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MEXAHN3M TPAHCMEMBPAHHOTIO
N AAABHET'O TPAHCIIOPTA HUKEASA B BBICIIINX PACTEHUAX

B. C. MAIIKEBHY", B. B. JEMH/JYHK"

1)Ee/zopycczcuﬁ eocyoapcemeennblil yHusepcumem, np. Hezasucumocmu, 4, 220030, e. Munck, Berapyce

Hukens (Ni’") — He3aMeHHUMBIIT SEMEHT MUHEPATLHOTO MHTAHHS PACTEHHH, KOTOPBIil HEOGXOIMM T HOPMATHHOTO
MIpOTeKaHus! (PU3HOIOTHYECKHUX TPOLECCOB B OYE€Hb HEOOJBIINX KOINYECTBAX. B BHICOKMX KOHIIEHTPAIMSIX JTAHHBIN Ts-
KEJIBI METaJUI HEraTHBHO BIIMSET HA METa0O0JIM3M U OKa3bIBaeT BRIPAKEHHOE TOKCHYECKOe JieiicTBre. B mocineHue ros
TOSBHIICS PsiZl PaGOT, TOCBAIICHHBIX H3yYeHHIO HAKOIUICHHS, PACTIPEICICH s i TpaHCIoKauy Ni’ B TKAHAX BBICIINX
pacTenuii. YcTaHOBNEHO, uTo Toriomierue Ni’™ MOKET OCYIIeCTBIAThCS MyTeM TACCHBHOTO JTMO0 aKTHBHOTO TIEPEHOCa
yepe3 MIa3MaTHIecKyr0 MeMOpaHy KIETOK KOpHs. ITaccuBHBIN TpaHCIIOPT oOecreunBaeTCs MOCPEICTBOM HECEIEKTHB-
HBIX KaTHOHHBIX KaHAJIOB, [IPU 3TOM HAaHOOJBIINI BKJIA/I, BEPOSITHO, BHOCST WICHBI CEMENHCTBA KAHAJIOB, aKTHUBUPYEMbIX
nukmaeckumu HykineotuaaMu (CNGC). AKTHBHEIN TPaHCIIOPT UACT C YIACTHEM CIICIHATIBHBIX OCITKOB-TIEPEHOCUNKOB,
B niepByto ouepens ZIP (Zn-perynmupyemsie, Fe-perynnpyemble OeIKH-TPaHCIOPTEPHI), 4TO SKCIIEPUMEHTAIBHO IIPOJIEMOH-
ctpupoBano noka i IRT1 (Fe-perynupyembie OeTKI-TpaHCIIOPTEPEI). 3arpy3Ka Ni*' B KCUJIEMY U €r0 IepepacnpeieicHue
TI0 PA3JINYHBIM OpraHaM U TKaHSIM PACTEHHS OCYIIECTBIISIETCS akTUBHBIMU TpