE SUMEHS U OBCA HA PAHHUX JTamax OHTOTe-
Hesa // Arpoxumust. 2002. Ne 9. C. 61-65.

Tumog A. @., Taranosa B. B., Kasnuna H. M., Jlaiiounen I'. @. Ycroituu-
BOCTh pacTeHMi K TshkesbiM MetaiaMm. [lerposzaBonck: KapHI[ PAH, 2007.
170 c.

Xonooosa B. II., Boaxos K. C., Kysneyos Bn. B. Amantanus K BBICOKUM
KOHLIEHTPALUsAM COJIEH MEIU U LIMHKAa PacTEHUIl XpyCTalbHOU TPABKU U BO3-
MOJKHOCTh MX HCIOJB30BaHUS B HEIsIX (uTopemenuanny // dusmonorus pac-
teHuit. 2005. T. 52, No 6. C. 848-858.

Xy Il I, HluT. C., Cy I]. C. u op. Bosnaeiictaue Pb™ Ha akTHBHOCTH aH-
THOKCHJIAHTHBIX ~ (DEPMEHTOB W  YJIBTPACTPYKTYpy  KICTOK  JIUCTHCB
Potamogeton crispus // ®uznonorus pacrennit. 2007. T. 54, Ne 3. C. 469-474.

Yuprosa T. B. ®uznonornueckre ocHOBHI ycToiunBocTy pacteHuid. CII6.:
CIIor'y, 2002. 244 c.

Llessxosa H. U., Hemponuna U. A., Aponoea E. E., Kysneyos Ba. B. Pac-
npexnenenne Cd u Fe B pactenmsx Mesembryanthemum crystallinum nipu anan-
tarmmu k Cd-ctpeccy // @usnonorus pactenmit. 2003. T. 50, Ne 5. C. 756-763.

Ilessxosa H. U., Baxymuna E. A., Ky3ueyos Bn. B. AHTHOKCHIaHTHas
POJb MPOJHMHA y TANOPHUTa XPYCTATEHOW TPAaBKHU MPH JEHCTBHH 3aCOJICHUS H
rmapakBaTa, MHHIUUPYIOMINX OKHUCIHTENbHBIA cTpecc // duinomorust pacre-
Hui. 2009. T. 56, Ne 5. C. 736-742.

139



Hbnoxos A. B. Poccust: 3mopoBbe pupoIsl 1 itoneid. M.: I'anepes-nipuHT,
2007. 224 c.

Abou-Shanab R. A., Angle J. S., Delorme T. A. et al. Rhizobacterial effects
on nickel extraction from soil and uptake by Alyssum murale // New Phytol.
2003. V. 158. P. 219-224.

Adriaensen K., Vangronsveld J., Colpaert J. V. Zinc-tolerant Suillus
bovinus improves growth of Zn-exposed Pinus sylvestris seedlings
// Mycorrhiza. 2006. V. 16. P. 553-558.

Agrawal G. K., Tamogami S., Iwahashi H. et al. Transient regulation
of jasmonic acid-inducible rice MAP kinase gene (OsBWMKI) by
diverse biotic and abiotic stresses // Plant Physiol. Biochem. 2003. V. 41.
P. 355-361.

Ahsan N., Renaut J., Komatsu S. Resent developments in the application of
proteomics to the analysis of plant responses to heavy metals / Proteomics.
2009. V. 9. P. 2602-2621.

Aina R., Labra M., Fumagalli P. et al. Thiol-peptide level and proteomic
changes in response to cadmium toxicity in Oryza sativa L. roots // Environ.
Exp. Bot. 2007. V. 59, N 3. P. 381-392.

Alkhatib R., Maruthavanan J., Ghoshroy S. et al. Physiological and
ultrastructural effects of lead on tobacco // Biol. Plant. 2011. V. 56, N 4.
P. 711-716.

Ali G., Srivastava P. S., Igbal M. Influence of cadmium and zinc on growth
and photosynthesis of Bacopa monniera L. cultivated in vitro // Biol. Plant.
2000. V. 43. P. 599-601.

Amirjani M. R. Effects of cadmium on wheat growth and some
physiological factors // Int. J. Forest Soil Erosoin. 2012. V.2, N 1. P. 50-58.

Andrés-Colas N., Sancenon V., Rodriguez-Navarro S. et al. The
Arabidopsis heavy metal P-type ATPase HMAS5 interacts with
metallochaperones and functions in cooper detoxification of roots // Plant J.
2006. V. 45. P. 225-236.

Anjum N. A., Ahmad 1., Mohmood I. et al. Modulation of glutathione and its
related enzymes in plants responses to toxic metal and metalloids — A rewiew
// Environ. Exp. Bot. 2012. V. 75. P. 307-324.

Ann C., Karen S., Jos R. et al. The cellular redox state as a modulator in
cadmium and copper responsis in Arabidopsis thaliana seedlings // J. Plant
Physiol. 2011. V. 168. P. 309-316.

Apel K., Hirt H. Reactive oxygen species: metabolism, oxidative stress, and
signal transduction // Annu. Rev. Plant Biol. 2004. V. 55. P. 373-399.

Arazi T., Sunkar R., Kaplan B., Fromm H. A tobacco plasma membrane
calmodulin-binding  transporter ~ confers Ni*" tolerance and Pb*"
hypersensitivity in transgenic plants / Plant J. 1999. V. 20, N 2. P. 171-182.

140



Arduini 1., Godbold D. L., Onnis A. Cadmium and cooper uptake and
distribution in Mediterranean tree seedlings // Physiol. Plant. 1996. V. 97, N 1.
P. 111-117.

Argiiello J. M., Eren E., Gonzalez-Guerrero M. The structure and
function of heavy metal transport P;g-ATPase // Biometals. 2007. V. 20.
P.233-248.

Arrivault S., Senger T., Krdmer U. The Arabidopsis metal tolerance protein
AtMTP3 maintains metal homeostasis by mediating Zn exclusion from the shoot
under Fe deficiency and Zn oversupply // Plant J. 2006. V. 46, N 5. P. 861-879.

Asada K. Production and action of active oxygen spesies in photosynthetic
tissues // Causes of photo-oxidative stress and amelioration of defense system
in plants / Eds. C. H. Foyer, P. Mullineaux. Boca Raton: CRC Press, 1994.
P. 77-104.

Assungdo A. G. L., Herrero E., Lin Y. F. et al. Arabidopsis thaliana
transcription factors bZIP19 and bZIP23 regulate the adaptation ti zinc
deficiency // Proc. Natl. Acad. Sci. USA. 2010. V. 107. P. 10296-10301.

Astolfi S., Zuchi S., Passera C. Effect of cadmium on the metabolic activity
of Avena sativa plants grown in soil or hidroponic culture // Biol. Plant. 2004.
V.48, N 3. P. 413-418.

Axelsen K. B., Palmgren M. G. Inventory of the superfamily of P-type ion
pumps in Arabidopsis // Plant Physiol. 2001. V. 126. P. 696-706.

Balakhnina T., Kosobryukhow A., Ivanov A., Kreslavskii V. The effect of
cadmium on CO, exchange, variable fluorescence of chlorophyll, and the level of
antioxidant enzymes in pea leaves // Russ. J. Plant Physiol. 2005. V. 52. P. 15-20.

Baker A. J. M. Accumulators and excluders strategies in the response of
plants to heavy metals // J. Plant Nutr. 1981. V. 3, N 1/4. P. 643-654.

Ban Q., Liu G., Wang Y. A DREB gene from Limonium bicolor mediates
molecular and physiological responses to copper stress in transgenic tobacco
// J. Plant Physiol. 2011. V. 168. P. 449-458.

Bao T., Sun T., Sun L. Low molecular weight organic acids in root exudates
and cadmium accumulation in cadmium hyperaccumulator Solanum nigrum L.
and non-hyperaccumulator Solanum Iycopersicum L. // Afr. J. Biotechnol.
2011. V.10, N 75. P. 17180-17185.

Barcelo J., Poschenrieder C. Plant water relations as affected by heavy
metal stress: A review // J. Plant Nutr. 1990. V. 13. P. 1-37.

Barconi D., Bernardini G., Santucci A. Linking protein oxidation to
environmental pollutants: redox proteome approaches // J. Proteomics. 2011.
V.74,N. 11. P. 2324-2337.

Bartoli C. G., Casalongué C. A., Simontacchi M., Marquez-Garcia B.
Interaction between hormone and redox signalling pathways in the control of
growth and cross tolerance to stress / Environ. Exp. Bot. 2013. V. 94. P. 73-88.

141



Baryla A., Carrier P., Franck F. et al. Leaf chlorosis in oilseed rape plants
(Brassica napus) grown on cadmium-polluted soil: causes and consequences
for photosynthesis and growth // Planta. 2001. V. 212. P. 696-709.

Bauer P., Hell R. Translocation of iron in plant tissues // Iron nutrients in
plants and rhizospheric microorganisms / Eds. L. L. Barton, J. Abadia.
Netheriands: Springer, 2006. P. 279-288.

Bazzaz F. A., Rolfe G. L., Windle P. Effect of Cd on photosynthesis and
transpiration of excised leaves of corn and sunflower // J. Environ. Qual. 1974.
V. 3.P. 156-157.

Belimov A. A., Safronova V. I, Sergeyeva T. A. et al. Characterization of
plant-promoting rhizobacteria isolated from polluted soils and containing
1-aminocyclopropane-1-carboxylate deaminase // Can. J. Microbiol. 2001.
V. 47.P. 642-652.

Belimov A. A., Hontzeas N., Safronova V. I. et al. Cadmium-tolerant
plant growth-promoting bacteria associated with the roots of Indian
mustard (Brassica juncea L. Gzern.) // Soil Biol. Biochem. 2005. V. 37.
P. 241-250.

Belogurov G. A., Lahti R. A lysine substitude for K+ // J. Boil. Chem.
2002. V. 277. 49651-49654.

Benavides M. P., Galllego S. M., Tomaro M. Cadmium toxicity in plants
// Braz. J. Plant Physiol. 2005. V. 17. P. 21-34.

Berezin 1., Mizrachy-Dagry T., Brook E. et al. Overexpression of AMHX
in tobacco causes increased sensitivity to Mg2+, Zn2+, and Cd*" ions, induction
of V-ATPase expression, and a reduction in plant size // Plant Cell Rep. 2008.
V.27.P.939-949.

Berta M., Giovannelli A., Potenza E. et al. Type 3 metallothioneins
respond to water deficit in leaf and in the cambial zone of white poplar
(Populus alba) // J. Plant Physiol. 2009. V. 166. P. 521-530.

Besson-Bard A., Gravot A., Richaud P. et al. Nitric oxide contributes to
cadmium toxicity in Arabidopsis by promoting cadmium accumulation in roots
and by up-regulating genes relted to iron uptake // Plant Physiol. 2009. V. 149.
P. 1302-1315.

Bienert G. P., Moller A. L., Kristiansen K. A. et al. Specific aquaporins
facilitate the diffusion of hydrogen peroxidase across membranes // J. Biol.
Chem. 2007. V. 282. P. 1183-1192.

Bishnoi N. R., Sheoran 1. S., Singh R. Influence of cadmium and nickel on
photosynthesis and water relations in wheat leaves of different insertion level
// Photosynthetica. 1993. V. 28, N 3. P. 473—479.

Blaudez D., Kohler A., Martin F. et al. Poplar metal tolerance protein 1
confers zinc tolerance and is an oligomeric vacuolar zinc transpoter with an
essential leucine zipper motif // Plant Cell. 2003. V. 15. P. 2911-2928.

142



Blaylock M. J., Huang J. W. Phytoextraction of metals // Phytoremediation
of toxic metals. Using plants to clean up the environment / Eds. I. Raskin,
B. D. Ensley. N. Y.: J. Wiley and Sons, Inc., 2000. P. 53-70.

Blinda A., Koch B., Ramanjulu S., Dietz K.-J. De novo synthesis and
accumulation of apoplastic proteins in leaves of heavy metal-exposed barley
seedlings // Plant Cell Environ. 1997. V. 20. P. 969-981.

Blindauer C. A., Schmid R. Cytosolic metal handling in plants:
determinants for zinc specificity in metal transporters and metallothioneins
// Metallomics. 2010. V. 2. P. 510-529.

Blindauer C. A., Leszczyszyn O. I. Metallothioneins: unparalleled diversity
in structures and functions for metal ion homeostasis and more // Nat. Prod.
Rep. 2010. V. 27. P. 720-741.

Bocova B., Huttova J., Mistrik I., Tamas L. Auxin signaling is involved in
cadmium-induced glutathione-S-transferase activity in barley root // Acta
Physiol. Plant. 2013. V. 35. P. 2685-2690.

Bovet L., Rossi L., Lugon-Moulin N. Cadmium partitioning and gene
expression studies in Nicotiana tabacum and Nicotiana rustica // Physiol.
Plant. 2006. V. 128. P. 466-475.

Breskle S. W. Growth under stress: heavy metals // Plant root the hidden
half. Marsel Deccer., 1991. P. 351-373.

Bringezu K., Lichtenberger O., Leopold I, Neumann D. Heavy metal
tolerance of Silene vulgaris // J. Plant Physiol. 1999. V. 154. P. 536-546.

Broadley M. R., White P. J., Hammond J. P. et al. Zinc in plants // New
Phytol. 2007. V. 173. P. 677-702.

Brune A., Urbach W., Dietz K.-J. Compartmentation and transport of zinc
in barley primary leaves as basic mechanisms involved in zinc tolerance
// Plant Cell Environ. 1994. V. 17. P. 153-162.

Buchanan B. B., Gruissem W., Jones R. L. Biochemistry and molecular
biology plants / Ed. B. B. Buchanan. Amer. Soc. Plant Physiol. Rockville,
Maryland. 2000. 1367 p.

Buchanan-Wollaston V. Isolation of cDNA clones for genes that are
expressed during leaf senescence in Brassica napus. Identification of a gene
encoding a senescence-specific metallothionein-like protein // Plant Physiol.
1994. V. 105. P. 839-846.

Bughio N., Yamaguchi H., Nishizawa N. K. et al. Cloning an iron-regulated
transporter from rice // J. Exp. Bot. 2002. V. 53. P. 1677-1682.

Burd G. L., Dixon D. G., Glick B. R. Plant growth-promoting bacteria that
decrease heavy metal toxicity in plants / Can. J. Microbiol. 2000. V. 46.
P. 237-245.

Burton G. W., Ingold K. U. Beta-carotene: an unusual type of antioxidant
// Science. 1984. V. 224. P. 569-573.

143



Burzynski M., Migocka M., Ktobus G. Cu and Cd transport in cucumber
(Cucumis sativus L.) root plasma membranes // Plant Sci. 2005. V. 168.
P. 1609-1614.

Cakmak I, Welch R. M., Hart J. et al. Uptake and retranslocation of leaf-
applied cadmium ('’Cd) in diploid, tetraploid and hexaploid wheats // J. Exp.
Bot. 2000. V. 51, N 343. P. 221-226.

Callahan D. L., Baker A. J. M., Kolev S. D., Wedd A. G. Metal ion ligands
in hyperaccumulating plants // J. Biol. Inorg. Chem. 2006. V. 11. P. 2-12.

Cataldo C. A., Garland T. R., Wildung R. E. Cadmium uptake kinetics in
intact soybean plants // Plant Physiol. 1983. V. 73. P. 844-848.

Cataldo D. A., McFadden K. M., Garland T. R., Wildung R. E. Organic
constituents and complexation of nickel (II), iron (III), cadmium (II) and plutonium
(IV) in soybean xylem exudates // Plant Physiol. 1988. V. 86. P. 734-739.

Cazale A.-S., Clemens S. Arabidopsis thaliana expresses a second
functional phytochelatin synthase // FEBS Lett. 2001. V. 507. P. 215-219.

Chao Y-Y., Chen C-Y., Huang W-D., Kao C. H. Salicylic acid-mediated
hydrogen peroxide accumulation and protection against Cd toxicity in rice
leaves // Plant Soil. 2010. V. 329. P. 327-337.

Chaoui A., Mazhoudi S., Ghorbal M. H., Ferjani E. Cadmium and zinc
induction of lipid peroxidation and effects on antioxidant enzymes activities in
bean (Phaseolus vulgaris L.) // Plant Sci. 1997. V. 127. P. 139-147.

Chardonnens A. N., Koevoets P. L. M., vanZanten A. et al. Properties of
enhanced tonoplast zinc transport in naturally selected zinc tolerant Silene
vulgaris // Plant Physiol. 1999. V. 120. P. 779-785.

Chekmeneva C., Gusmdo R., Diaz-Cruz J. M. et al. From cysteine to longer
chain thiols: a thermodynamic analysis of cadmium binding by the
phytochelatins and their fragments // Metallomics. 2011. V. 3. P. 838-846.

Chen F., Wu F., Dong J. et al. Cadmium translocation and accumulation in
developing barley grains // Planta. 2007. V. 227. P. 223-232.

Chen F., Wang F., Zhang G., Wu F. 1dentification of barley varieties tolerant
to cadmium toxicity // Biol. Trace Elem. Res. 2008. V. 121. P. 171-179.

Chen F., Wang F., Wu F. et al. Modulation of exogenous glutathione in
antioxidant defense system against Cd stress in two barey genotypes differing
in Cd tolerance // Plant Physiol. Biochem. 2010. V. 48. P. 6636—-6672.

Chen J., Zhou J., Goldsbrough P.B. Characterization of phytochelatin
synthase from tomato // Physiol. Plant. 1997. V. 101. P. 165-172.

Chen M., Shen X, Li D. et al. ldentification and characterization of
MtMTPI, a Zn transporter of CDF family, in the Medicago truncatula // Plant
Physiol. Biochem. 2009. V. 47. P. 1089—-1094.

Cheng W., Zhang G., Yao H., Zhang H. Genotipic difference of
germination and early seedling growth in response to Cd stress and its relation
to Cd accumulation // J. Plant Nutr. 2008. V. 31. P. 702-715.

144



Cherian M. G., Howell S. B., Imura N. et al. Role metallothionein in
carcinogenesis // Toxicol. Appl. Pharmacol. 1994. V. 126. P. 1-5.

Chmielowska-Bak J., Gzyl J., Rucinska-Sobkowiak R. et al. The new
insights into cadmium sensing // Front. Plant. Sci. 2014. 5:245. DOI:
10.3389/fpls.2014.00245.

Cho U.-H., Park J.-O. Mercury-induced oxidative stress in tomato
seedlings // Plant Sci. 2000. V. 156. P. 1-9.

Cho U.-H., Seo N.-H. Oxidative stress in Arabidopsis thaliana exposed to
cadmium is due to hydrogen peroxide accumulation // Plant Sci. 2005. V. 168.
P. 113-120.

Chugh L. K., Sawhney S. K. Effect of cadmium on activities of some
enzymes of glycolysis and pentose phosphate pathway in pea // Biol. Plant.
1999. V. 42 N 3. P. 401-407.

Chyan C. L., Lee T. T., Liu C. P. et al. Cloning and expression of a seed-
specific metallothionein-like protein from sesame // Biosci. Biotechnol.
Biochem. 2005. V. 69. P. 2319-2325.

Ci D., Jiang D., Wollenweber B. et al. Cadmium stress in wheat seedlings:
growth, cadmium accumulation and photosynthesis // Acta Physiol. Plant.
2010. V. 32. P. 365-373.

Clemens S. Molecular mechanisms of plant metal tolerance and
homeostasis // Planta. 2001. V. 212. P. 475-486.

Clemens S. Evolution and function phytochelatin synthases // J. Plant
Physiol. 2006a. V. 163, N 3. P. 319-332.

Clemens S. Toxic metal accumulation, responses to exposure and
mechanisms of tolerance in plants // Biochimie. 2006b. V. 88. P. 1707-1719.

Clemens S., Simm C. Schizosaccharomyces pombe as a model for metal
homeostasis in plant cell: phytochelatin-dependent pathway is the main
cadmium detoxification mechanism // New Phytol. 2003. V. 159. P. 323-330.

Clemens S., Kim E., Neumann D., Schroeder J. Tolerance to toxic metals
by a gene family of phytochelatin synthases from plants and yeast // EMBO 1J.
1999. V. 18. P. 3325-3333.

Clemens S., Palmgren M. G., Krdmer U. A long way ahead: understanding
and engineering plant metal accumulation // Trends Plant Sci. 2002. V. 7, N 7.
P. 309-315.

Clemens S., Simm C., Maier T. Heavy metal binding proteins and peptides
/I Biopolymers, V. 8: polyamides and complex proteinaceous materials II
/ Eds. A. Steinbiichel, S. R. Fahnestock. Weilheim: Wiley-VCH, 2003. P. 255-288.

Clendennen S. K., May G. D. Differential gene expression in ripening
banana fruit // Plant Physiol. 1997. V. 115. P. 463-469.

Cobbett C. S. A family of phytochelatin synthase genes in plant, fungal and
animal spesies // Trends Plant Sci. 1999. V. 4. P. 335-337.

145



Cobbett C. S. Phytochelatins and their roles in heavy metal detoxification
// Plant Physiol. 2000. V. 123. P. 825-832.

Cobbett C., Goldsbrough P. Phytochelatins and metallothioneins: roles in
heavy metal detoxification and homeostasis / Annu. Rev. Plant Biol. 2002.
V. 53.P. 159-182.

Cobbett C. S., May M. J., Howden R., Rolls B. The glutathione-deficient,
cadmium-sensitive mutant, cad2-1, of Arabidopsis thaliana is deficient in
y-glutamylcysteine synthetase // Plant J. 1998. V. 16. P. 73-78.

Cohen C. K., Garvin D. F., Kochian L. V. Kinetic propeties of a
micronutrient transporter from Pisum sativum indicate a primary function in Fe
uptake from the soil // Planta. 2004. V. 218, N 5. P. 784-792.

Collin V. C., Eymery F., Genty B. et al. Vitamin E is essential for the
tolerance of Arabidopsis thaliana to metal-induced oxidative stress // Plant
Cell Environ. 2008. V. 31. P. 244-257.

Collins R. N., Merrington G., Mclauglin M. J., Morel J. L. Organic ligand
and pH effects on isotopically exchangeable cadmium in polluted soils // Soil
Sci. Soc. Am. J. 2003. V. 67. P. 112-121.

Contesto C., Desbrosses G., Lefoulon C. et al. Effects of rhizobacterial
ACC deaminase activity on Arabidopsis indicate that ethylene mediates local
root responses to plant growth-promoting rhizobacteria // Plant Sci. 2008.
V. 175. P. 178-189.

Costa G., Morel J. L. Cadmium uptake by Lupinus albus (L.): cadmium
excretion, a possible mechanism of cadmium tolerance // J. Plant Nutr. 1993.
V. 16.P. 1921-1929.

Curie C., Cassin G., Couch D. et al. Metalmovement within the plant:
contribution of nicotianamine and yellow sprite 1-like transporters // Ann. Bot.
2009. V. 103.P. 1-11.

Cuypers A., Vangronsveld J., Clijsters H. The redox status of plant cell
(AsA and GSH) in sensitive to zinc imposed oxidative stress in roots and
primary leaves of Phaseolus vulgaris // Plant Physiol. Biochem. 2001. V. 39.
P. 657-664.

Dabin P., Marafante E., Mousny J. M., Myttenaere C. Absorption,
distribution and binding of cadmium and zinc in irrigated rice plants // Plant
Soil. 1978. V. 50, N 2. P. 329-341.

DalCorso G., Farinati S., Maistri S., Furini A. How plants cope with
cadmium: staking all on metabolism and gene expression // J. Integr. Plant
Biol. 2008. V. 50, N 10. P. 1268-1280.

DalCorso G., Farinati S., Furini A. Regulatory networks of cadmium stress
plants // Plant Signal. Behav. 2010. V. 5, N 6. P. 663-667.

Dallinger R., Lagg B., Egg M. et al. Cd accumulation and Cd-
metallothionein as a biomarker in Cepaea hortensis (Helicidae, Pulmonata)

146



from laboratory exposure and metal-polluted habitats / Ecotoxicology. 2004.
V. 13.P.757-772.

Daud M. K., Ali S., Variath M. T., Zhu S. J. Differential physiological,
ultramorphological and metabolic responses of cotton cultivars under cadmium
stress // Chemosphere. 2013. V. 93. P. 2593-2602.

Degryse F., Verma V. K., Smolders E. Mobilizatiom of Cu and Zn by root
exudates of dicotyledonous plants in resin-buffered solutior and in soil // Plant
Soil. 2008. V. 306. P. 69-84.

De Knecht J. A., van Dillen M., Koevoets P. L. M. et al. Phytochelatins
in cadmium-sensitive and cadmium-tolerant Silene vulgaris. Chain length
distribution and sulfide incorporation // Plant Physiol. 1994. V. 104. P. 255-261.

De la Fuente J. M., Ramirez-Rodrigues V., Cabrera-Ponce J. L., Herrera-
Estrella L. Aluminium tolerance in transgenic plants by alteration of citrate
synthesis // Science. 1997. V. 276. P. 1566—1568.

Delhaize E., Jackson P. J., Lujan L. D., Robinson N. J. Poly(y-
glutamylcysteinyl)glycine synthesis in Datura innoxia and binding with
cadmium // Plant Physiol. 1989. V. 89. P. 700-706.

Delisle G., Champoux M., Houde M. Characterization of oxidase and cell
death in Al-sensitive and tolerant wheat roots // Plant Cell Physiol. 2001.
V. 42.P.324-333.

Delorme T. A., Gagliardi J. V., Angle J. S., Chaney R. L. Influence of the
zinc hyperaccumulator Thlaspi caerulescens J. et C. Presl. and nonmetal
accumulator Trifolium pratense L. on soil microbial populations // Can. J.
Microbiol. 2001. V. 47. P. 773-776.

Demirevska-Kepova K., Simova-Stoilova L., Stoyanova Z. et al.
Biochemical changes in barley plants after excessive supply of copper and
manganese // Environ. Exp. Bot. 2004. V. 52. P. 253-266.

Demirevska-Kepova K., Simova-Stoilova L., Petrova-Stoyanova Z., Feller
U. Cadmium stress in barley: growth, leaf pigment and protein composition
and detoxification of reactive oxygen species // J. Plant Nutr. 2006. V. 29.
P. 451-468.

Dendena B. Cadmium exclusion from rice grains: development of
molecular and physiological markers. Doctoral thesis. Milano. 2011.

Deng F., Yamaji N., Xia J., Ma J. F. A member of the heavy metal P-type
ATPase OsHMAS is involved in xylem loading of cooper in rice // Plant
Physiol. 2013. V. 163. P. 1353-1362.

Dias M. C., Monteiro C., Moutinho-Pereira J. et al. Cadmium toxicity
affects photosynthesis and plant growth at different levels // Acta Physiol.
Plant. 2013. V. 35. P. 1281-1289.

Di Cango R., Guidi L., De Gara L., Soldatini G. F. Combined cadmium
and ozone treatment affects photosynthesis and ascorbate-dependent defences
in sunflower // New Phytol. 2001. V. 151. P. 627-636.

147



DiDonato R. J., Roberts L. A., Sanderson T. et al. Arabidopsis Yellow Stripe-
Like2 (YSL2): a metal-regulated gene encoding a plasma membrane transporter
of nicotianamine-metal complexes // Plant J. 2004. V. 39. P. 404-414.

Dietz K. J., Baier M., Krdmer U. Free radicals and reactive oxygen species
as mediators of heavy metal toxicity in plants / Heavy metal stress in plants:
from molecules to ecosystems / Eds. M. N. V. Prasad, J. Hagemeyer. Berlin,
Germany: Springer-Verlag, 1999. P. 73-97.

Dietz K. J., Tavakoli N., Klude C. et al. Significance of the V-type ATPase for
the adaptation to stressful growth conditions and its regulation on the molecular
and biochemical level // J. Exp. Bot. 2001. V. 52, N 363. P. 1969-1980.

Ding H., Tan M., Zhang C. et al. Hexavalent chromium (VI) stress induces
mitogen-activated protein kinase activation mediated by distinct signal
molecules in roots of Zea mays L. // Environ. Exp. Bot. 2009. V. 67. P. 328—
334.

Dixit V., Pandey V., Shyam R. Differential antioxidative responses to
cadmium in roots and leaves of pea (Pisum sativum L. cv. Azad) // J. Exp. Bot.
2001. V. 52, N 358. P. 1101-1109.

Dixon D. P., Davis B. G., Edwards R. Functional divergence in the
glutathione transferase superfamily in plants. Identification of two classes with
putative functions in redox homeostasis in Arabidopsis thaliana // J. Biol.
Chem. 2002. V. 277. P. 30859-30869.

Djebali W., Gallusci P., Polge C. et al. Modifications in endopeptidase and
208 proteasome expression and activities in cadmium treated tomato (Solanum
lucopersium L.) plants // Planta. 2008. V. 227. P. 625-639.

Domenech J., Orihuela R., Mir G. et al. The Cd (II)-binding abilities of
recombinant Quercus suber metallothionein: briding the gap between
phytochelatins and metallothioneins // J. Biol. Inorg. Chem. 2007. V. 12.
P. 867-882.

Dorcak V., Krezel A. Correlation of acid-base chemistry of phytochelatin
PC2 with its coordination properties towards the toxic metal ion Cd (II)
// Dalton Trans. 2003. P. 2253-2259.

Drqzkiewicz M., Skorzynska-Polit E., Krupa Z. Response of the
ascorbateglutathione cycle to excess copper in Arabidopsis thaliana (L.)
// Plant Sci. 2003. V. 164. P. 195-202.

Du J., Yang J.-L., Li C.-H. Advances in metallothionein studies in forest
trees // Plant Omics J. 2012. V. 5, N 1. P. 46-51.

Duffus J. H. “Heavy metals” — a meaningless term? (IUPAC Technical
Report) // Pure Appl. Chem. 2002. V. 74, N 5. P. 793-807.

Durand T. C., Hausman J. F., Carpin S. et al. Zinc and cadmium effects on
growth and ion distribution in Populus tremula x Populus alba // Biol. Plant.
2010. V.54, N 1. P. 191-194.

148



Durrett T. R., Gassmann W., Rogers E. E. The FRD3-mediated efflux of
citrate into the root vasculature is nessessary for efficient iron translocation
// Plant Physiol. 2007. V. 144. P. 197-205.

Eapen S., D’Souza S. F. Prospects of genetic engineering of plants for
phytoremediation of toxic metals // Biotechnol. Adv. 2005. V. 23. P. 97-114.

Ebbs S., Lau I, Ahner B., Kochian L. Phytochelatin synthesis is not
responsible for Cd tolerance in Zn/Cd hyperaccumulator Thlaspi caerulescens
(J. and C. Presl). // Planta. 2002. V. 214. P. 635-640.

Eide D. J. Zinc transporters and cellular trafficking of Zn // Biochim.
Biophys. Acta Mol. Cell. Res. 2006. V. 1763. P. 711-722.

Eren E., Argiiello J. M. Arabidopsis HMA2, a divalent heavy metal-
transporting P1B-type ATPase, is involved in cytoplasmic Zn>" homeostasis
// Plant Physiol. 2004. V. 136. P. 3712-3723.

Ernst W. H. O. Physiological and biochemical aspects of metal tolerance
/I Effects of air pollutants on plants / Ed. T. A. Mansfield. Cambridge:
Cambridge University Press, 1976. P. 115-133.

Ernst W. H. O., Verkleij J. A. C., Shat H. Metal tolerance in plants // Acta
Bot. Neerl. 1992. V. 41. P. 229-248.

Evans K. M., Gatehouse J. A., Lindsay W. P. et al. Expression of the pea
metallothionein-like gene PsMTA in Escherichia coli and Arabidopsis
thaliana and analysis of trace-metal ion accumulation—implications for
PsMTA function // Plant Mol. Biol. 1992. V. 20. P. 1019-1028.

Ezaki B., Nagao E., Yamamoto Y. et al. Wild plants, Andropogon
virginicus L. and Miscanthus sinensis Anders, are tolerant to multiple stresses
including aluminum, heavy metals and oxidative stresses // Plant Cell Rep.
2008. V. 27. P. 951-961.

Fagioni M., Damici G. M., Timperio A., Zolla L. Proteomic analysis of
multiprotein complexes in the thylakoid membrane upon cadmium treatment
//'J. Proteome Res. 2009. V. 8. P. 310-326.

Farinati S., DalCorso G., Varotto S., Furini A. The Brassica juncea
BjCdR15, an ortholog of Arabidopsis TGA3, is a regulator of cadmium
uptake, transport and accumulation in shoots and confers cadmium tolerance in
transgenic plants // New Phytol. 2010. V. 185. P. 964-978.

Finkel T., Holbrook N. J. Oxidants, oxidative stress and the biology of
ageing // Nature. 2000. V. 408, N 9. P. 239-247.

Finkemeier 1., Kluge C., Metwally A. et al. Alterations in Cd-induced gene
expression under nitrogen deficiency in Hordeum vulgare // Plant Cell
Environ. 2003. V. 26. P. 821-833.

Fornazier R. F., Ferreira R. R., Vitoria A. P. et al. Effects of cadmium
on antioxidant enzyme activities in sugar cane // Biol. Plant. 2002. V. 45.
P.91-97.

149



Foyer C. H., Halliwell B. The presence of glutathione and glutathione
reductase in cloroplasts: a proposed role in ascorbic asid metabolism // Planta.
1976. V. 133, N 1. P. 21-25.

Foyer C. H., Noctor G. Oxidant and antioxidant signalling in plants: a re-
evaluation of the concept of oxidative stress in a physiological context / Plant
Cell Environ. 2005. V. 28. P. 1056-1071.

Foyer C. H., Lopez-Delgado H., Dat J. F., Scott 1. M. Hydrogen peroxide-
and glutathione-assosiated mechanisms of acclamatory stress tolerance and
signaling // Physiol. Plant. 1997. V. 100. P. 241-254.

Fujimaki S., Suzui N., Ishioka N. S. et al. Tracing cadmium from culture to
spikelet: noninvasive imaging and quantitative characterization of absorption,
transport and accumulation of cadmium in an intact rice plant / Plant Physiol.
2010. V. 152. P. 1796-1806.

Fusco N., Micheletto L., DalCorso G. et al. ldentification of cadmium-
regulated genes by cDNA-AFLP in the heavy metal accumulator Brassica
juncea L. // J. Exp. Bot. 2005. V. 56, N 421. P. 3017-3027.

Gaidos E., Lévai L., Veres S., Kovacs B. Effect of biofertilizers on maize
and sunflower seedlings under cadmium stress / Commun. Soil Sci. Plant
Anal. 2012. V. 43. P. 272-279.

Gallego S. M., Benavides M. P., Tomaro M. L. Effect of heavy metal ion
excess on sunflower leaves: evidence for involvement of oxidative stress
// Plant Sci. 1996. V. 121. P. 151-159.

Gallego S. M., Pena L. B., Barica R. A. et al. Unravelling cadmium toxicity
and tolerance in plants: Insling into regulatory mechanisms // Environ. Exp.
Bot. 2012. V. 83. P. 33-4e.

Galli U., Schiiepp H., Brunold Ch. Thois of Cu-treated maize plants
inoculated with the arbuscular mycorrhizal fungus Glomus intraradices
// Physiol. Plant. 1995. V. 94. P. 247-253.

Gamalero E., Lingua G., Berta G., Glick B. R. Beneficial role of plant
growth promoting bacteria and arbuscular mycorrhizal fungi on plant responses
to heavy metal stress // Can. J. Microbiol. 2009. V. 55, N 5. P. 501-514.

Garcia-Gomez C., Carbonell G., Tarazona J. V. Binding of cadmium on
raw paper pulp. Relationship between temperature and sorption kinetics
// Chemosphere. 2002. V. 49. P. 533-538.

Garcia-Hernandez M., Murphy A., Taiz L. Metallothioneins 1 and 2 have
distinct but overlapping expression patterns in Arabidopsis // Plant Physiol.
1998. V. 118. P. 387-397.

Garg N., Kaur H. Response of antioxidant enzymes, phytochelatins and
glutathione production towards Cd ans Zn stresses in Cajanus cajan (L.)
Millsp. genotypes colonized by arbuscular mycorrhizal fungi // J. Agron. Crop
Sci. 2013. V. 199. P. 118-133.

150



Gaxiola R. A., Palmgren M. G., Schumacher K. Plant proton pump // FEBS
Lett. 2007. V. 581. P. 2204-2014.

Gayomba S. R., Jung H. I, Yan J. et al. The CRT/COPT-dependent copper
uptake and SPL7-dependent copper deficiency responses are required for basal
cadmium tolerance in A. thaliana // Metallomics. 2013. V. 5, N O.
P. 1262-1275.

Gharemaleki T., Rasouli-Sadaghiani M. H., Besharati H., Tavasoli A. Plant
growth-promoting microorganisms effect on Cd uptake by Zea mays in a
contaminated soil // International soil science congress on “Management of
natural resources to sustian soil health and quality”. Samsun, Turkey. 2010.
P. 1135-1140.

Gill S. S., Tuteja N. Reactive oxigen species and antioxidant machinery in
abiotic stress tolerance in crop plants // Plant Physiol. Biochem. 2010. V. 48.
P. 909-930.

Gill S. S., Khan N. A., Tuteja N. Cadmium at high dose perturbs growth,
photosynthesis and nitrogen metabolism white at low dose it up regulates
sulfur assimilation and antioxidant machinery in garden cress (Lepidium
sativum L.) // Plant Sci. 2011. DOI: 10.1016/j.plantsci.2011.04.018.

Godbold D. L., Horst W. J., Collins J. C. et al. Accumulation of zinc and
organic acids in root of zinc tolerant and non-tolerant ecotypes of
Deschampsia caespitosa J. // Plant Physiol. 1984. V. 116, N 1. P. 59-609.

Goldsbrough P. B. Metal tolerance in plants: role of phytochelatins and
metallothioneins // Phytoremediation of contaminated soil and water / Eds.
N. Terri, G. Bafiuelos. Boca Raton: CRC Press, 1998. P. 221-233.

Golldack D., Dietz K.-J. Salt-induced expression of the vacuolar H'-
ATPase in the common rice plant is developmentally controlled and tissue
specific // Plant Physiol. 2001. V. 125. P. 1643-1654.

Gomes-Junior R. A., Moldes C. A., Delite F. S. et al. Antioxidant
metabolism of coffee cell suspension cultures in response to cadmium
/I Chemosphere. 2006. V. 65. P. 1330-1337.

Gomez G., Pallas V. A long distance translocatable phloem protein from
cucumber forms a ribonucleoprotein complex in vivo with Hop stunt viroid
RNA //J. Virol. 2004. V. 78. P. 10104-10110.

Gong J. M., Lee D. A., Schroeder J. I. Long distance root-to-shoot transport
of phytochelatins and cadmium in Arabidopsis // Proc. Natl. Acad. Sci. USA.
2003. V. 100. P. 10118-10123.

Gonzalez-Chaves M. C., Wright S. F., Nicols K. A. The role of glomalin, a
protein produced by arbuscular mycorrhizal fungi, in seguestering potentially
toxic elements // Environ. Pollut. 2004. V. 130. P. 317-323.

Gora L., Clijsters H. Effect of copper and zinc on the ethylene
metabolism in Phaseolus vulgaris L. // Biochemical and physiological

151



aspects of ethylene production in lower and higher plants. Dordrecht:
Kluwer, 1989. P. 219-228.

Gould K., Lamotte O., Klinguer A. et al. Nitric oxide production by tobacco
leaves: a general stress response? // Plant Cell Environ. 2003. V. 26. P. 1851-1862.

Grant C. A., Buckley W. T., Bailey L. D., Selles F. Cadmium accumulation
in crops // Can. J. Plant Sci. 1998. V. 78. P. 1-17.

Gratdo P. L., Pompeu G. B., Capaldi E. R. et al. Antioxidant response of
Nicotiana tabacum cv. Bright Yellow 2 cell to cadmium and nickel stress
// Plant Cell, Tissue and Organ Culture. 2008. V. 94, N 1. P. 73-83.

Green L. S., Rogers E. E. FRD3 controls iron localization in Arabidopsis
// Plant Physiol. 2004. V. 136. P. 2523-2531.

Greger M., Johansson M. Cadmium effects on leaf transpiration of sugar
beet (Beta vulgaris) // Physiol. Plant. 2006. V. 86. P. 465-473.

Greger M., Lindberg S. Effects of Cd*" and EDTA on young sugar beets
(Beta vulgaris). I. Cd*" uptake and sugar accumulation // Physiol. Plant. 1987.
V. 66. P. 69-74.

Greger M., Ogren E. Direct and inderect effects of Cd*" on photosynthesis
in sugar beet (Beta vulgaris) // Physiol. Plant. 1991. V. 83. P. 129-135.

Grill E., Wiannacker E. L., Zenk M. H. Phytochelatins: the principal the heavy-
metals complexing peptides of higher plants // Science. 1985. V. 230. P. 674-676.

Grill E., Wiannacker E. L., Zenk M. H. Phytochelatins, a class of heavy
metals binding peptides from plants, are functionally analogous to
metallothioneins // Proc. Natl. Acad. Sci. USA. 1987. V. 84. P. 439-443.

Grill E., Loffler S., Wiannacker E. L., Zenk M. H. Phytochelatins, the heavy
metals binding peptides of plants, are synthesized from glutathione by a
specific y-glutamylcysteine dipeptidyl transpeptidase (phytochelatin synthase)
// Proc. Natl. Acad. Sci. USA. 1989. V. 86. P. 6838-6842.

Groppa M. D., Zawoznik M. S., Tomaro M. L., Benavides M. P. Inhibition
of root growth and polyamine metabolism in sunflower (Helianthus annus L.)
seedlings under cadmium and copper stress // Biol. Trace Elem. Res. 2008.
V. 126. P. 246-256.

Groppa M. D., lanuzzo M. P., Rosales E. P. et al. Cadmium modulates
NADPH oxidase activity and expression in sunflower leaves // Biol. Plant.
2012.V.56,N. 1. P. 167-171.

Grotz N.,, Fox T., Connolly E. et al. Identification of family of zinc
transporter genes from Arabidopsis that respond to zinc deficiency // Proc.
Natl. Acad. Sci. USA. 1998. V. 95. P. 7220-7224.

Gruenberg J., van der Goot F. G. Mechanisms of pathogen entry through the
endosomal compartments // Nat. Rev. Mol. Cell Biol. 2006. V. 7. P. 495-504.

Guo B., Liang Y. C, Zhu Y. G., Zhao F. J. Role of salicylic acid in
alleviating oxidative damage in rice roots (Oryza sativa) subjected to cadmium
stress // Environ. Pollut. 2007. V. 147. P. 743-749.

152



Guo T., Zhang G., Zhou M. et al. Effects of aluminium and cadmium
toxicity on growth and antioxidant enzyme activities of two barely genotypes
with different Al resistance // Plant Soil. 2004. V. 258. P. 241-248.

Guo W. J., Bundithya W., Goldsbrough P. B. Characterization of the Arabidopsis
metallothionein gene family: tissue-specific expression and induction during
senescence and in response to copper // New Phytol. 2003. V. 159. P. 369-381.

Guo W. J.,, Meetam M., Goldsbrough P. B. Examining the specific
contributions of individual Arabidopsis metallothioneins to copper distribution
and metal tolerance // Plant Physiol. 2008. V. 146. P. 1697—1706.

Guo Y. L., Schulz R., Marschner H. Genotypic differences in uptake and
distribution of cadmium and nickel in plants / Angew. Bot. 1995. V. 69.
P. 42-48.

Gussarsson M., Adalsteinsson S., Jensen P., Asp H. Cadmium and copper
interactions on the accumulation and distribution of Cd and Cu in birch (Betula
pendula Roth) seedings // Plant Soil. 1995. V. 171. P. 185-187.

Gusta L. V., Trischuk R., Weiser C. J. Plant cold acclimation: the role of
abscisic acid // J. Plant Growth Regul. 2005. V. 24. P. 308-318.

Ha S.-B., Smith A. P., Howden R. et al. Phytochelatin synthase genes from
Arabidopsis and yeast, Schizosaccharomyces pombe // Plant Cell. 1999. V. 11.
P. 1153-1163.

Habashi F. Gmelin and his Handbuch // Bull. Hist. Chem. 2009. V. 34,
N 1. P. 30-31.

Hajduch M., Rakwal R., Agrawal G. K. et al. High-resolution two-
dimensional electrophoresis separation of proteins from metal-stressed rice
(Oryza sativa L.) leaves: drastic reductions/fragmentation of ribulose-1,5-
bisphosphate carboxylase/oxygenase and induction of stress-related proteins
// Electrophoresis. 2001. V. 22. P. 2824-2831.

Hall J. L. Cellular mechanisms for heavy metal detoxification and
tolerance // J. Exp. Bot. 2002. V. 53, N 366. P. 1-11.

Hall J. L., Williams L. E. Transition metal transporters in plants // J. Exp.
Bot. 2003. V. 54. P. 2601-2613.

Halliwell B. Reactive species and antioxidants. Redox biology is a
fundamental theme of aerobic life / Plant Physiol. 2006. V. 143. P. 312-322.

Halliwell B., Gutteridge J. M. C. Free radicals in biology and medicine.
Oxford: University Press, 1999. 936 p.

Haluskova L., Valentovicova K., Hittova J. et al. Effects of abiotic stresses
on glutathione peroxidase and glutathione S-transferase actitity in barley roots
tips // Plant Physiol. Biochem. 2009. V. 47. P. 1069-1074.

Hiéinsch R., Mendel R. R. Physiological functions of mineral micronutrients
(Cu, Zn, Mn, Fe, Ni, Mo, B, Cl) // Curr. Opin. Plant Biol. 2009. V. 12. P. 259—
266.

153



Harada E., Sugase K., Namba K. et al. Structural elements responsible for
the Fe(III)-phytosiderophore specific transport by HvYS1 transporter in barley
// FEBS Lett. 2007. V. 581. P. 4298-4302.

Harris N. S., Taylor G. J. Remobilization of cadmium in maturing shoots
of near isogenic lines of durum wheat that differ in grains cadmium
accumulation // J. Exp. Bot. 2001. V. 52, N 360. P. 1473-148]1.

Harris N. S., Taylor G. J. Cadmium uptake and translocation in
seedlings of near isogenic lines of durum wheat that differ in grain
cadmium accumulation / BMC Plant Biol. 2004. 4:4.doi: 10.1186/1471—
2229-4-4.

Hart J. J., Welch R. M., Norvell W. A. et al. Characterization of cadmium
binding, uptake and translocation in intact seedlings of bread and durum wheat
cultivars // Plant Physiol. 1998. V. 116. P. 1413-1420.

Hasan S. A., Fariduddin Q., Ali B. et al. Cadmium: toxicity and tolerance
in plants // J. Environ. Biol. 2009. V. 30, N 2. P. 165-174.

Hassan M. J., Zhang G., Zhu Z. Influence of cadmium toxicity of plant
growth and nitrogen uptake in rice as affected by nitrogen form // J. Plant Nutr.
2008. V. 31. P. 251-262.

Hassan Z., Aarts M. G. M. Opportunities and feasibilities for
biotechnological improvement of Zn, Cd or Ni tolerance and accumulation in
plants // Environ. Exp. Biol. 2011. V. 72. P. 53-63.

Hatata M. M., Abdel-Aal E. A. Oxidative stress and antioxidant defense
mechanisms in response to cadmium treatments // Amer.-Eur. J. Agric.
Environ. Sci. 2008. V. 4, N 6. P. 655-669.

Haydon M. J., Cobbett C. S. Transporters of ligands for essential metal ions
in plants // New Phytol. 2007. V. 174. P. 499-506.

Haynes R. J. Ton exchange properties of roots and ionic interactions within
the root apoplasm: their role in ion accumulation by plants // Biol. Rev. 1980.
V.46, N 1. P. 75-99.

He J. Y., Zhu C., Ren Y. F. et al. Root morphology and cadmium uptake
kinetics of the cadmium-sensitive rice mutant // Biol. Plant. 2007. V. 51, N 4.
P. 791-794.

Hegedus A., Erdei S., Horvath G. Comparative studies of H,O, detoxifying
enzymes in green and greening barley seedlings under cadmium stress // Plant
Sci. 2001. V. 160. P. 1085-1093.

Heiss S., Wachter A., Bogs J. et al. Phytochelatin synthase (PCS) protein is
induced in Brassica juncea leaves after prolonged Cd exposure // J. Exp. Bot.
2003. V. 54. P. 1833-1839.

Herbette S., Taconnat L., Hugouvieux V. et al. Genome-wide transcriptome
profiling of the early cadmium response of Arabidopsis roots and shoots
// Biochimie. 2006. V. 88. P. 1751-1765.

154



Hertstein U., Jdger H.-J. Tolerances of different populations of three grass
species to cadmium and other metals / Environ. Exp. Bot. 1986. V. 26, N 4.
P.309-319.

Heyno E., Klose C., Krieger-Liszkay A. Origin of cadmium-induced
reactive oxygen species production: mitochondrial electron transfer
versus plasma membrane NADPH oxidase // New Phytol. 2008. V. 179.
P. 687-699.

Higuchi K., Suzuki K., Nakanishi H. et al. Cloning of nicotianamine
synthase genes, noves genes involved in the biosynthesis of phytosiderophores
// Plant Physiol. 1999. V. 119, N 2. P. 471-480.

Hinsinger P. How do plant roots acquire mineral nutrients? Chemical
processes involved in the rhizosphere // Advances in agronomy / Ed. D. L.
Sparks. San Diego: Academic, 1998. V. 64. P. 225-265.

Hossian M. A., Fujita M. Evidence for a role exogenous glycinebetaine and
proline in antioxidant defense and methylglyoxal detoxification system in
mung bean seedlings under salt stress / Physiol. Mol. Biol. Plant. 2010. V. 16,
N 1. P. 19-29.

Hossian M. A., Piyatida P., da Silva J. A. T., Fujita M. Molecular
mechanism of heavy metal toxicity and tolerance in plants: Central role of
glutathione in detoxification of reactive oxygen species and methylglyoxal and
in heavy metal chelation // J. Bot. 2012. Article ID 872875, 37 p.
DOI:10.11555/2012/872875.

Howden R., Goldsbrough P. B., Andersen C. S., Cobbett C. S. Cadmium-
sensitive, cadl mutants of Arabidopsis thaliana are phytochelatin deficient
// Plant Physiol. 1995. V. 107. P. 1059-1066.

Hsieh H M., Liu W. K, Huang P. C. A novel stress-inducible
metallothionein-like gene from rice // Plant Mol. Biol. 1995. V. 28. P. 381-
389.

Hsu Y. T., Kao C. H. Role of abscisic acid in cadmium tolerance of rice
(Oryza sativa L.) seedlings // Plant Cell Environ. 2003. V. 26, N 5. P. 867—
874.

Hu N., Zhao B. Key genes involved in heavy-metal resistance in
Pseudomonas pulida CD2 // FEMS Microbiol. Lett. 2007. V. 267. P. 17-22.

Hu Y., Ge Y., Zhang C. et al. Cadmium toxity and translocation in rice
seedlings are reduced by hydrogen peroxidase pretreatment // J. Plant Growth
Regul. 2009. V. 59. P. 51-61.

Huang G-Y., Wang Y-S. Expression and characterization analysis of type 2
metallothionein from grey mangrove species (Avicennia marina) in response to
metal stress // Aquat. Toxicol. 2010. V. 99. P. 86-92.

Huang S. Q., Peng J., Qiu C. X, Yang Z. M. Heavy metal-regulated new
microRNAs from rice // J. Inorg. Biochem. 2009. V. 103. P. 282-287.

155



Huang T-L., Huang H-J. ROS and CDPK-like kinase-mediated activation
of MAP kinase in rice roots exposed to lead // Chemosphere. 2008. V. 71.
P. 1377-1385.

Hudspeth R. L., Hobbs S. L., Anderson D. M. et al. Characterization and
expression of metallothionein-like genes in cotton // Plant Mol. Biol. 1996.
V. 31.P.701-705.

Hung W. C., Huang D. D., Yeh C. M., Huang H. J. Reactive oxygen
species, calcium and serine/threonine phosphatase are required for copper-
induced MAP kinase gene, OsMAPK2, expression in rice // J. Plant Growth
Regul. 2005. V. 45. P. 233-241.

Hussain D., Haydon M. J., Wang Y. et al. P-type ATPase heavy metal
transporters with roles in essential zinc homeostasis in Arabidopsis // Plant
Cell. 2004. V. 16. P. 1327-1339.

Husted S., Persson D. P., Laursen K. H. et al. Review: The role of
atomic spectrometry in plant science // J. Anal. At. Spectrom. 2011. V. 26.
P. 52-79.

lannelli M. A., Pietrini F., Fiore L. et al. Antioxidant response to cadmium
in Pragmites australis plants // Plant Physiol. Biochem. 2002. V. 40, N 11.
P. 977-982.

lannone M. F., Rosales E. P., Groppa M. D., Benavides M. P. Reactive
oxygen species formation and cell death in catalase-deficient tobacco leaf
disks exposed to cadmium // Protoplasma. 2010. V. 245. P. 15-27.

Inouhe M. Phytochelatins // Braz. J. Plant Physiol. 2005. V. 17, N 1.
P. 65-78.

Ishikawa S., Ishimaru Y., Igura M. et al. lon-beam irradiation, gene
identification, and marker-assisted breeding in the development of low-
cadmium rice // Proc. Natl. Acad. Sci. USA. 2012. V. 109. P. 19166-19171.

Ishimaru Y., Suzuki M., Tsukamoto T. et al. Rice plants take up iron as an
Fe’*-phytosiderophore and as Fe** // Plant J. 2006. V. 45. P. 335-346.

Ishimaru Y., Masuda H., Bashir K. et al. Rice metal-nicotianamine
transporter, OsYSL2, is required for the long-distance transport of iron and
manganese // Plant J. 2010. V. 62. P. 379-390.

Ishimaru Y., Takahashi R., Bashir K. et al. Characterizing the role of rice
NRAMPS in manganese, iron and cadmium transport // Sci. Rep. 2012. 2, 286;
DOI: 10.1038/srep00286.

Ivanova L. A., Ronzhina D. A., Ivanov L. A. et al. Over-expression of gshl
in the cytosol affects the photosynthetic apparatus and improves the
performance of transgenic poplars of in heavy-metal contaminated soil // Curr.
Opin. Plant Biol. 2011. V. 13. P. 1-11.

Jacoby M., Weisshaar B., Vicente-Carbajosa J. et al. bZIP transcription
factors in Arabidopsis // Trends Plant Sci. 2002. V. 7. P. 106—111.

156



Jalil A., Selles E., Clarke J. M. Effect of cadmium on growth and uptake of
cadmium and other elements by durum wheat // J. Plant Nutr. 1994. V. 17.
P. 1839-1858.

Janicka-Russak M. Plant plasma membrane H-ATPase in adaptation of
plants to abiotic stresses // Abiotic stress response in plants — physiological,
biochemical and genetic perspectives / Ed. A. Shanker. Rijeka (Crovatia):
INTECH, 2011. P. 197-218.

Janicka-Russak M., Klobus G. Modification of plasma membrane and
vacuolar H'-ATPase in response to NaCl and ABA // J. Plant Physiol. 2007.
V. 164. P. 295-302.

Jaspers P., Kangasjdrvi J. Reactive oxygen species in abiotic stress
signaling // Physiol. Plant. 2010. V. 138. P. 405-413.

Jefferies K. C., Cipriano D. J., Forgas M. Function, structure and
regulation of the vacuolar (H')-ATPases // Arch. Biochem. Biophys. 2008.
V.476,N 1. P. 33-42.

Jiang W., Liu D. Pb-induced cellular defense system in the root
meristematic cells of Allium sativum L. // BMC Plant Biol. 2010, 10:40.
http://www.biomedcentral.com/1471-2229/10/40.

Jin X., Yang X., Islam E. et al. Effects of cadmium on ultrastructure and
antioxidative defense system in hyperaccumulator and nonaccumulator
ecotypes of Sedum alfredii Hance // J. Hazard. Mater. 2008. V. 156. P. 387—
397.

Jocsak I, Veégvari G., Droppa M. Heavy metal detoxification by
organic acids in barley seedlings // Acta Biol. Szeged. 2005. V. 49, N 1-2.
P. 99-101.

Jonak C., Okresz L., Bogre L., Hirt H Complexity, cross talk and
integration of plant MAP kinase signalling // Curr. Opin. Plant Biol. 2002.
V.5.P.415-424.

Jonak C., Nakagami H., Hirt H. Heavy metal stress. Activation of distinct
mitogen-activated protein kinase pathways by copper and cadmium // Plant
Physiol. 2004. V. 136. P. 3276-3283.

Juknys R., Vitkauskaité G., Racaité M., Vencloviené J. The impacts of
heavy metals on oxidative stress and growth of spring barley // Cent. Eur. J.
Bot. 2012. V. 7, N 2. P. 299-306.

Jung H. I, Gayomba S. R., Rutzke M. A. et al. COPT6 is a plasma
membrane transporter that functions in cooper homeostasis in Arabidopsis and
is a novel target of SQUAMOSA promoter binding protein-like 7 // J. Biol.
Chem. 2012. V. 287. P. 33252-33267.

Kabala K., Janicka-Russak M. Differential regulation of vacuolar H'-
ATPase and H'-PPase in Cucumis sativus roots by zinc and nickel // Plant Sci.
2011. V. 180. P. 531-539.

157



Kabata K., Janicka-Russak M., Ktobus G. Different responses of tonoplast
proton pumps in Cucumber roots to cadmium and copper // J. Plant Physiol.
2010. V. 167. P. 1328-1335.

Kacperska A. Sensor types in signal transduction pathways in plant cells
responding to abiotic stressors: do they depend on stress intensity? // Physiol.
Plant. 2004. V. 122. P. 159-168.

Kang J., Hwang J., Lee M. et al. PDR-type ABC transporter mediates
cellular uptake of the phytohormone abscisic acid // Proc. Natl. Acad. Sci.
USA. 2010. V. 107. P. 2355-2360.

Kannan S., Keppler H. Absorption and transport of Pb>" in young pea
seedlings // Z. Naturforsch. 1976. V. 31, N 7-8. P. 393-396.

Karimi A., Khodaverdiloo H., Sepehri M., Sadaghiani M. R. Arbuscular
mycorrhizal fungi and heavy metal contaminated soils // Afr. J. Microbiol.
Res. 2011. V. 5, N 13. P. 1572-1576.

Kaur N., Gupta A. K. Signal transduction pathways under abiotic stresses
in plants // Curr. Sci. 2005. V. 88, N 1. P. 1771-1780.

Kawachi M., Kobae Y., Mimura T., Maeshima M. Deletion of histidine-rich
loop of AtMTP1, a vacuolar Zn"*/H" antiporter of Arabidopsis thaliana, stimulates
the transport activity // J. Boil. Chem. 2008. V. 283, N 13. P. 8374-8383.

Kenderesovi L., Staiiova A., Pavlovkin J. et al. Early Zn*'-induced effects on
membrane potential account for primary heavy metal susceptibility in tolerant
and sensitive Arabidopsis species // Ann. Bot. 2012. V. 110. P. 445-459.

Kessler A., Brand M. D. The mechanism of the stimulation of state 4
respiration by cadmium in potato tuber (Solanum tuberosum) mitochondria
// Plant Physiol. Biochem. 1995. V. 33. P. 519-528.

Khan D. I, Duckett J. G., Frankland B., Kirkham J. B. An X-ray
microanalytical study of distribution of cadmium in roots of Zea mays L.
// Plant Physiol. 1984. V. 115. P. 19-28.

Khan M. A., Samiullah S., Singh S., Nazar R. Activities of antioxidative
enzymes, sulphur assimilation, photosynthetic activity and growth of wheat
(Triticum aestivum) cultivars differing in yield potential under cadmium stress
//'J. Agron. Crop. Sci. 2007. V. 193. P. 435-444.

Khan M. A., Castro-Guerrero N., Mendoza-Cozatl D. G. Moving toward a
precise nutrition: preferential loading of seeds with essential nutrients over non-
essential toxic elements // Plant Sci. 2014. V. 5. doi: 10.3389/fpls.2014.00051.

Kholodova V., Volkov K., Abdeyeva A., Kuzmetsov V. Water status in
Mesembryanthemum crystallinum under heavy metal stress / Environ. Exp.
Bot. 2011. V. 71. P. 382-389.

Khudsar T., Mahmooduzzafar, Igbal M. Cadmium-induced changes in leaf
epidermis, photosynthetic rate and pigment concentrations in Cajanus cajan
// Biol. Plant. 2001. V. 44, N 1. P. 59-64.

158



Khudsar T., Mahmooduzzafar, Igbal M., Sairam R. K. Zinc-induced
changes in morpho-physiological and biochemical parameters in Artemisia
annua // Biol. Plant. 2004. V. 48, N 2. P. 255-260.

Khurana N., Singh M. V., Chatterjee C. Copper stress alters physiology and
deteriorates seed quality of rapeseed // J. Plant. Nutr. 2006. V. 29, N 1. P. 93-101.

Kim D. Y., Bovet L., Maeshima M. et al. The ABC transporter AtPDRS is a
cadmium extrusion pump conferring heavy metal resistance // Plant J. 2007.
V. 50. P. 207-218.

Kim J.-A., Agrawal G. K., Rakwal R. et al. Molecular cloning and mRNA
expression analysis of a novel rice (Oryza sativa L.) MAPK kinase kinase,
OsEDR1, an ortholog of Arabidopsis AtERDI, reveal its role in defense/stress
signaling pathways and development / Biochem. Biophys. Res. Commun.
2003. V. 300. P. 868-876.

Kim Y., Kim D., Shim D. et al. Expression of the novel wheat gene TM20
confers enhanced cadmium tolerance to baker’s yeast // J. Biol. Chem. 2008.
V. 283. P. 15893-15902.

Klapheck S., Flienger W., Zimmer I. Hydroximethyl-phytochelatins [(y-
Glu-Cys),-Ser] are metal-induced peptides of the Poaceae // Plant Physiol.
1994. V. 104. P. 1325-1332.

Klatte M., Schuler M., Wirtz M. et al. The analysis of Arabidopsis
nicotianamine synthase mutants reveals functions for nicotianamine in seed iron
loding and iron deficiency responses // Plant Physiol. 2009. V. 150. P. 257-271.

Klein M., Martinoia E., Weissenbock G. Directly energized uptake of
f-estradiol 17-(B-D-glucuronide) in plant vacuoles is strongy stimulated by
glutathione conjugates // J. Biol. Chem. 1998. V. 273. P. 262-270.

Kluge C., Lahr C., Hanitzsch M. et al. New insight into the structure and
regulation of the plant vacuolar H'-ATPase // J. Bioenerg. Biomembr. 2003.
V. 35.P.377-388.

Kobae Y., Uemura T., Sato M. H. et al. Zinc transporter of Arabidopsis
thaliana AtMTP1 is localized to vacuolar membranes and implicated in zinc
homeostasis // Plant Cell Physiol. 2004. V. 45, N 12. P. 1749-1758.

Kochian L. V. Molecular physiology of mineral nutrient acquisition,
transport, and utilization // Biochemistry and Molecular Biology of Plants
/ Eds. B. B. Buchanan, W. Gruissem, R. L. Jones. Rockville (Maryland): Am.
Soc. Plant Physiol., 2000. P. 1204-1249.

Kohler A., Blaudez D., Chalot M., Martin F. Cloning and expression of
multiple metallothioneins from hybrid poplar // New Phytol. 2004. V. 164.
P. 83-93.

Koike S., Inoue H., Mizuno D. et al. OsYSL?2 is a rice metal-nicotianamine
transporter that is regulated by iron and expressed in the phloem // Plant J.
2004. V. 39. P. 415-424.

159



Komy Z. R., Gabar R. M., Shoriet A. A., Mohammed R. M. Characterization
of acidic sites of Pseudomonas biomass capable of binding protons and
cadmium and removal of cadmium via biosorption / World J. Microbiol.
Biotechnol. 2006. V. 22. P. 975-982.

Kondo N., Isobe M., Imai K. et al. Structure of cadystin, the unit-peptide of
cadmium-binding peptides induces in a fission yeast Schizosaccharomyces
pombe // Tetrahed. Lett. 1983. V. 24, N 9. P. 925-928.

Kondo N., Imai K., Isobe M. et al. Cadystin A and B, major unit peptides
comprising cadmium binding peptides induced in a fission yeast — separation,
revision of structures and synthesis // Tetrahed. Lett. 1984. V. 25. P. 3869—
3872.

Korenkov V., Hirschi K., Crutchfield I. D., Wagne G. J. Enhancing tonoplast
Cd/H antiport activity increases Cd, Zn and Mn tolerance, and impacts root/shoot
Cd partitioning in Nicotiana tabacum L. // Planta. 2007. V. 226. P. 1378-1387.

Korshunova Y. O., Eide D., Clark W. G. et al. The IRT1 protein from
Arabidopsis thaliana is a metal transporter with a broad substrate range // Plant
Mol. Boil. 1999. V. 40. P. 37-44.

Kosobrukhov A., Knyazeva 1., Mudrik V. Plantago major plants responses
to increase content of lead in soil: Growth and photosynthesis // J. Plant
Growth Regul. 2004. V. 42. P. 145-151.

Kovacevi¢ G., Kastori R., Merkulov L. J. Dry matter and leaf structure in
young wheat plants as affected by cadmium, lead and nickel // Biol. Plant.
1999. V.4, N 1. P. 119-123.

Kovalchuk I, Titov V., Hohn B., Kovalchuk O. Transcriptome profiling
reveals similarities and differences in plant responses to cadmium and lead
// Mutat. Res. 2005. V. 570. P. 149-161.

Krantev A., Yordanova R., Janda T. et al. Treatment with salicylic acid
decreases the effect of cadmium on photosynthesis in maize plants // J. Plant
Physiol. 2008. V. 165, N 9. P. 920-931.

Krdmer U. Cadmium for all meals — plants with an unusual appetite / New
Phytol. 2000. V. 145. P. 1-5.

Krdmer U. MTP1 mops up excess zinc in Arabidopsis cells // Trends Plant
Sci. 2005. V. 10. P. 313-315.

Krdmer U., Cotter-Howells J. D., Charnock J. M. et al. Free histidine as a
metal chelator in plants that accumulate nickel / Nature (Gr. Brit.). 1996.
V. 379.P. 635-638.

Krimer U., Talke I. N., Hanikenne M. Transition metal transport // FEBS
Lett. 2007. V. 581. P. 2263-2272.

Krupa Z., Baszynski T. Some aspects of heavy metals toxicity towards
photosynthetic apparatus — direct and indirect effects on light and dark
reactions // Acta Physiol. Plant. 1995. V. 17. P. 177-190.

160



Krupa Z., Moniak M. The stage of leaf maturity implicates the response of the
photosynthetic apparatus to cadmium toxicity // Plant Sci. 1998. V. 138. P. 149-156.

Krupa Z., Krupa M., Gruszecki W. I. Changes in chlorophyll spectral
characteristics in rye seedlings grown under heavy metal stress // Science
Access. CSIRO. 2008. Related article S36-008.

Kudo H., Kudo K., Ambo H. et al. Cadmium sorption to plasma membrane
isolated from barley roots is impeded by copper association onto membranes
// Plant Sci. 2011. V. 180. P. 300-3005.

Lan H. X., Wang Z. F., Wang Q. H. et al. Characterization of a vacuolar
zinc transporter OZT1 in rice (Oryza sativa L.) // Mol. Biol. Rep. 2012. V. 40.
P. 1201-1210.

Lane B., Kajioka R., Kennedi T. The wheat-germ-Ec protein is a zinc-
containing metallothionein // Biochem. Cell Biol. 1987. V. 65. P. 1001-1005.

Lasat M. M. Phytoextraction of toxic metals: A review of biological
mechanisms // J. Environ. Qual. 2002. V. 31. P. 109-120.

Lascano H. R., Casano M., Melchiorre M. N., Ttrippi V. S. Biochemical
and molecular characterisation of wheat chloroplastic glutathione reductase
// Biol. Plant. 2001. V. 44, N 4. P. 509-516.

Lee J., Bae H., Jeong J. et al. Functional expression of a bacterial heavy
metal transporter in Arabidopsis enhances resistance and decreases uptake of
heavy metals // Plant Physiol. 2003a. V. 133. P. 588-596.

Lee J., Shim D., Song W. Y. et al. Arabidopsis metallothioneins 2a and 3
enhance resistance to cadmium when expressed in Vicia faba guard cells
// Plant Mol. Boil. 2004. V. 54. P. 805-815.

Lee K. P., Kim C., Landgraf F., Apel K. EXECUTERI1- and EXECUTER2-
dependent transfer of stress-related signals from the plastid to the nucleus of
Arabidopsis thaliana // Proc. Natl. Acad. Sci. USA. 2007a. V. 104, N 24.
P. 10270-10275.

Lee K., Bae D. W., Kim S. H. et al. Comparative proteomic analyses of the
short-term responses of rice roots and leaves to cadmium // J. Plant Physiol.
2010a. V. 167, N 3. P. 161-168.

Lee S., An G. Over-expression of OsIRTI leads to increaced iron and zinc
accumulation in rice // Plant Cell Environ. 2009. V. 32. P. 408-416.

Lee S., Moon J. S., Ko T. et al. Overexpression of Arabidopsis
phytochelatin synthase paradoxically leads to hypersensitivity to cadmium
stress // Plant Physiol. 2003b. V. 131, N 2. P. 656—663.

Lee S., Chiecko J. C., Kim S. A. et al. Disruption of OsYSL1 leads to iron
inefficiency in rice plants // Plant Physiol. 2009. V. 150. P. 786-790.

Lee S., Jeong H. J., Kim S. A. et al. OsZIP 5 is a plasma membrane zinc
transporter in rice // Plant Mol. Biol. 2010b. V. 73. P. 507-517.

Lee S., Kim S. A., Lee J. et al. Zinc deficiency-inducible OsZIP8 encodes a
plasma membrane-localized zinc transporter in rice // Mol. Cell. 2010c. V. 29.
P. 551-558.

161



Lee S. H., Ashan N., Lee K. W. et al. Simultaneous overexpression of both
CuZn superoxide dismutase and ascorbate peroxidase in transgenic tall fescue
plants confers increased tolerance to a wide range of abiotic stress // J. Plant
Physiol. 2007b. V. 164. P. 1628-1638.

Le Jean M., Schikora A., Mari S. et al. A loss-of-function mutation in
AtYSLI reveals its role in iron and nicotianamine seed loading // Plant J. 2005.
V. 44.P. 769-782.

Leita L., De Nobili M., Cesco C., Mondini C. Analysis of intercellular
cadmium forms in roots and leaves of bush bean // J. Plant Nutr. 1996. V. 19.
P. 527-533.

Leopold 1., Gunther D., Schmidt J., Neumann D. Phytochelatins and heavy
metal tolerance // Phytochemistry. 1999. V. 50. P. 1323-1328.

Li E. H, Miles C. D. Effects of cadmium on photoreaction II of
chloroplasts // Plant Sci. Lett. 1975. N 5. P. 33-40.

Li T, Yang X, Meng F., Lu L. Zinc absorption and desorption
characteristics in root cell wall involving zinc hyperaccumulation in Sedum
alfredii Hance // J. Zhejiang Univ. Sci. B. 2007. V. §, N 2. P. 111-115.

Li Y., Dhankher O. P., Carreira L. et al. Overexpression of phytochelatin
synthase in Arabidopsis leads to enhanced arsenic tolerance and cadmium
hypersensitivity // Plant Cell Physiol. 2004. V. 45, N 12. P. 1787-1797.

Li Y., Dhankher O. P., Carreira L. et al. The shoot-specific expression of
y-glutamylcysteine synthetase directs the long-distance transport of thiol-
peptides to roots conferring tolerance to mercury and arsenic / Plant Physiol.
2006. V. 141. P. 288-298.

Li Z-S., Lu Y-P., Zhen R-G. et al. A new pathway for vacuolar cadmium
sequestration in Saccharomyces cerevisiae: YCFl-catalyzed transport of
bis(glutathionato) cadmium // Proc. Natl. Acad. Sci. USA. 1997. V. 94. P. 42-47.

Liao M., Xie X. M. Cadmium release in contaminated soils due to organic
acids // Pedosphere. 2004. V. 14. P. 223-228.

Liao M. T., Hedley M. J., Wooley D. J. et al. Cooper uptake and
translocation in chicory (Cichorium intybus L. cv. Grasslands Puna) and
tomato (Lycopersicon esculentum Mill. cv. Rondy) plants grown in NFT
system. II. The role of nicotianamine and histidine in xylem sap copper
transport // Plant Soil. 2000. V. 223. P. 243-252.

Liao Y., Zou H-F., Wei W. et al. Soybean GmbZIP44, GmbZIP62 and
GmbZIP78 genes function as negative regulator of ABA signaling and confer
salt and freezing tolerance in transgenic Arabidopsis // Planta. 2008. V. 228.
P. 225-240.

Lin A., Zhang X., Zhu Y. G., Zhao F. J. Arsenate-induced toxicity: effects
on antioxidative enzymes and DNA damage in Vicia faba // Environ. Toxicol.
Chem. 2008. V. 27. P. 413-419.

162



Lin C.-W., Chang H.-B., Huang H.-J. Zinc induced mitogen-activated
protein kinase activation mediated by reactive oxygen species in rice roots
// Plant Physiol. Biochem. 2005. V. 43, N 10-11. P. 963-968.

Lin R., Wang X., Luo Y. et al. Effects of soil cadmium on growth, oxidative
stress and antioxidant system in wheat seedlings (7riticum aestivum L.)
// Chemosphere. 2007. V. 69. P. 89-98.

Lin Y.-F., Aarts G. M. The molecular mechanism of zinc and cadmium
stress response in plants // Cell Mol. Life Sci. 2012. V. 69. P. 3167-3206.

Lin Y. F., Liang H M., Yang S. Y. et al. Arabidopsis IRT3 is a zinc-
regulated and plasma membrane localized zinc/iron transporter / New Phytol.
2009. V. 182. P. 392-404.

Liu D., Jiang W., Gao X. Effects of cadmium on root growth, cell division
and nucleoli in root tip cells of garlic // Biol. Plant. 2003/2004. V. 47, N 1.
P. 79-83.

Liu D. H, Wang M., Zou J. H., Jiang W. §S. Uptake and accumulation of
cadmium and some nutrient ions by roots of maize (Zea mays L.) // Pak. J.
Bot. 2006. V. 38, N 3. P. 701-709.

Liu H., Zhang J., Christie P., Zhang F. Influence of iron plaque on uptake
and accumulation of Cd by rice (Oryza sativa L.) seedlings grown in soil
// Sci. Total Environ. 2008. V. 394. P. 361-368.

Liu J. G., Qian M., Cai G. L. et al. Variations between rice cultivars in root
secretion of organic acids and the relationship with plant cadmium uptake
// Environ. Geochem. Health. 2007. V. 29. P. 189-195.

Liu X-M., Kim K. E., Kim K-C. et al. Cadmium activates Arabidopsis
MPK3 and MPK6 via accumulation of reactive oxygen species
// Phytochemistry. 2010. V. 71. P. 614-618.

Llamas A., Sanz A. Organ-distinctive changes in respiration rates of rice plants
under nickel stress // J. Plant Growth Regul. 2008. V. 54, N 1. P. 63—69.

Llamas A., Ullrich C.I., Sanz A. Cd*" effect on transmembrane electrical
potential difference, respiration and membrane permeability of rice (Oryza
sativa L.) roots // Plant Soil. 2000. V. 219. P. 21-28.

Llugany M., Lombini A., Poschenrieder C. et al. Different mechanisms
account for enhance cooper resistance in Silene armeria ecotypes from mine
spoil and serpentine sites // Plant Soil. 2003. V. 251. P. 55-63.

Lodewyckx C., Mergeay M., Vangronsveld J. et al. Isolation,
characterization, and identification of bacteria associated with the zinc
hyperaccumulator Thlaspi caerulescens subsp calaminaria // Int. .
Phytoremed. 2002. V. 4. P. 101-115.

Lopez-Millan A. F., Ellis D. R., Grusak M. A. Identification and
characterization of several new members of the ZIP family of metal transporters
in Medicado truncatula // Plant Mol. Biol. 2004. V. 54. P. 583-596.

163



Lozano-Rodriguez E., Hernandez L. E., Bonay P., Carpena-Ruiz R. O.
Distribution of cadmium in shoot and root tissues of maize and pea plants:
physiological disturbances // J. Exp. Bot. 1997. V. 48. P. 123—128.

Lu Y P, Li Z. S, Rea P. A. AtMRP1 gene of Arabidopsis encodes a
glutathione-S-conjugate pump: isolation and functional definition of a plant
ABC-transporter gene // Proc. Natl. Acad. Sci. USA. 1997. V. 94. P. 8243—
8248.

Lu Y. P, Li Z. S., Drozdowicz Y. M. et al. AtMRP2 an Arabidopsis ATP
binding cassette transporter able to transport glutathione S-conjugates and
chlorophyll catabolites: functional comparisons with AtMRP1 // Plant Cell.
1998. V. 10. P. 267-282.

Luna C. M., Gonzalez C. A., Trippi V. S. Oxidative damage caused by an
excess of copper in oat leaves // Plant Cell Physiol. 1994. V. 35. P. 11-15.

Luo H., Li H., Zhang X., Fu J. Antioxidant responses and gene expression
in perennial ryegrass (Lolium perenne L.) under cadmium  stress
/I Ecotoxicology. 2011. V. 20, N 4. P. 770-778.

Lux A., Luxova M., Morita S. et al. Endodermal silification in developing
seminal roots of lowland and upland cultivars of rice (Oryza sativa L.)
// Can. J. Bot. 1999. V. 77. P. 955-960.

Lux A., Sottntkova A., Opatrnd J., Greger M. Differences in structure
of adventitious roots in Salix clones with constrasting characteristics of cadmium
accumulation and sensitivity // Physiol. Plant. 2004. V. 120. P. 537-545.

Lux A., Martinka M., Vaculik M., White P. J. Root responses to cadmium in
the rhizospere: a review // J. Exp. Bot. 2011. V. 62, N 1. P. 21-37.

Ma J. F., Nomoto K. Inhibition of mugineic acid-ferric complex uptake in
barley by cooper, zinc and cobalt // Physiol. Plant. 1993. V. 89. P. 331-334.

Ma L. J., Zhang Y., Bu N., Wang S. H. Alleviation effect of alginate-
derived oligosaccharides on Vicia faba root tip cells damages by cadmium
// Bull. Environ. Contam. Toxicol. 2010. V. 84. P. 161-164.

Ma M., Lau P-S., Jia Y-T. et al. The isolation and characterization of type 1
metallothionein (MT) cDNA from a heavy-metal-tolerant plant, Festuca rubra
cv Merlin // Plant Sci. 2003. V. 164. P. 51-60.

Ma Y., Rajakumar M., Freitas H. Improvement of plant growth and nickel
uptake by nickel resistant-plant-growth promoting bacteria // J. Hazard. Mater.
2009. V. 166. P. 1154-1161.

Mac Farlane G. R., Burchett M. D. Photosynthetic pigments and
peroxidase activity as indicators of heavy metal stress in the grey mangrove
Avicennia marina // Mar. Pollut. Bull. 2001. V. 42. P. 223-240.

Macfie S. M., Welbourn P. M. The cell wall as a barrier to uptake of metal
ions in the unicellular green alga Chlamydomonas rienhardtii (Chlorophyceac)
/I Arch. Environ. Contam. Toxicol. 2000. V. 39. P. 413-419.

164



Maeshima M. Vacuolar H'-pyrophosphatase // Biochim. Biophys. Acta.
2000. V. 1465. P. 37-51.

Maeshima M. Tonoplast transpoters: organization and function / Annu.
Rev. Plant Physiol. Plant Mol. Biol. 2001. V. 52. P. 469-497.

Maestri E., Marmiroli M., Visioli G., Marmiroli N. Metal tolerance and
hyperaccumulation: Costs and trade-offs between traits and environment
// Environ. Exp. Bot. 2010. V. 68. P. 1-13.

Maier T., Yu C., Kiillertz G., Clements S. Localization and functional
characterization of metal-binding sites in phytochelatin synthases // Planta.
2003. V. 218. P. 300-318.

Maitani T., Kubota H., Sato K., Yamada T. The composition of metal
bound to class III metallothionein (phytochelatin and its desglycyl peptide)
induced by various metals in root cultures of Rubia tinctorum // Plant Physiol.
1996. V. 110. P. 1145-1150.

Maksymiec W. Effect of copper on cellular processes in higher plants
// Photosynthetica. 1997. V. 34, N 3. P. 321-342.

Maksymiec W. Signaling responses in plants to heavy metal stress // Acta
Physiol. Plant. 2007. V. 29. P. 177-187.

Maksymiec W., Baszynski T. Are calcium and calcium channels involved in
the mechanisms of Cu”" toxicity in bean plants? The influence of leaf age
// Photosynthetica. 1999. V. 36. P. 267-278.

Maksymiec W., Krupa Z. The effect of short-term exposition to Cd, excess
Cu ions and jasmonate on oxidative stress appearing in Arabidopsis thaliana
// Environ. Exp. Bot. 2006. V. 118. P. 187-194.

Maksymiec W., Wianowska D., Dawidowicz A. L. et al. The level of
jasmonic acid in Arabidopsis thaliana and Phaseolus coccineus plants under
heavy metal stress // J. Plant Physiol. 2005. V. 162. P. 1338-1346.

Malecka A., Piechalak A., Tomaszewska B. Reactive oxygen species
production and antioxidative defense system in pea root tissues treated with
lead ions: the whole roots level / Acta Physiol. Plant. 2009. V. 31. P. 1053—
1063.

Malic D., Sheoran 1. S., Singh R. Carbon metabolism in leaves of cadmium
treated wheat seedlings // Plant Physiol. Biochem. 1992. V. 30, N 2. P. 223-229.

Manara A. Plant responses to heavy metal toxicity // Plant and heavy
metals / Ed. A. Furini. Springer Briefs in Molecular Science. NY: Springer,
2012. P. 27-52.

Margoshes M., Vallee B. L. A cadmium protein from equine imaging
hyperintensity in Alzheimer’s disease: correlation with kidney cortex // J. Am.
Chem. Soc. 1957. V. 79. P. 4813-4819.

Mari S., Gendre D., Pianelli K. et al. Root-to-shoot long-distance
circulation of nicotianamine and nicotianamine-nickel chelates in the metal

165



hyperaccumulator Thlaspi caerulescens // J. Exp. Bot. 2006. V. 57, N 15.
P. 4111-4122.

MARK Group. Mitogen-activated protein kinase cascades in plants: a new
nomenclature // Trends Plant Sci. 2002. V. 7. P. 301-308.

Martinez-Dominguez D., de las Heras M. A., Navarro F. et al. Efficiency
of antioxidant response in Spartina densiflora: An adaptative success in a
polluted environment // Environ. Exp. Bot. 2008. V. 62. P. 69-77.

Martinka M., Lux A. Response of roots of three populations of Silene
dioica to cadmium treatment // Biologia. 2004. V. 59. P. 185-189.

Martinoia E., Massonneau A., Frangne N. Transport processes of solutes
across the vacuolar membrane of higher plants // Plant Cell Physoil. 2000.
V.41.P. 1175-1180.

Mathys W. The role of malate, oxalate, and mustard oil glucosides in
evolution of zinc-resistance in herbage plants // Physiol. Plant. 1977.
V. 40. P. 130-136.

Maxwell K., Johnson G. N. Chlorophyll fluorescence — a practical guide
//']. Exp. Bot. 2000. V. 51, N 345. P. 659-668.

Mazzucotelli E., Mastrangelo A. M., Crosatti C. et al. Abiotic stress
response in plants: When post-transcriptional and post-translation regulations
control transcription // Plant Sci. 2008. V. 174. P. 420-431.

Meharg A. A. Mechanisms of plant resistance to metal and metalloid ions and
potential biotechnological applications // Plant Soil. 2005. V. 274. P. 163—174.

Mench M., Martin E. Mobilization of cadmium and other metals from two
soils by root exudates of Zea mays L., Nicotiana tabacum L. and Nicotiana
rustica L. // Plant Soil. 1991 V. 132. P. 187-196.

Mendoza-Cozatl D. G., Moreno-Sanchez R. Control of glutathione and
phytochelatin synthesis under cadmium stress. Pathway modeling for plants
//'J. Theor. Biol. 2006. V. 238, N 4. P. 919-936.

Mendoza-Cozatl D. G., Devars S., Loza-Tavera H., Moreno-Sanchez R.
Cadmium accumulation in the chloroplast of Fuglena gracilis // Physiol. Plant.
2002. V. 115. P. 276-283.

Mendoza-Cozatl D. G., Butko E., Springer F. et al. Identification of high
levels of phytochelatins, glutathione and cadmium in the phloem sap of
Brassica napus. A role for thiol-peptides in the long-distance transport of
cadmium and effects of cadmium on ion translocation // Plant J. 2008. V. 54.
P. 249-259.

Mendoza-Cozatl D. G., Zhiyang Z., Jobe T. O. et al. Tonoplast-localized
Abc2 transporter mediates phytochelatin accumulation in vacuoles and confers
cadmium tolerance // J. Biol. Chem. 2010. V. 285. P. 40416-40426.

Mendoza-Cozatl D. G., Jobe T. O., Hauser F., Schroeder J. I. Long-
distance transport, vacuolar sequestration, tolerance, and transcriptional

166



responses induced by cadmium and arsenic // Curr. Opin. Plant Biol. 2011.
V. 14. P. 554-562.

Menguer P. K., Farthing E., Peaston K. A. et al. Functional analysis of the
rice vacuolar zinc transporter OsMTP1 // J. Exp. Bot. 2013. V. 64, N 10.
P. 2871-2883.

Merrifield M. E., Ngu T., Stillman M. J. Arsenic binding to Fucus
vesiculosus metallothionein // Biochem. Biophys. Res. Commun. 2004. P. 324.
P. 127-132.

Merrington G., Alloway B. J. The flux of Cd, Cu, Pb and Zn in mining
polluted soils // Water Air Soil Pollut. 1994. V. 73. P. 333-344.

Metwally A., Finkemeier 1., Georgi M., Dietz K. J. Salicylic acid alleviates
the cadmium toxicity in barley seedlings // Plant Physiol. 2003. V. 132.
P. 272-281.

Metwally A., Safronova V. I., Belimov A. A., Dietz K. J. Genotypic variation
of response to cadmium toxicity in Pisum sativum L. // J. Exp. Bot. 2005.
V.56, N 409. P. 167-178.

Meychik N. R., Yermakov 1. P. A new approach to the investigation on the
ionogenic groups of root cell walls // Plant Soil. 1999. V. 217. P. 257-264.

Mhamdi A., Queval G., Chaouch S. et al. Catalase function in plants: a
focus on Arabidopsis mutants as a stress-mimic models // J. Exp. Bot. 2010.
V.61, N 15. P. 4197-4220.

Migocka M., Klobus G. The properties of the Mn, Ni and Pb transport
operating at plasma membranes of cucumber roots // Physiol. Plant Sci. 2007.
V. 129. P. 578-587.

Migocka M., Papierniak A., Kosatka E., Klobus G. Comparative study of
the active cadmium efflux systems operating at the plasma membrane and
tonoplast of cucumber root cells // J. Exp. Bot. 2011. V. 62, N 14. P. 4903—
4916.

Mills R. F., Francini A., Ferreira da Rocha P. S. et al. The plant Pjg-type
ATPase AtHMAA4 transports Zn and Cd and plays a role in detoxification of
transition metals supplied at elevated levels // FEBS Lett. 2005. V. 579.
P. 783-791.

Mills R. F., Peaston K. A., Runions J., Williams L. E. HYHMAZ2, a P -
ATPase from barley, is highly conserved among cereals and functions in Zn
and Cd transport // PLoS ONE. 2012. V. 7: e42640. doi
10.1371/journal.pone.0042640.

Mishra S., Srivastava S., Tripathi R. D. et al. Phytochelatin synthesis and
response of antioxidants during cadmium stress in Bacopa monnieri L. // Plant
Physiol. Biochem. 2006. V. 44. P. 25-37.

Misra A., Srivastava A. K., Srivastava N. K., Khan A. Zn-acquisition and its
role in growth, photosynthesis, photosynthetic pigments, and biochemical

167



changes in essential monoterpene oil(s) of Pelargonium graveolens
// Photosynthetica. 2005. V. 43, N 1. P. 153—155.

Mitsuda N., Ohme-Takagi M. Functional analysis of transcription factors in
Arabidopsis // Plant Cell Physiol. 2009. V. 50. P. 1232-1248.

Mittler R. Oxidative stress, antioxidants and stress tolerance // Trends Plant
Sci. 2002. V. 7, N 9. P. 405-409.

Molas J. Changes in morphological and anatomical structure of cabbage
(Brassica oleracea L.) outer leaves and in ultrastructure of their chloroplasts
caused by an in vitro excess of nickel // Photosynthetica. 1997. V. 34, N 4.
P. 513-522.

Montanini B., Blaudez D., Jeandroz S. et al. Phylogenetic and functional
analysis of the Cation Diffusion Facilitator (CDF) family: improved signature
and prediction of substrate specificity / BMC Genomics. 2007, 8:107. DOI:
10.1186/1471-2164-8-107.

Moreau S., Thomson R. M., Kaiser B. N. et al. GmZIP1 encodes a
symbiosis-specific zinc transporter in soybean // J. Biol. Chem. 2002. V. 277.
P. 4738-4746.

Morel M., Crouzet J., Gravot A. et al. AtHMA3, a P g-ATPase allowing
Cd/Zn/Co/Pb vacuolar storage in Arabidopsis // Plant Physiol. 2009. V. 149,
N 2. P. 894-904.

Morrison R. S., Brooks R. R., Reeves R. D. et al. The diverse
chemical forms of heavy metals in tissue extracts of some metallophytes
from Shaba province, Zaire / Phytochemistry. 1981. V. 20, N 1. P. 455-
458.

Morsy A. A., Salama K. H. A., Kamel H. A., Mansour M. M. F. Effect of
heavy metals on plasma membrane lipids and antioxidant enzymes of
Zygophyllum species // Eurasia J. Biosci. 2012. V. 6. P. 1-10.

Moussa H. R., El-Gamal S. M. Effect of salicylic acid pretreatment on
cadmium toxicity in wheat // Biol. Plant. 2010. V. 54. P. 315-320.

Mouron S. A., Grillo C. A., Dulout F. N., Golijow C. D. A comparative
investigation of DNA strand breaks, sister chromatid exchanges and K-ras
gene mutations induced by cadmium salts in cultured human cells / Mutat.
Res. 2004. V. 568, N 1. P. 221-231.

Muneer S., Qardi T. N., Mahmooduzaffar, Siddigqi O. Cytogenetic and
biochemical investigations to study the response of Vigna radiata to cadmium
stress // Afr. J. Plant Sci. 2011. V. 5, N 3. P. 183-192.

Murasugi A., Wada C., Hayashi Y. Cadmium-binding peptide induced in
fission yeast Schizosaccharomyces pombe // J. Biochem. 1981. V. 90. P. 1561—
1564.

Murata Y., Ma J. F., Yamaji N. et al. A specific transporter for iron(I1I)-
phytosiderophore in barley roots // Plant. J. 2006. V. 46. P. 563-572.

168



Nagasaka S., Takahashi M., Nakanishi-Itai R. et al. Time course analysis
of gene expression over 24 hours in Fe-deficient bareley roots // Plant Mol.
Biol. 2009. V. 69. P. 621-631.

Nakanishi H., Ogava I, Ishimari Y. et al. Iron deficiency enhances
cadmium uptake and translocation mediated by the Fe*" transporters OsIRT1
and OsIRT?2 in rice // Soil Sci. Plant Nutr. 2006. V. 52. P. 464—4609.

Nakazawa R., Kato H., Kameda Y., Takenada H. Optimum assay condition
of the activity of phytochelatin synthase from tobacco cell / Biol. Plant. 2002.
V.45.P.311-313.

Navarro A., Quiros L., Casado M. et al Physiological responses to
mercury in feral carp populations inhabiting the low Ebro River (NE Spain), a
historically contaminated site / Aquat. Toxicol. 2009. V. 93. P. 150-157.

Nazar R., Igbal N., Masood A. et al. Cadmium toxicity in plants and role of
mineral nutrients in its alleviation / Amer. J. Plant Sci. 2012. V. 3. P. 1476-1489.

Neill S., Barros R., Bright J., Desikan R. Nitric oxide, stomatal closure, and
abiotic stress // J. Exp. Bot. 2008. V. 59. P. 165-176.

Nichol B. E., Oliveira I. A., Glass A. D. M., Siddigi M. Y. The effects of
aluminium on the influx of calcium, potassium, ammonium, nitrate and
phosphate in an aluminium-sensitive cultivar of barley (Hordeum vulgare L.)
// Plant Physiol. 1993. V. 101. P. 1263-1266.

Nicholson F. A., Jones K. C., Johnston A. E. Effect of phosphate fertilizers
and atmospheric deposition on long-term changes in the cadmium content of
soils and crops // Environ. Sci. Technol. 1994. V. 28. P. 2170-2175.

Nies D. H. Efflux-mediated heavy metal resistance in prokaryotes // FEMS
Microbiol. Rev. 2003. V. 27. P. 313-339.

Niklas K. J. Functional adaptation and phenotypic plasticity at the cellular
and whole plant level // J. Biosci. 2008. V. 33. P. 613—-620.

Nishiyama Y., Allakhverdiev S. I, Mutata N. Protein synthesis is the
primary target of reactive oxygen spesies in the photoinhibition of
photosystem II // Physiol. Plant. 2011. V. 142. P. 35-46.

Nishizono H., Ichikawa H., Suziki S, Ishii F. The role of the root cell wall
in the heavy metal tolerance of Anthyrium yokoscense // Plant Soil. 1987.
V. 101. P. 15-20.

Nocito F. F., Espen L., Crema B. et al. Cadmium induces acidosis in maize
root cells / New Phytol. 2008. V. 179. P 700-711.

Noctor G., Foyer C. H. Ascorbat and glutathione: keeping active oxygen
under control / Annu. Rev. Plant Physiol. Plant Mol. Biol. 1998. V. 49.
P. 249-289.

Noctor G., Gormez L., Vanacker H., Foyer C. H. Glutathione homeostasis
and signaling: the influence of biosynthesis, compartmentation and transport
//'J. Exp. Bot. 2002a. V. 53. P. 1283-1304.

169



Noctor G., Veljovic-Jovanovic S., Driscoll S. et al. Drought and oxidative
load in wheat leaves: a predominant role for photorespiration? // Ann. Bot.
2002b. V. 89. P. 841-850.

Noctor G., Queval G., Mhamdi A. et al. Glutathione // The Arabidopsis
Book 9. 2011. P. 1-42.

Nouairi 1., Ammar W. B., Youssef N. B. et al. Comparative study of
cadmium effects on membrane lipid composition of Brassica juncea and
Brassica napus leaves // Plant Sci. 2006. V. 170, N 3. P. 511-519.

Nouairi 1, Ben Ammar W., Ben Youssef N. et al. Antioxidant defense
system in leaves of Indian mustard (Brassica juncea) and rape (Brassica
napus) under cadmium stress // Acta Physiol. Plant. 2009. V. 31, N 2. P. 237—
247.

Nyquist J., Greger M. Response of two wetland plant species to Cd
exposure at low neutral pH // Environ. Exp. Bot. 2009. V. 65. P. 417-424.

Ogawa I, Nakanishi H., Mori S., Nishizawa N. K. Time course analysis of
gene regulation under cadmium stress in rice // Plant Soil. 2009. V. 325. P. 97—
108.

Ogawa S., Yoshidomi T., Yoshimura E. Cadmium (II)-stimulated enzyme
activation of Arabidopsis thaliana phytochelatin synthase 1 // J. Inorg.
Biochem. 2011. V. 105. P. 111-117.

Olmos E., Martinez-Solano J. R., Piqueras A., Hellin E. Early steps in the
oxidative burst induced by cadmium in cultured tobacco cells (BY-2 line) // J. Exp.
Bot. 2003. V. 54, N 381. P. 291-301.

Opdenakker K., Remans T., Keunen E. et al. Exposure of Arabidopsis
thaliana to Cd or Cu excess leads to oxidative stress mediated alterations in
MAPKinase transcript levels // Environ. Exp. Bot. 2012. V. 83. P. 53-61.

Ortega-Villasante C., Rellan-Alvarez R., Del Campo F. F. et al. Cellular
damage induced by cadmium and mercury in Medicago sativa // J. Exp. Bot.
2005. V. 56, N 418. P. 2239-2251.

Ortega-Villasante C., Herndndez L. E., Rellin-Alvarez R. et al. Rapid
alteration of cellular redox homeostasis upon exposure to cadmium and
mercury alfalfa seedlings / New Phytol. 2007. V. 176, N 1. P. 96-107.

Ouzounidou G., Moustakas M., FEleftheriou E. P. Physiological and
ultrastructural effects of cadmium on wheat (Triticum aestivum L.) leaves
// Environ. Contamin. Toxicol. 1997. V. 32, N 2. P. 154-160.

Oven M., Grill E., Golan-Goldhirsh A. et al. Increase of free cysteine and
citric acid in plant cell exposed to cobalt ions // Phytochem. 2002. V. 60, N 5.
P. 467-474.

Ozyigit 1. I, Akinci S. Effects of come stress factor (aluminium, cadmium
and drought) on stomata of roman nettle (Urtica pilulifera L.) // Not. Bot.
Hort. Agrobot. Cl. 2009. V. 37. P. 108-115.

170



Page V., Feller U. Selective transport of zinc, manganese, nickel, cobalt
and cadmium in the root system and transfer to the leaves in young wheat
plants // Ann. Bot. 2005. V. 96. P. 425-434.

Palma J. M., Lopez-Huertas E., Corpas F. J. et al. Peroxisomal manganese
superoxide dismutase: purification and properties of the isozyme from pea
leaves // Physiol. Plant. 1998. V. 104. P. 720-726.

Palmiter R. D., Findley S. D. Cloning and functional characterization of
mammalian zinc transporter that confers resistance to zinc / EMBO J. 1995.
V. 14. P. 639-649.

Panda S. K., Chaudhury I, Khan M. H. Heavy metals induce lipid
peroxidation and affect antioxidants in wheat leaves // Biol. Plant. 2003. V. 46.
P. 289-294.

Paradiso A., Berardino R., de Pinto M. C. et al. Increase in the ascorbate-
glutathione metabolism as local and precocious systemic responses induced
by cadmium in durum wheat plants // Plant Cell Physiol. 2008. V. 49. P. 362—
374.

Park J., Song W. Y., Ko D. et al. The phytochelatin transporters AtBBCI
and AtBBC2 mediate tolerance to cadmium and mercury // Plant J. 2012.
V. 69. P. 278-288.

Pavlovkin J., Luxova M., Mistrikova 1., Mistrik I. Short- and long-term
effects of cadmium on transmembrane electric potential (E,,) in maize roots
// Biol. Bratislava. 2006. V. 61, N 1. P. 109-114.

Pedas P., Ytting C. K., Fuglsand C. K. et al. Manganese efficience in
barley: identification and characterization of the metal ion transporter HvIRT1
// Plant Physiol. 2008. V. 148. P. 455-466.

Pedas P., Schjoerring J. K., Husted S. 1dentification and characterization of
zinc-starvation-induced ZIP transporters from barley roots // Plant Physiol.
Biochem. 2009. V. 47. P. 377-383.

Perfus-Barbeoch L., Leonhardt N., Vavasseur A., Forestier C. Heavy metal
toxicity: cadmium permeates through calcium channels and disturbs the plant
water status // Plant J. 2002. V. 32. P. 539-548.

Persans M. W., Yan X., Patnoe J.-M. M. L. et al. Molecular dissection in
the role of histidine in nickel hyperaccumulation in Thlaspi goesingense
(Halacsy) // Plant Physiol. 1999. V. 121. P. 1117-1126.

Philip L., Iyengar L., Venkobachar C. Site of interaction of copper on
bacillus polymyxa // Water Air Soil Pollut. 2000. V. 119. P. 11-21.

Pianelli K., Mari S., Marques L. et al. Nicotianamine over-accumulation
confers resistance to nickel in Arabidopsis thaliana // Transgenic Res. 2005.
V. 14. P. 739-748.

Pietrini F., lannelli M. A., Pasqualini S., Massacci A. Interaction of
cadmium with glutathione and photosynthesis in developing leaves and

171



chloroplasts of Phragmites australis (Cav.) Trin. ex Steudel // Plant Physiol.
2003. V. 133, N 2. P. 829-937.

Pinto A. P., Mota A. M., de Varennes A., Pinto F. C. Influence of organic
matter on the uptake of cadmium, zinc, copper and iron by sorghum plants
// Sci. Total. Environ. 2004. V. 326. P. 239-247.

Pinto E., Sigaud-Kutner T. C. S., Leitao M. A. S. et al. Heavy metal-
induced oxidative stress in algae // J. Phycol. 2003. V. 39. P. 1008-1018.

Podar D., Scherer J., Noordally Z. et al. Metal selectivity determinants in a
family of transition metal transporters // J. Biol. Chem. 2012. V. 287. P. 3185-
3196.

Pomponi M., Censi V., Di Girolamo V. et al. Overexpression of Arabidopsis
phytochelatin synthase in tobacco plants enhances Cd"* tolerance and accumulation
but not traslocation to the shoot // Planta. 2006. V. 223. P. 180-190.

Poschenrieder C., Barcelo J. Water relation in heavy metals stressed plants
// Heavy metal stress in plants: from molecules to ecosystems / Eds. M. N. V.
Prasad, J. Hagemeyer. Heidelberg: Springer-Verlag, 1999. P. 207-230.

Poschenrieder C., Gunse B., Barcelo J. Influence of cadmium on water
relations, stomatal resistance and abscisic acid content in expanding bean
leaves // Plant Physiol. 1989. V. 90. P. 1365-1371.

Prasad M. N. V. Cadmium toxicity and tolerance in vascular plants
// Environ. Exp. Bot. 1995. V. 35. P. 525-545.

Prasad M. N. V. (Ed.) Heavy metal stress in plants: from biomolecules to
ecosystems, 2nd ed. Heidelberg: Springer-Verlag, 2004. 462 p.

Prasad M. N. V., Malec P., Waloszek A. et al. Physiological responses of
Lemna trisulca L. (duckweed) to cadmium and cooper bioaccumulation
// Plant Sci. 2001. V. 161. P. 881-889.

Puertas-Mejia M. A., Ruiz-Diez B., Fernandez-Pascual M. Effect of
cadmium ion excess over cell structure and functioning of Zea mays and
Hordeum vulgare // Biochem. Syst. Ecol. 2010. V. 38. P. 285-291.

Puig S. Function and regulation of the plant COPT family of high-affinity
copper transport proteins // Adv. Bot. V. 2014, Article ID 476917. 9 p.
http://dx.doi.org./10.1155/2014.476917.

Puig S., Penarrubia L. Placing metal micronutrients in context: transport
and distribution in plants // Plant Biol. 2009. V. 12. P. 229-306.

Qi X, Zhang Y., Chai T. Characterization of a novel plant promoter
specifically induced by heavy metal and identification of the promoter
regions conferring heavy metal responsiveness // Plant Physiol. 2007. V. 143.
P. 50-59.

Qureshi M. 1., Abdin M. Z., Qadir S., Igbal M. Lead-induced oxidative
stress and metabolic alterations in Cassia angustifolia Vahl. // Biol. Plant.
2007. V.51, N 1. P. 121-128.

172



Rakwal R., Tomogami S., Kodama O. Role of jasmonic acid as a signalling
molecule in copper chloride-elicited rice phytoalexin production // Biosci.
Biotechnol. Biochem. 1996. V. 60. P. 1046—-1048.

Ramesh S. A., Shin R., Eide D. J., Schachtman D. P. Differential metal
selectivity and gene expression of two zinc transporters from rice // Plant
Physiol. 2003. V. 133. P. 126-134.

Ramos I, Esteban E., Lucena J. J., Garate A. Cadmium uptake and
subcellular distribution in plants Latuca sp. Cd—Mn interaction // Plant Sci.
2002. V. 162. P. 761-767.

Rauser W. E. Phytochelatins and related peptides: structure, biosynthesis
and function // Plant Physiol. 1995. V. 109. P. 1141-1149.

Rauser W. E. Structure and function of metal chelators produced by plants:
the case for organic acids, amino acids, phytin, and metallothioneins // Cell
Biochem. Biophys. 1999. V. 31. P. 19-48.

Rauser W. E., Curvetto N. R. Metallothionein occurs in roots of Agrostis
tolerant to copper // Nature. 1980. V. 287. P. 563-564.

Rauser W. E., Meuwly P. Retention of cadmium in roots of maize
seedlings: role of complexation of phytochelatins and related thiol peptides
// Plant Physiol. 1995. V. 109. P. 195-202.

Rea P. A., Britten C. J., Jennings I. R. et al. Regulation of vacuolar H' -
pyrophosphatase by free calcium // Plant Physiol. 1992. V. 100. P. 1706-1715.

Reddy G. N., Prasad M. N. V. Characterization of cadmium binding protein from
Scenedesmus qadricauda and Cd toxicity reversal by phytochelatin constituting
amino acids and citrate // J. Plant Physiol. 1992. V. 140, N 2. P. 156-162.

Redjala T., Sterckeman T., Morel J. L. Cadmium uptake roots: conrtibution
of apoplast and of high- and low-affinity membrane transport system
// Environ. Exp. Bot. 2009. V. 67. P. 235-242.

Redjala T, Zelko I, Sterckeman T. et al. Relationship between root structure
and root cadmium uptake in maize // Environ. Exp. Bot. 2011. V. 71. P. 241-248.

Reese R. N., Wagner G. J. Properties of tobacco (Nicotiana tabacum)
cadmium-binding peptide(s) // Biochem. J. 1987. V. 241. P. 641-647.

Reese R. N., White C. A., Winge D. R. Cadmium sulfide crystallites in Cd-
(y-EC),G peptide complexes from tomato // Plant Physiol. 1992. V. 98.
P. 225-229.

Regvar M., Vogel-Mikus K. Recent advances in understanding of plant
responses to excess metals: exposure, accumulation and tolerance // Sulfur
assimilation and abiotic stress in plants / Ed. N. A. Khan. Berlin; Heidelberg:
Springer-Verlag, 2008. P. 227-251.

Rellan-Alvarez R., Ortega-Villasante C., Alvarez-Ferndndez A. et al. Stress
responses of Zea mays to cadmium and mercury // Plant Soil. 2006. V. 279.
P. 41-50.

173



Rellan-Alvarez R, Abadia J, Alvarez-Ferndndez. Formation of metal-
nicotianamine complexes as affected by pH, ligand exchange with citrate and
metal exchange. A study by electrospray ionization time-of-flight mass spectrometry
// Rapid Commun. Mass Spectrom. 2008. V. 22, N 10. P. 1553-1562.

Rentel M. C., Lecourieux D., Ouaked F. et al. OXI1 kinase is necessary for
oxidative burst-mediated signalling in Arabidopsis // Nature. 2004. V. 427,
N 6977. P. 858-861.

Reynolds T. L., Crawford R. L. Changes in abundance of an abscisic acid-
responsive, early cysteine-labeled metallothionein transcript during pollen
embryogenesis in bread wheat (Triticum aestivum) // Plant Mol. Biol. 1996.
V. 32. P. 823-829.

Ricachenevsky F. K., Menguer P. K., Sperotto R. A. et al. Roles of plant
metal tolerance proteins (MTP) in metal storage and potential use in
biofortification strategies // Plant Sci. 2013. V. 4. P. 1-16.

Rivetta A., Negrini N., Cocucci M. Involvement of Ca®"-calmodulin in Cd*
toxicity during the early phases of radish (Raphanus sativus L.) seed
germination // Plant Cell Environ. 1997. V. 20. P. 600-608.

Robinson B. H., Tommey A. M., Kuske C., Jackson P. J. Plant
metallothioneins // Biochem. J. 1993. V. 295. P. 1-10.

Robinson B., Russell C., Hedley M., Clothier B. E. Cadmium absorption by
rhizobacteria: implications for New Zealand pastureland // Agric. Ecosyst.
Environ. 2001. V. 87. P. 315-321.

Rodriguez R., Redman R. Balancing the generation and elimination of
reactive oxygen species // Proc. Natl. Acad. Sci. USA. 2005. V. 102, N 9.
P. 3175-3176.

Rodriguez-Llorente I. D., Pérez-Palacios P., Doukkali B. et al. Expression
of the seed-specific metallothioneim mt4a in plant vegetative tissues increases
Cu and Zn tolerance // Plant Sci. 2010. V. 178. P. 327-332.

Rodriguez-Serrano M., Romero-Puetras M. C., PazmifioD. M. et al.
Cellular response of pea plants to cadmium toxicity: cross talk between
reactive oxygen species, nitric oxide, and calcium // Plant Physiol. 2009.
V. 150, N 1. P. 229-243.

Rogers E. E., Eide D. J., Guerinot M. L. Altered selectivity in an
Arabidopsis metal transporter // Proc. Natl. Acad. Sci. USA. 2000. V. 97.
P. 12356-12360.

Romanowska E., Igamberdiev A. V., Parys E., Gardestrém P. Stimulation
of respiration by Pb>" in detached leaves and mitochondria of C; and C, plants
// Physiol. Plant. 2002. V. 116, N 2. P. 148-154.

Romero-Puertas M. C., Palma J. M., Gomez M. et al. Cadmium causes the
oxidative modification of proteins in pea plants // Plant Cell Environ. 2002.
V.25.P. 677-686.

174



Romero-Puertas M. C., Rodriguez-Serrano M., Corpas F. J. et al.
Cadmium-induced subcellular accumulation of O, and H,0, in pea leaves
// Plant Cell Environ. 2004. V.27, N 9. P. 1122-1134.

Rémheld V., Awad F. Significance of root exudates in acquisition of heavy
metal from a contaminated calcareous soil by graminaceous species // J. Plant
Nutr. 2000. V. 23. P. 1857-1866.

Ros R., Morales A., Segura J., Picazo 1. In vivo and in vitro effects of
nickel and cadmium on the plasmalemma ATPase from rice (Oryza sativa L.)
shoots and roots // Plant Sci. 1992. V. 83. P. 1-6.

Ross S. M., Kaye K. J. The meaning of metal toxicity in soil-plant systems
// Toxic metals in soil-plant systems / Ed. S. M. Ross. N. Y.: Wiley, 1994. P. 27-61.

Roychoudhury A., Basu S., Sengupta D. N. Antioxidants and stress-related
metabolites in seedlings of two indica rice varieties exposed to cadmium
chloride toxicity / Acta Physiol. Plant. 2011. DOI 10.1007/s11738-011-0881-y.

Russo M., Sgherri C., Izzo R., Navari-Izzo F. Brassica napus subjected to
copper excess: phospholipases C and D and glutathione system in signaling
// Environ. Exp. Bot. 2008. V. 62, N 3. P. 238-246.

Ryan P. R., Delhaize E., Jones D. L. Function and mechanism of organic
anion exudation from plant roots // Annu. Rev. Plant Physiol. Plant Mol. Biol.
2001.V. 52. P. 527-560.

Safronova V. I, Stepanok V. V., Engqvist G. L. et al. Root-associated
bacteria containing 1-aminocyclopropane-1-carboxylate deaminase improve
growth and nutrient uptake by pea genotypes cultivated in cadmium
supplemented soil // Biol. Fertil. Soil. 2006. V. 42. P. 267-272.

Sagner S., Kneer R., Wanner G. et al. Hyperaccumulation, complexation
and distribution of nickel in Sebertia acuminata // Phytochemistry. 1998.
V. 47.P. 339-347.

Salt D. Responses and adaptations of plants to metal stress / Molecular
analysis of plant adaptation to the environment / Eds. M. J. Hawkesford,
P. Buchner. Dodrecht: Kluwer Academic Publishers, 2001. P. 159-179.

Salt (2004) http://scienceblog.com/community/older/2004/7/20046707.shtm.

Salt D. E., Rauser W. E. MgATP-dependent transport of phytochelatins
across the tonoplast of oat roots // Plant Physiol. 1995. V. 107. P. 1293-1301.

Salt D. E., Wagner G. J. Cadmium transport across tonoplast of vesicles
from oat roots // J. Biol. Chem. 1993. V. 268. P. 12297-12302.

Salt D. E., Prince R. C., Baker A. J. M. et al. Zinc ligands in the metal
hyperaccumulator  Thlaspi caerulescens as determined using X-ray
spectroscopy // Environ. Sci. Technol. 1999. V. 33. P. 713-717.

Samajova O., Plihl O., Al-Yousif M. et al. Improvement of stress tolerance
in plants by genetic manipulation of mitogen-activated protein kinases
// Biotechnol. Adv. 2013. V. 31. P. 118-128.

175



Samardzic J. T., Nikloic D. B., Timotijevic G. S. et al. Tissue expression
analysis of FeMT3, a drought and oxidative stress related metallothionein gene
from buckwheat (Fagopyrum esculentum) // J. Plant Physiol. 2010. V. 67.
P. 1407-1411.

Sandalio L. M., Dalurzo H. C., Gomez M. et al. Cadmium-induced changes
in the growth and oxidative metabolism of pea plants // J. Exp. Bot. 2001.
V. 52,N 364.P.2115-2126.

Sandalio L. M., Rodriguez-Serrano M., del Rio L. A., Romero-Puertas M. C.
Reactive oxygen species and signaling in cadmium toxicity // Signaling and
communication in plants / Eds. L. A. del Rio, A. Puppo. Berlin; Heidelberg:
Springer-Verlag, 2009. P. 175-189.

Sanita di Toppi L., Gabbrielli R. Response to cadmium in higher plants
// Environ. Exp. Bot. 1999. V. 41. P. 105-130.

Sanita di Toppi L., Meharg A. A. Metal(loid) homeostasis, detoxification
and tolerance in plants and lichens: advances in understanding mechanisms
// Environ. Exp. Bot. 2011. V. 72, N 1. P. 1-2.

Sanita di Toppi L., Lambardi M., Pazzagli L. et al. Response to cadmium in
carrot in vitro plants and cell cultures // Plant Sci. 1998. V. 137, N 2. P. 119-129.

Sarret G., Saumitow-Laprade P., Bert V. et al. Forms of zinc accumulated
in the hyperaccumulator Arabidopsis halleri // Plant Physiol. 2002. V. 130.
P. 1815-1826.

Sarry J. E., Kuhn L., Ducruix C. et al. The early responses of Arabidopsis
thaliana cells to cadmium exposure explored by protein and metabolite
profiling analyses // Proteomics. 2006. V. 6. P. 2180-2198.

Sarwar N., Saifullah, Malhi S. S. et al. Role of mineral nutrition in
minimizing cadmium accumulation by plants // J. Sci. Food. Agric. 2010.
V. 90. P. 925-937.

Sasaki A., Yamaji N., Yokosho K., Ma J. F. NrampS5 is a major transporter
responsible for manganese and cadmium uptake in rice // Plant Cell. 2012.
V.24.P.2155-2167.

Satoh-Nagasawa N., Mori M., Nakazawa N. et al. Mutation in rice (Oryza
sativa) heavy metal ATPase2 (OsHMA?2) restrict the translocation of zinc and
cadmium // Plant Cell Physiol. 2012. V. 53, N 1. P. 213-224.

Scvenstrand H., Strid A. Six genes stroingly regulated by mercury in Pisum
sativum roots // Plant Physiol. Biochem. 2004. V. 42. P. 135-142.

Schaaf G., Ludewig U., Erenoglu B. E. et al. ZmYS1 functions as a proton-
coupled symporter for phytosiderophore- and nicotianamine-chelated metals
//'J. Biol. Chem. 2004. V. 279, N 10. P. 9091-9096.

Schaaf G., Schikora A., Haberle J. et al. A putative function for
Arabidopsis Fe-phytosiderophore transporter homolog AtYSL2 in Fe and Zn
homeostasis // Plant Cell Physiol. 2005. V. 46. P. 762-774.

176



Schat H., Kalff M. M. F. Are phytochelatins involved in differential metal
tolerance or do they merely reflect metal-imposed strain? // Plant Physiol.
1992. V. 99. P. 1475-1480.

Schat H., Ten Bookum W. M. Genetic control of cooper tolerance in Silene
vulgaris // Heredity. 1992. V. 68. P. 219-229.

Schat H., Llugany M., Vooijs R. et al. The role of phytochelatins in
constitutive and adaptive heavy metal tolerances in hyperaccumulator
and non-hyperaccumulator metallophytes // J. Exp. Bot. 2002. V. 53. P. 2381—
2392.

Schreiber U., Bilger W., Neubauer C. Chlorophyll fluorescence as a nonintrusive
indicator for rapid assessment of in vivo photosynthesis / Ecophysiology of
photosynthesis. Berlin: Ecological Studies, 1994. V. 100. P. 49-70.

Schreiber L., Hartmann K., Skrabs M., Zeier J. Apoplastic barriers in roots:
chemical composition of endodermal and hypodermal cell walls // J. Exp. Bot.
1999. V. 50. P. 1267-1280.

Schiitzendiibel A., Polle A. Plant responses to abiotic stresses: heavy metal-
induced oxidative stress and protection by mycorrhization // J. Exp. Bot. 2002.
V.53, N 372. P. 1351-1365.

Semane B., Cuypers A., Smeets K. et al. Cadmium responses in Arabidopsis
thaliana: glutathione metabolism and antioxidative defence system // Physiol.
Plant. 2007. V. 129. P. 519-528.

Seth C.S., Remans T., Keunen E. et al. Phytoextraction of toxic metals: a
central role for glutathione // Plant Cell Environ. 2012. V. 35. P. 334-346.

Setyaningsih L., Setaidi Y., Sopandie D., Budi S. W. Organic acid
characteristics and tolerance of sengon (Paraserianthes falcataria L. Nielsen)
to lead // JMHT. 2012. V. 18, N 3. P. 177-183.

Shah K., Dubey R. S. Cadmium elevates level of protein, amino acids and
alters activity of proteolytic enzymes in germinating rice seeds // Acta Physiol.
Plant. 1998. V. 20, N 2. P. 189-196.

Shah K., Singh P., Nahakpam S. Effect of cadmium uptake and heat stress
on root ultrastructure, membrane damage and antioxidative response in rice
seedlings // J. Plant Biotechnol. 2013. V. 22, N 1. P. 103-112.

Sharma P., Dubey R. S. Lead toxicity in plants / Braz. J. Plant Physiol.
2005. V.17, N 1. P. 35-52.

Sharma R. K., Agrawal M. Biological effects of heavy metals: An overview
// J. Environ. Biol. 2005. V. 26, N 3/4. P. 1-13.

Sharma S. S., Dietz K. J. The relationship between metal toxicity and
cellular redox imbalance // Trends Plant Sci. 2009. V. 14. P. 43-50.

Sharp R. G. A review of the applications of chitin and its derivatives an
agriculture to modify plant-microbial interactions and improve crop yields
/I Agronomy. 2013. N 3. P. 757-793.

177



Shaw B. R., Prasad M. N. V., Jha V. K., Sahu B. B. Detoxificatoin/
defense mechanisms in metal-exposed plants // Trace elements in the
environment: biogeochemistry, biotechnology and bioremediation. Chapter 16
/ Eds. M. N. V. Prasad, K. S. Sajwan, R. Naidi. Boca Raton; London;
New York: CRC Press, Taylor and Fransis Group, 2006. P. 291-324.

Shen G-M., Du O-Z., Wang J-X. Involvement of plasma membrane Ca*"/H"
antiporter in Cd*" tolerance // Rice Sci. 2012. V. 19, N 2. P. 161-165.

Shen Z. G., Zhao F. J., McGrath S. P. Uptake and transport of zinc in the
hyperaccumulator Thlaspi caerulescens and non-hyperaccumulator Thlaspi
ochroleucum // Plant Cell Envion. 1997. V. 20. P. 898-906.

Sheoran 1. S., Singal H. R., Singh R. Effect of cadmium and nicel on
photosynthesis and enzymes of the photosynthetic carbon reduction cycle in
pigeon pea (Cajanus cajan L.) // Photosynth. Res. 1990. V. 23. P. 345-351.

Shi G., Cai Q. Cadmium tolerance and accumulation in eight potential
energy crops // Biotechnol. Adv. 2009. V. 27. P. 555-561.

Shi Q., Zhu Z., Xu M. et al. Effects of excess manganese on antioxidant
system in Cucumis sativus L. under two light intensities // Environ. Exp. Bot.
2006. V. 58. P. 197-205.

Shingu Y., Kudo T., Ohsato S. et al. Characterization of genes encoding
metal tolerance proteins isolated from Nicotiana  glauca and
Nicotiana tabacum // Biochem. Biophys. Res. Commun. 2005. V. 331. P. 675-
680.

Siedlecka A. Some aspects of interactions between heavy metals and plant
mineral nutrients // Acta Soc. Bot. Pol. 1995. V. 64, N 3. P. 262-272.

Siedlecka A., Krupa Z. Interaction between cadmium and iron and its
effects on photosynthetic capacity of primary leaves of Phaseolus vulgaris
// Plant Physiol. Biochem.1996. V. 35. P. 951-957.

Siedlecka A., Krupa Z. Cd/Fe interaction in higher plants — its
consequences for the photosynthetic apparatus / Photosynthetica. 1999. V. 36,
N 3. P.321-331.

Silver S. Bacterial resistance to toxic metal ions — a review // Gene. 1996.
V. 179.P.9-19.

Singh H. P., Batish D. R., Kaur G. et al. Nitric oxide (as sodium
nitroprusside) supplementation ameliorates Cd toxicity in hydroponically
grown wheat roots // Environ. Exp. Bot. 2008. V. 63. P. 158-167.

Singh K. B., Foley R. C., Onate-Sanchez L. Transcription factors in
plant defense and stress responses // Curr. Opin. Plant Biol. 2002. V. 5.
P. 430-436.

Singh R. P., Tripathi R. D., Sinha S. K. et al. Response of higher plants
to lead contaminated environment / Chemosphere. 1997. V. 34. P. 2467—
2493.

178



Skorzynska-Polit E., Drazkiewicz M., Krupa Z. The activity of the
antioxidative system in cadmium-treated Arabidopsis thaliana // Boil. Plant.
2003/2004. V.47,N 1. P. 71-78.

Smeets K., Ruytinx J., Semane B. et al. Cadmium-induced transcriptional
and enzymatic alterations related to oxidative stress // Environ. Exp. Bot. 2008.
V. 63.P. 1-8.

Smykalova I, Zamecnikova B. The relationship between salinity and
cadmium stress in barley // Biol. Plant. 2003. V. 46, N 2. P. 269-273.

Song W. Y., Sohn E. J., Martinoia E. et al. Engineering tolerance and
accumulation of lead and cadmium in transgenic plants // Nat. Biotechnol.
2003. V. 21.P.914-919.

Song W. Y., Choi K. S., Kim D. Y. et al. Arabidopsis PCR2 is a zinc
exporter involved in both zinc extrusion and long-distance zinc transport
// Plant Cell. 2010. V. 22, N 7. P. 2237-2252.

Song Y., Cui J., Zhang H. et al. Proteomic analysis of copper stress
responses in the roots of two rice (Oryza sativa L.) varieties differing in Cu
tolerance // Plant Soil. 2013. V. 366. P. 647-658.

Souza J. F., Rauser W. E. Maize and radish sequester excess cadmium and
zinc in different ways // Plant Sci. 2003. V. 165. P. 1009-1022.

Souza J. F., Dolder H., Cortelazzo A. L. Effect of excess cadmium and zinc
ions on roots and shoots of maize seedlings // J. Plant Nutr. 2005. V. 28, N 11.
P. 1923-1931.

Steffens J. C. The heavy metal-binding peptides of plants // Annu. Rev.
Plant. Physiol. Plant Mol. Biol. 1990. V. 41. P. 553-575.

Stevens R. G., Creissen G. P., Mullineaux P. M. Cloning and
characterization of a cytosolic glutathione reductase cDNA from pea (Pisum
sativum L.) and its expression in response to stress / Plant Mol. Biol. 1997.
V. 35.P. 641-654.

Stolt J. P., Sneller F. E. C., Bryngelsson T. et al. Phytochelatin and
cadmium accumulation in wheat // Environ. Exp. Bot. 2003. V. 49. P. 21-28.

Stroinski A., Gizewska K., Zielezinska M. Asbcisic acid is required in
transduction of cadmium signal to potato roots // Biol. Plant. 2013. V. 57, N 1.
P. 121-127.

Strasdeit H., Duhme A-K., Kneer R. et al. Evidense for discreate Cd(SCys),
units in cadmium phytochelatin complex from EXAFS spectroscopy
//'J. Chem. Soc. Chem. Commun. 1991. V. 16. P. 1129-1130.

Sunkar R., Kapoor A., Zhu J-K. Posttranscriptional induction of two Cu/Zn
superoxidase dismutase genes in Arabidopsis is mediated by downregulation
of miR398 and important for oxidative stress tolerance // Plant Cell. 2006.
V. 18. P. 2051-2065.

Suzuki M., Tsukamoto T, Inoue H. et al. Deoxymugineic acid increases Zn
translocation in Zn-deficient rice plants // Plant Mol. Biol. 2008. V. 66. P. 609-617.

179



Suzuki N., Koizumi N., Sano H. Screening of cadmium responsive genes in
Arabidopsis thaliana // Plant Cell Environ. 2001. V. 24. P. 1177-1188.

Sytar O., Kumar A., Latowski D. et al. Heavy metal-induced oxidative
damage, defence reactions, and detoxification mechanisms in plants // Acta
Physiol. Plant. 2013. V. 35. P. 985-999.

Szalai G., Kellos T., Galiba G., Kocsy G. Glutathione as an antioxidant and
regulatory molecule in plants under abiotic stress conditions // J. Plant Growth
Regul. 2009. V. 28. P. 66-80.

Szezypka M. S., Wemmie J. A., Moye-Rowley W. S., Thiele D. J. A yeast
metal resistance protein similar to human cystic fibrosis transmembrane
conductance regulator (CFTR) and multing resistance-associated protein
//'J. Biol. Chem. 1994. V. 269. P. 22853-22857.

Sze H., Ward J. M., Lai S. Vacuolar H+—translocating ATPases from plants:
structure, function, and isoforms // J. Bioenerg Biomembr. 1992. V. 24.
P. 371-381.

Takahashi M., Terada Y., Nakai I. et al. Role of nicotianamine in the
intracellular delivery of metals and plant reproductive development // Plant
Cell. 2003. V. 15, N 6. P. 1263-1280.

Talanova V. V., Titov A. F., Boeva N. P. Effect of increasing concentration
of lead and cadmium on cucumber seedlings // Biol. Plant. 2000. V. 43, N 3.
P. 441-444.

Tamas L., Bocova B., Huttova J. et al. Cadmium-induced inhibition of apoplastic
ascorbate oxidase in barley roots // J. Plant Growth Regul. 2006. V. 48. P. 41-49.

Tan J., Wang J., Chai T. et al. Functional analyses of TaHMA2, a P g-type
ATPase in wheat // Plant Biotechnol. J. 2013. V. 11. P. 420-431.

Tanaka K., Fujimaki S., Fujiwara T. et al. Quantitative estimation of the
contribution of the phloem in cadmium transport to grains in rice plants (Oryza
sativa L.) // Soil Sci. Plant Nutr. 2007. V. 53. P. 72-77.

Tang W., Charles T. M., Newton R. J. Overexpression of the pepper
transcription factor CAPF1 in transgenic Virginia pine (Pinus virginiana Mill.)
confers multiple stress tolerance and enhances organ growth // Plant Mol. Biol.
2005. V. 59. P. 603-617.

Tao S., Liu W. X., Chen Y. J. et al. Evaluation of factors influencing root-
induced changes of copper fractionation in rhizosphere of a calcareous soil
// Environ. Pollut. 2004. V. 129. P. 5-12.

Tatar E ., Mihucz V. G., Kmethy B. et al. Determination of organic acids
and their role in nickel transport within cucumber plants // Microchem. J.
2000. V. 67. P. 73-81.

Tausz M., Sircelj H., Grill D. The glutathione system as a stress marker in
plant ecophysiology: is a stress-response concept valid? // J. Exp. Bot. 2004.
V. 55.P. 1955-1962.

180



Thapa G., Sadhukhan A., Panda S. K., Sahoo L. Molecular mechanistic
model of plant heavy metal tolerance // Biometals. 2012. V. 25. P. 489-505.

Thévenod F. Cadmium and cellular signaling cascades: To be or not to be?
// Toxicol. Appl. Pharmacol. 2009. V. 238. P. 221-239.

Titov A. F., Talanova V. V., Boeva N. P. Growth responses of barley and wheat
seedlings to lead and cadmium // Biol. Plant. 1996. V. 38, N 3. P. 431-436.

Tommasini R., Vogt E., Fromenteau M. et al. An ABC-transporter of
Arabidopsis thaliana has both glutathione-conjugate and chlorophyll catabolite
transport activity // Plant J. 1998. V. 13. P. 773-780.

Tor M., Lotze M. T., Holton N. Receptor-mediated signaling in plants:
molecular patterns and programmes // J. Exp. Bot. 2009. V. 60. P. 3645-3654.

Trampczynska A., Kiipper H., Meyer-Klaucke W. et al. Nicotianamine
forms complexes with Zn (II) in vivo // Metallomics. 2010. V. 2, N 1.
P. 57-66.

Tukendorf A. The response of spinach plants to excess of cooper and
cadmium // Photosynthetica. 1993. V. 28. P. 573-575.

Tukendorf A., Baszynski T. The in vivo effect of cadmium on photo-
chemical activities in chloroplasts of runner bean plants // Acta Physiol. Plant.
1991. N 13. P. 81-87.

Ueno D., Yamaji N., Kono I. et al. Gene limiting cadmium accumulation in
rice // Proc. Natl. Acad. Sci. USA. 2010. V. 107. P. 16500-16505.

Unyayar S., Deger A. G., Celik A. et al. Cadmium-induced antioxidant
status and sister-chromatid exchanges in Vicia faba L. // Turk. J. Biol. 2010.
V.34, N 4. P. 413-422.

Uraguchi S., Fujiwara T. Cadmium transport and tolerance in rice:
perspectives for redusing grain cadmium accumulation // Rice. 2012. V. 5.
P. 1-8. DOI: 10.1186/1939-8433-5-5.

Uraguchi S., Fujiwara T. Rice breaks ground for cadmium-free cereals
// Plant Biol. 2013. V. 16. P. 328-334.

Uraguchi S., Watanabe 1., Yoshitomi A. et al. Characteristics of cadmium
accumulation and tolerance in novel Cd-accumulating crops, Avena strigosa
and Crotaria juncea // J. Exp. Bot. 2006. V. 57. P. 2955-2965.

Uraguchi S., Mori S., Kuramata M. et al. Root-to-shoot Cd translocation
via the xylem is the major process determining shoot and grain cadmium
accumulation in rice // J. Exp. Bot. 2009. V. 60, N 9. P. 2677-2688.

Uraguchi S., Kamiya T., Sakamoto T. et al. Low-affinity cation transporter
(OsLCT1) regulates cadmium transport into rice grans // Proc. Natl. Acad. Sci.
USA. 2011. V. 108. P. 20959-20964.

Usha B., Keeran N. S., Harikrishnan M. et al. Characterization of a type 3
metallothionein isolated from Porteresia coarctata // Biol. Plant. 2011. V. 55,
N 1. P. 119-124.

181



Vaahtera L., Brosché M. More than the sum of its parts — How to achive a
specific transcriptional responses to abiotic stress // Plant Sci. 2011. V. 180.
P. 421-430.

Vaculik M., Lux A., Luxovad A. et al. Silicon mitigates cadmium inhibitory
effects in young maize plants / Environ. Exp. Bot. 2009. P. 52-58.

Vanacker H., Carver T. L. W., Foyer C. H. Early H,0, accumulation in
mesophyll cells leads to induction of glutathione during the hyper-sensitive
response in barley-powdery mildew interaction // Plant Physiol. 2000. V. 123.
P. 1289-1300.

Van Assche F., Clijsters H. Effects of metals on enzyme activity in plants
// Plant Cell Environ. 1990. V. 13, N 1. P. 195-206.

Van Belleghem F., Cuypers A., Semane B. et al. Subcellular localization of
cadmium in roots and leaves of Arabidopsis thaliana // New Phytol. 2007.
V. 173. P. 495-508.

Van Breusegem F., Vranova E., Dat J. F., Inze D. The role of active oxygen
species in plant signal transduction // Plant Sci. 2001. V. 161. P. 405-414.

Van de Mortel J. E., Villanueva L. A., Schat H. et al. Large expression differences
in genes for iron and zinc homeostasis, stress response, and lignin biosynthesis
distinguish roots of Arabidopsis thaliana and the related metal hyperaccumulator
Thlaspi caerulescens // Plant Physiol. 2006. V. 142, N 3. P. 1127-1147.

Van de Mortel J. E., Schat H., Moerland P. D. et al. Expression differences
for genes involved in lignin, glutathione and sulphate metabolism in response
to cadmium in Arabidopsis thaliana and the related Zn/Cd-hyperaccumulator
Thlaspi caerulescens // Plant Cell Environ. 2008. V. 31. P. 301-324.

Van der Zaal D. J., Neuteboom L. W., Pinas J. E. et al. Overexpression of a
novel Arabidopsis gene related to putative zinc-transporter genes from animals
can lead to enhanced zinc resistance and accumulation // Plant. Physiol. 1999.
V. 119. P. 1047-1056.

Vassilev A. Physiological and agroecological aspects of cadmium
interactions with barley plants: an overview // J. Central Eur. Agric. 2002.
V.4,N 1. P. 65-74.

Vassilev A., Yordanov I., Chakakova E., Kerin V. Effect of cadmium stress
on growth and photosynthesis of young barley (H. vulgare L.) plants. II.
Structural and functional changes in the photosynthetic apparatus // Bulg. J.
Plant Physiol. 1995. V. 21, N 4. P. 12-21.

Vassilev A., Kerin V., Atanassov P. Effect of cadmium pollution of soil
upon productivity and seedling qualities of two winter barley (H. vulgare L.)
cultivars // Bulg. J. Agric. Sci. 1996. V. 2. P. 333-340.

Vassilev A., Yordanov I, Tsonev T. Effect of Cd*" on the physiological
state and photosynthetic activity of young barley plants // Photosynthetica.
1997. V. 34. P. 293-302.

182



Vassilev A., Berova M., Zlatev Z. Influence of Cd* on growth, chlorophyll
content, and water relations in young barley plants / Biol. Plant. 1998a. V. 41,
N 4. P. 601-606.

Vassilev A., Tsonev T., Yordanov 1. Physiological response of barley plants
(Hordeum vulgare L.) to cadmium contamination in soil during ontogenesis
// Environ. Pollut. 1998b. V. 103. P. 289-297.

Vassilev A., Lidon F., Scotti P. et al. Cadmium-induced changes in
chloroplast lipids and photosystem activities in barley plants // Biol. Plant.
2004. V. 48, N 1. P. 153-156.

Vatamaniuk O. K., Mari S., Lu Y. P., Rea P. A. AtPCS1, a phytochelatin
synthase from Arabidopsis: isolation and in vitro reconstitution // Proc. Natl.
Acad. Sci. USA. 1999. V. 96. P. 7110-7115.

Vatamaniuk O. K., Mari S., Lu Y. P., Rea P. A. Mechanism of heavy metal
ion activation of phytochelatin (PC) synthase: blocked thiols are sufficient for
PC synthase-catalyzed transpeptidation of glutathione and related thiol
peptides // J. Biol. Chem. 2000. V. 275. P. 31451-31459.

Vatamaniuk O. K., Mari S., Lang A. et al. Phytochelatin synthase, a
dipeptidyltransferase =~ that  undergoes  multisite acylation  with
v-glutamylcysteine during catalysis: stoichiometric and site-directed mutagenic
analysis of Arabidopsis thaliana PCSl-catalyzed phytochelatin synthesis
//'J. Biol. Chem. 2004. V. 279. P. 22449-22460.

Vazquez J. A., Leonardi P. I. Effects of copper pollution on the ultrastructure
of Lessonia spp. // Hydrobiologia. 1999. V. 398/399. P. 375-383.

Vazquez S., Goldsbrough P., Carpena R. O. Assessing the relative
contributions of phytochelatins and cell wall to cadmium resistance in white
lupin // Physiol. Plant. 2006. V. 128. P. 487-495.

Vazquez S., Fernandez-Pascual M., Sanchez-Pardo B. et al. Subcellular
compartmentalisation of cadmium in white lupine determined by energy-
dispersive X-ray microanalysis // J. Plant. Physiol. 2007. V. 164. P. 1235-1238.

Verbruggen N., Hermans C., Schat H. Mechanisms to cope with arsenic or
cadmium excess in plants // Curr. Opin. Plant Biol. 2009. V. 12. P. 364-372.

Verkleij J. A. C., Koevoets P. L. M., Blake-Kalff M. M. A., Chardonnens A. N.
Evidence for an important role in the tonoplast in the mechanism of naturally
selected Zn tolerance in Silene vulgaris // J. Plant. Physiol. 1998.
V. 153.P. 188-191.

Verma S., Dubey R. S. Lead toxicity induces lipid peroxidation and alters
the activities of antioxidant enzymes in growing rice plants // Plant Sci. 2003.
V. 164, N 4. P. 645-655.

Verret F., Gravot A., Auroy P. et al. Overexpression of AtHMA4 enhanced
root-to-shoot translocation of zinc and cadmium and plant tolerance / FEBS
Lett. 2004. V. 576. P. 306-312.

183



Vert G., Briat J. F., Curie C. Arabidopsis IRT2 gene encodes a root-
periphery iron transporter // Plant J. 2001. V. 26. P. 181-189.

Veselov D., Kudoyarova G., Symonyan M., Veselov St. Effect of cadmium
on ion uptake, transpiration and cytokinin content in wheat seedlings // Bulg. J.
Plant Physiol. 2003. Special issue. P. 353-359.

Villiers F., Ducruix C., Hugouvieux V. et al. Investigating the plant
response to cadmium exposure by proteomic and metabolomic approaches
// Proteomics. 2011. V. 11. P. 1650-1663.

Villers F., Jourdain A., Bastien O. et al. Evidence for functional interaction
between brassinosteroids and cadmium response in Arabidopsis thaliana
//'J. Exp. Bot. 2012. V. 63, N 3. P. 1185-1200.

Vitoria A. P., Rodriguez A. P. M., Cunha M. et al. Structural changes in
radish seedlings exposed to cadmium // Biol. Plant. 2003/2004. V. 47, N 4.
P. 561-568.

Vogeli-Lange R., Wagner G. J. Subcellular localization of cadmium and
cadmium-binding peptides in tobacco leaves: implication of a transport function
for cadmium-binding peptides // Plant Physiol. 1990. V. 92. P. 1086—-1093.

Vogel-Mikus K., Pongrac P., Kump P. et al. Colonization of a Zn, Cd and
Pb hyperaccumulator Thlaspi praecox Wulfen with indigenous arbuscular
mycorrhizal fungae mixture induces changes in heavy metal and nutrient
uptake // Environ. Pollut. 2006. V. 139. P. 362-371.

von Wiren N., Marschner H., Romheld V. Roots of iron-efficient maize also
absorb phytosiderophore-chelated zinc // Plant. Physiol. 1996. V. 111.
P. 1119-1125.

Vranova E., Inzé D., Van Breusegem F. Signal transduction during
oxidative stress // J. Exp. Bot. 2002. V. 53, N 372. P. 1227-1236.

Wagner G. J. Accumulation of cadmium in crop plants and consequences
to human health // Adv. Agron. 1993. V. 51. P. 173-212.

Wahid A., Arshad M., Faroog M. Cadmium phytotoxicity: responses,
mechanisms and mitigation strategies: a review // Organic farming, pest control
and remediation of soil pollutants. Sustainable agriculture reviews / Ed.
L. Lichtfouse. Dordrecht: Springer Science + Business Media B.V. 2009. P. 371-403.

Wahid A., Ghani A., Ali 1., Ashraf M. Y. Effect of cadmium on carbon and
nirtogen assimilation in shoots of mungbean [Vigna radiata (L.) Wilczek]
seedlings // J. Agron. Crop Sci. 2007. V. 193. P. 357-365.

Wang H., Zhao S. C., Liu R. L. et al. Changes of photosynthetic activities
of maize (Zea mays L.) seedlings in response to cadmium stress
// Photosynthetica. 2009. V. 47, N 2. P. 277-283.

Wang Y., Gao C., Liang Y. et al. A novel bZIP gene from Tamarix hispida
mediates physiological responses to salt stress in tobacco plants // J. Plant
Physiol. 2010. V. 167. P. 222-230.

184



Wang Y., Qian Y, Hu H. et al. Comparative proteomic analysis of
Cd-responsive proteins in wheat roots // Acta Physiol. Plant. 2011. V. 33. P. 349—
357.

Waters B. M., Grusak M. A. Whole-plant mineral partitioning throughout
the life cycle in Arabidopsis thaliana ecotypes Columbia, Landsberg erecta,
Cape Verde Islands, and the mutant line ysllysl3 // New Phytol. 2008. V. 177.
P. 389-405.

Waters B. M., Sankaran R. P. Moving micronutrients from the soil to the
seeds: genes and physiological processes from a biofortification perspective
// Plant Sci. 2011. V. 180. P. 562-574.

Waters B. M., Chu H.-H., DiDonato R. J. et al. Mutations in Arabidopsis
Yellow Stripe-Likel and Yellow Stripe-Like3 reveal their roles in metal ion
homeostasis and loading of metal ions in seeds // Plant Physiol. 2006. V. 141.
P. 1446-1458.

Waters B. M., Lucena C., Romera F. J. et al. Ethylene involvement in the
regulation of the H'-ATPase CsHAI gene and of the new isolated ferric
reductase CsFRO!I and iron transporter Cs/RTI genes in cucumber plants
// Plant Physiol. Biochem. 2007. V. 45. P. 293-301.

Wawrzynski A., Kopera E., Wawrzynka A. et al. Effect of simultaneous
expression of heterologous genes involved in phytochelatin biosynthesis on
thiol content and cadmium accumulation in tobacco plant // J. Exp. Bot. 2006.
V. 57.P.2173-2182.

Weber M., Harada E., Vess C. et al. Comparative microarray analysis of
Arabidopsis thaliana and Arabidopsis halleri roots identifies nicotianamine
synthase, a ZIP transporter and other genes as potential metal
hyperaccumulation factors // Plant J. 2004. V. 37. P. 269-281.

Weber M., Trampczynska A., Clemens S. Comparative transcriptome
analysis of toxic metal responses in Arabidopsis thaliana and the Cd*'-
hypertolerant facultative metallophyte Arabidopsis halleri // Plant Cell
Environ. 2006. V. 29. P. 950-963.

Wei L., Luo Ch., Li X., Shen Zh. Copper accumulation and tolerance in
Chrysanthemum coronarium L. and Sorghum sudanense L. // Arch. Environ.
Contam. Toxicol. 2008a. V. 55. P. 238-246.

Wei W., Zhang Y., Han L. et al. A novel WRKY transcriptional factor from
Thlaspi caerulescens negatively regulates the osmotic stress tolerance of
transgenic tobacco // Plant Cell Rep. 2008b. V. 27. P. 795-803.

Weigel H. J., Jdager H. J. Subcellular distribution and chemical form of
cadmium in bean plants // Plant Physiol. 1980. V. 65. P. 480-482.

Wenzel W. W., Bunkowski M., Puschenreiter M., Horak O. Rhizosphere
characteristics of indigenously growing nickel hyperaccumulator and excluder
plants on serpentine soil / Environ. Pollut. 2003. V. 123. P. 131-138.

185



White P. J. Studying calcium channels from the plasma membrane of plant
root cells in planar lipid bilayers // Advances in planar lipid bilayers and
liposomes. V. 1 / Eds. H. T. Tien, A. Ottova-Leitmannova. Amsterdam, The
Netherlands: Elsevier, 2005. P. 101-120.

Wierzbicka M. Lead accumulation and its translocation in roots of Allium
cepa L. — autoradiographic and ultrastructural studies / Plant Cell Environ.
1987. V. 10. P. 17-26.

Wierzbicka M. Lead in apoplast of Allium cepa L. root tips — ultrastructural
studies // Plant Sci. 1998. V. 133. P. 105-119.

Wierzbicka M., Obidzinska J. The effect of lead on seed imbibiti ons and
germination in different plant species // Plant Sci. 1998. V. 137, N 2. P. 155-
171.

Williams L., Salt D. E. The plant ionome coning into focus // Curr. Opin.
Plant Boil. 2009. V. 12, N 3. P. 247-249.

Willner H., Vasak M., Kagi J. H. Cadmium-thiolate clusters in
metallothionein:  spectrophotometric and  spectropolarimetric ~ features
// Biochemistry. 1987. V. 26. P. 6287-6292.

Wilson I. D., Neill S. J., Hancock J. T. Nitric oxide synthesis and signalling
in plants // Plant Cell Environ. 2008. V. 31. P. 622-631.

Wintz H., Fox T., Wu Y. Y. et al. Expression profiles of Arabidopsis
thaliana in mineral deficiencies reveal novel transporters involved in metal
homeostasis // J. Biol. Chem. 2003. V. 278. P. 47644-47653.

Wiseman H., Halliwell B. Damage to DNA by reactive oxygen and
nitrogen species: role in inflammatory disease and progression to cancer
// Biochem. J. 1996. V. 313. P. 17-29.

Wodala B., Eitel G., Gyula T. N. et al. Monitoring moderate Cu and Cd
toxicity by chlorophyll fluorescence and P, absorbance in pea leaves
// Photosynthetica. 2012. V. 50, N 3. P. 380-386.

Wojcik M., Tukiendorf A. Cd-tolerance of maize, rye and wheat seedlings
// Acta Physiol. Plant. 1999. V. 21, N 2. P. 99-107.

Wojcik M., Tukiendorf A. Cadmium uptake, localization and detoxification
in Zea mays // Biol. Plant. 2005. V. 49, N 2. P. 237-245.

Wong C. K. E., Cobbett C. S. HMA P-type ATPases are the major
mechanism for root-to-shoot Cd translocation in Arabidopsis thaliana // New
Phytol. 2008. V. 181. P. 71-78.

Wong H. L., Sakamoto T., Kawasaki T. et al. Down-regulation of
metallothionein, a reactive oxygen scavenger, by the small GTPase OsRacl in
rice // Plant Physiol. 2004. V. 135. P. 1447-1456.

Wu F., Zhang G., Dominy P. Four barley genotypes respond differently to
cadmium: lipid peroxidation and activities of antioxidant capacity // Environ.
Exp. Bot. 2003. V. 50. P. 67-78.

186



Wu F.-B., Chen F., Wei K., Zhang G.-P. Effects of cadmium on free amino
acid, glutathione and ascorbic acid concentrations in two barley genotypes
(Hordeum vulgare L.) differing in cadmium tolerance // Chemosphere. 2004.
V. 57.P.447-454.

Xiang C., Oliver D. J. Glutathione metabolic genes coordinately respond to heavy
metals and jasmonic acid in Arabidopsis // Plant Cell. 1998. V. 10. P. 1539-1550.

Xiang C., Werner B. L., Christensen E. M., Oliver D. J. The biological
functions of glutathione revisited in Arabidopsis transgenic plants with altered
glutathione levels // Plant Physiol. 2001. V. 126. P. 564-574.

Xing H., Tan L., An L. et al. Evidence for the involvement of nitric oxide
and reactive oxygen species in osmotic stress tolerance of wheat seedlings:
inverse correlation between leaf abscisic acid accumulation and leaf water loss
// J. Plant Growth Regul. 2004. V. 42. P. 61-68.

Xiong J., He Z., Liu D. et al. Role of bacteria in the heavy metals removal
and growth of Sedum alfredii Hance in an aqueous medium // Chemosphere.
2008. V. 70. P. 489-494.

Xiong J., An L. Y., Lu H., Zhu C. Exogenous nitric oxide enhances
cadmium tolerance of rice by increasing pectin and hemicellulose contents in
root cell wall // Planta. 2009. V. 230. P. 755-765.

Xiong J., Fu G., Tao L., Zhu C. Roles of nitric oxide in alleviating heavy
metal toxicity in plants // Arch. Biochem. Biophys. 2010. V. 497. P. 13-20.

Xu X. Y., McGrath S. P., Zhao F. J. Rapid reduction of arsenate in the
medium mediated by plant roots // New Phytol. 2007. V. 176. P. 590-599.

Xue T. T, Li X Z, Zhu W. et al. Cotton metallothionein GAMT3a, a
reactive oxygen species scavenger, increased tolerance against abiotic stress in
transgenic tobacco and yeast // J. Exp. Bot. 2009. V. 60. P. 339-349.

Xue Z.-C., Gao H.-Y., Zhang L.-T. Effects of cadmium on growth,
photosynthetic rate, and chlorophyll content in leaves of soybean seedlings
// Biol. Plant. 2013. V. 57, N 3. P. 587-590.

Yamaji N., Xia J., Mitani-Ueno N. et al. Preferential delivery of zinc to
developing tissues in rice is mediated by P-type heavy metal ATPase
OsHMAZ2 // Plant Physiol. 2013. V. 162. P. 927-939.

Yamauchi M., Peng X. X. Iron toxicity and stress-induced ethylene
production in rice leaves // Plant Soil. 1995. V. 173. P. 21-28.

Yang J., Wang Y., Liu G. et al. Tamarix hispida metallothionein-like
ThMTS3, a reactive oxygen species scavenger, increases tolerance against Cd ",
Zn"?, Cu™ and NaCl in transgenic yeast / Mol. Biol. Rep. 2011. V. 38, N 3.
P. 1567-1574.

Yang X., Chu C. Towards understanding plant response to heavy metal
stress // Abiotic stress in plants — mechanisms and adaptations / Eds. A. K.
Shanker, B. Venkateswarlu. 2011. Intech Janeza Trdine 9. P. 59-78.

187



Yang X. E., Baligar V. C., Foster J. C., Martens D. C. Accumulation and
transport of nickel in relation to organic acid in ryegrass and maize grown with
different nickel levels // Plant. Soil. 1997. V. 196. P. 271-276.

Yang X, Feng Y., He Z. L., Stoffella P. J. Molecular mechanisms of heavy
metal hyperaccumulation and phytoremediation // J. Trace Elem. Med. Biol.
2005. V. 18. P. 339-353.

Yang X, Huang J., Jiang Y., Zhang H. S. Cloning and functional
identification of two members of the ZIP (Zrt, Irt-like protein) gene family in
rice (Oryza sativa L.) // Mol. Biol. Rep. 2009a. V. 36. P. 281-286.

Yang Z., Wu Y. R., Li Y. et al. OsMT1a, a type 1 metallothionein, plays the
pivotal role in zinc homeostasis and drought tolerance in rice // Plant Mol.
Biol. 2009b. V. 70. P. 219-229.

Yannarelli G. G., Fernandes-Alvarez A. J., Santa-Cruz D. M., Tomaro M. L.
Glutathione reductase activity and isoforms in leaves and roots of wheat plants
subjected to cadmium stress / Phytochemistry. 2007. V. 68. P. 505-512.

Ye Z. H., Baker A. J. M., Wong M. H., Willis A. J. Zinc, lead and cadmium
tolerance, uptake and accumulation by Typha latifolia // New Phytol. 1997.
V. 136. P. 469—480.

Yeh C-M., Hsiao L-J., Huang H-J. Cadmium activates a mitogen-activated
proten kinase gene and MBP kinases in rice / Plant Cell Physiol. 2004. V. 45.
P. 1306-1312.

Yeh C-M., Chen P-S., Huang H-J. Distinct signalling pathways for
indication of MAP kinase activities by cadmium and copper in rice roots
// J. Exp. Bot. 2007. V. 58, N 3. P. 659-671.

Yen M.-R., Tseng Y.-H., Saier M. H. Maize Yellow Stripe 1, and iron-
phytosiderophore uptake transporter, is a member of the oligopeptide
transporter (ORT) family // Microbiology. 2001. V. 147. P. 2881-2883.

Yoshimura K., Miyao K., Gaber A. et al. Enhancement of stress tolerance in
transgenic tobacco plant overexpressing Chlamydomonas glutathione
peroxidase in chloroplasts or cytosol // Plant J. 2004. V. 37. P. 21-33.

Yuan L., Yang S., Liu B. et al. Molecular characterization of a rice metal
tolerance protein, OsMTP1 // Plant Cell Rep. 2012. V. 31. P. 67-76.

Yuan M., Li X., Xiao J., Wang S. Molecular and functional analyses of
COPT/Crt-type copper transpoter-like gene family in rice / BMC Plant Biol.
2011. 11: 69; DOI: 10.1186/1471-2229-11-69.

Zaidi S., Musarrat J. Characterization and assessment of nickel sorption
capacity of a new metal-tolerant Bacillus sp. // J. Environ. Sci. Healt. 2004.
V. A39,N 3. P. 681-691.

Zawoznik M. S., Groppa M. D., Tomaro M. L., Benavides M. P.
Endogenous salicylic acid potentiates cadmium-induced oxidative stress in
Arabidopsis thaliana // Plant Sci. 2007. V. 173. P. 190-197.

188



Zenk M. H. Heavy metal detoxification in higher plants — a review // Gene.
1996. V. 179, N 1. P. 21-30.

Zhang L., Chen Z., Zhu C. Endogenous nitric oxide mediates alleviation of
cadmium toxicity induced by calcium in rice seedlings // J. Environ. Sci. 2012.
V. 24.P. 940-948.

Zhang W-H, Ryan P. R., Tyerman S. D. Malate-permeable channels and
cation channels activated by cadmium in the apical cells of wheat roots // Plant
Physiol. 2001. V. 125. P. 1459-1472.

Zhang X, Zhang S., Xua X et al Tolerance and accumulation
characteristics of cadmium in Amaranthys hybridus L. // J. Hazard. Mater.
2010. V. 180. P. 303-308.

Zhao F. Y., Hu F., Zhang S. Y. et al. MARKs regulate root growth by
influencing auxin signaling and cell cycle-related gene expression in cadmium-
stressed rice // Environ. Sci. Pollut. Res. 2013. V. 20. P. 5449-5460.

Zhigang A., Cuijie I, Yuangang Z. et al. Expression of BjMT2, a
metallothionein 2 from Brassica juncea, increases cooper and cadmium
tolerance in Escherichia coli and Arabidopsis thaliana, but inhibits root
elongation in Arabidopsis thaliana seedlings // J. Exp. Bot. 2006. V. 14.
P. 3575-3582.

Zhou J. M., Goldsbrough P. B. Functional homologs of fungal
metallothionein genes from Arabidopsis // Plant Cell. 1994. V. 6. P. 875-884.

Zhou Z. S., Guo K., Elbaz A. A., Yang Z. M. Salicylic acid alleviates
mercury toxicity by preventing oxidative stress in roots of Medicago sativa
// Environ. Exp. Bot. 2009. V. 65. P. 27-34.

Zhu J., Zhang Q.. Wu R., Zhang Z. HbMT2 an ethephon-induced
metallothionein gene from Hevea brasiliensis responds to H,O, stress // Plant
Physiol. Biochem. 2010. V. 48. P. 710-715.

Zhu Y. L., Pilon-Smits E. A. H., Jouanin L., Terry N. Overexpression of
glutathione synthetase in Indian mustard enhances cadmium accumulation and
tolerance // Plant Physiol. 1999. V. 119, N 1. P. 73-79.

Zou M., Guan Y., Ren H. et al. A bZIP transcription factor, OsABIS, is
involved in rice fertility and stress tolerance // Plant Mol. Biol. 2008. V. 66.
P. 675-683.



OCHOBHBIE COKPAIIIEHN A

ABK — abcumu3oBas Kuciora

AK — ackopO1HOBas KHCIIOTa

AOC — aHTHOKCHJIaHTHAs CHCTEMa

ATIO (APX) — ackopbarnepokcuiaza

A®K — akTuBHBIE POPMBI KHCIOpOIA

BC — 6paccunocTepoubt

BTUI (HSP) — Genku TEMI0BOTO 110K

I'sI1O — raskommIepokcuaasa

I'P (GR) — riryratnoHpegyKTasa

I'TIO — rmyraTHOHIEpOKCHa3a

I'ST — rmyratnon-S-Tpancdepasza

JAK — nerunpoackopOMHOBas KUCIIOTa

JT AP — nerumpoackopbaTpeykrasa

KK — xacMoHOBas KHCIIOTa

NYK — unnonui-3-ykcycHast KUCJIOTa

KAT (CAT) — xaranaza

MAP-kunaza (MAPK) — MUTOreH-aKTUBIPOBAHHAS IPOTEUHKUHA3A
M/JIA — MaJIOHOBBIN AWAJIbICTH]T

MT — MeTaJIIIOTHOHEHHBI

I[IJK — npenenbHO JonycTUMasi KOHLIEHTPALUs
[TOJI — mepekncHOE OKHUCIICHNE JTUTIHIOB

CK — camummioBast KHCIIOTa

COJ (SOD) — cymepokcuaucmyTasa

TM — TsKemnble MeTaIbl

T® — TpaHcKpUNIMOHHBII hakTOp

®CI, Il - porocucrema I, I1

OCA — pOTOCHUHTETHYECKUI anmapaT

OX (PC) — puroxenarunsl

OXC (PCS) — puroxenaruHcuHTaza

OTA — sTUIIeHANAMUHTETPAYKCYCHAs! KUCIO0Ta
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CaM — KaJIbMOAYITHH

GS — rIyTaTHOHCHHTETa3a

GSH — BoccTanoBieHHast hopMa IIIyTaTHOHA
GSSG — okucaenHas Gpopma rIyTaTHOHA
v-GCS, (y-ECS) — y-riryraMunnucTenHCHHTETa3a
v-GC — y-riryTaMHUIIINCTENH

HMW — BBICOKOMOJIEKYISIPHBIH KOMIIJIEKC
LMW — HU3KOMOJIEKYJISIPHBIA KOMILIEKC

NA — HUKOTHUHAMUH

NAS — HUKOTMHaMUHCUHTa3a

NO - oxcup a3ora



CIIMCOK BUJOB PACTEHUH

JlatuHCcKOE Ha3BaHME BUJA Pycckoe Ha3BaHue Buaa CemeiicTBO
Allium sativum L. JIyk noceBHO# JIuneiinsie
Alyssum bertolonii Desv. Bypauox beptononu KpecrousetHsie
Alyssum montanum Brot. Bypaudox ropuslii Kpecrousernsie
Alyssum murale Waldst. et Kit. |Bypadok crenHoit Kpecrousernsie
Arabidopsis halleri (L.) O’Kane, |Pe3yxoBuaka "amnepa KpecrougeTHsie
Al-Shehbaz
Arabidopsis thaliana (L.) Heynh. |PesyxoBunka Tamst KpecrouserHsie
Arachis hypogaea L. Apaxuc noa3eMHbIH Bobosrie
Avena sativa L. OBec noceBHOM 3naku
Avena strigosa Schreb. OBec MIETHHUCTBIH 3naKku
Avicennia marina (Forssk.) Vierh. | ABuiieHHus1 MOpcKast BepbeHoBbie
Bacopa monnieri (L.) Wettst. baxorra Monbe (MenkomuctHas) | [TomoposxHukoBbie
Brassica napus L. Kamycra macinunas (paric) Kpecrousernsie
Brassica rapa L. Pena oroponnas Kpecrousernsie
Cajanus cajan (L.) Mill. I'omyOunsIii Topox BoGoBsre
Chrysanthemum coronarium L. |Xpu3anTema yBeH4aHHAsS AcTtpoBble
Cucumis sativus L. Orypen noceBHOH TrIKBEeHHBIE
Echinochloa crusgalli (L.) Beauv. |ExXOBHHK OOBIKHOBEHHBII 3naKku
Elytrigia repens (L.) Nevski. IIsIpeit non3yunit 3naKku
Fagopyrum esculentum Moench. |I'peurxa nocesHas I'peuninble
Festuca arundinacea L. OBcsiHUIIAa TPOCTHUKOBAS 3akn
Festuca rubra L. OBcsiHUIA KpacHast 3makn
Glycine max (L.) Merr. Cos KynpTypHas Bobossie
Gossypium hirsutum Parl. Xom4aTHUK OOBIKHOBEHHBII ManbBoBbIE
Gossypium herbaceum L. XII0Im4aTHUK TPaBSHUCTBII ManbBoBbIE
Helianthus annuus L. [ToncosnHeYHNK OIHOJIETHUH AcTpoBbIE
Hevea brasiliensis I'eest Opasmibckas Monouaiinsie
(Willd. ex A. Juss) Miill. Arg.

Hordeum vulgare L. SlumeHb OOBIKHOBEHHBIH 3naku

Lactuca sativa L. Jlatyk noceBHOM’ AcTtpoBble
Lepidium sativum L. KnonosHuk noceBHoi KpecrouserHsle
Limonium bicolor Kuntze. XKenTymwHUK IBYLBETHBINH Kepmekosbie
Lolium perenne L. [1neBen MHOroJICTHUIL 3J1aKOBbIE
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Lupinus albus L.
Lycopersicon esculentum Mill.
Medicago sativa L.
Medicago truncatula Gaertn.
Mesembryanthemum
crystallinum L.

Nicotiana rustica L.
Nicotiana tabacum L.

Oryza sativa L.
Paraserianthes falcataria (L.)
I. C. Nielsen

Pelargonium graveolens (L.)
L'Hér. ex Ait.

Pinus virginiana Mill.
Phaseolus vulgaris L.
Phleum pratense L.
Phragmite asustralis (Cav.)
Trin. ex Steud.

Pisum sativum L.

Plantago major L.

Populus nigra L.

Populus tremula L.
Porteresia coarctata (Roxb.)
Tateoka

Raphanus sativus L.
Rauvolfia serpentine (L.)
Benth.ex Kurz.

Rubia tinctorum L.

Secale cereale L.

Sedum alfredii Hance

Setaria viridis (L.) Beauv.
Silene cucubalus (Moench)
Garcke wau S. vulgaris Wibel.
Solanum nigrum L.

Solanum tuberosum L.
Sorghum sudanense Jakuschev.
Tamarix hispida Willd.
Thlaspi arvense L.

Thlaspi caerulescens L.
Thlaspi praecox Wulfen.
Triticum aestivum L.
Trifolium repens L.

Typha latifolia L.

Vicia faba L.

Vigna radiate (L.) R.- Wilczek
Zea mays L.

Jlrorun Genbrit

Tomat 0OBIKHOBEHHBIH
Jlrouepna noceBHas
JIronepna cnaboycedeHHas
MesemOpuanTeMyM
XpyCTaJIbHBII

Tabak Maxopka

Tabakx 0ObIKHOBEHHBIN
Puc noceBHoit

[Menapronus apomarHas

CocHa BUpPTUHCKAs
®dacons 0OBIKHOBEHHAS
TumodeeBka Tyrosas
TpocTHHK 0OBIKHOBEHHBIN

I'opox nocesnoit
[MopopoxxHuk OobIION
Tonons yepHbIi
Tonons apoxamuii
Jukuit puc

Penpka nocesHast
PayBonbdus 3menHas

MapeHa kpacuibHast

Poxxb noceBHas

Ounurox Andpenu
IlleTnHANK 3eNCHBIHA
Xnomymka 0ObIKHOBEHHAS

INacnen uepHslit
Kaprogens (racsieH KTyOHEHOCHBIIT)
Copro TpaBsHHCTOE
I'pebeHmmK CTpOHBII
SpyTka nonesas
SpyTka anpnuiickas
Spytka paHHss
ITmennma Msrkas
Knesep nonsyuumit
Poro3 mmpoKoIUCTHBIH
bo6 canoBsrit

Bo6s1 MyHT (Marr)
Kykypy3sa caxapHast

BoGoBbie
ITacnenoBbie
Boboskie
Boboskie
Awu3oBbIe

ITacnenoBkie
ITacnenoBbie
3naku
Bo6oBbie

I'epanuessle

CocHOBBIE
Boboskie
3naku
3naku

Bo6oBbie
[lonoposxHHKOBBIE
HBoBEIC

HBoBEIC

3nmaku

KpecTousernbie
Kytpossie

MapeHoBble
31aKoBbIC
ToacTsaHKOBEIC
3naku
I'Bo3auunbIE

ITacnenoBwIe
[TacnenoBsie
3naku
TamapuckoBble
Kpecrousernsie
KpecTousernbie
Kpecrouernbie
3naku
Bo6oBbie
Poro3ossie
BoGoBbie
Bo6oBbie

3naku
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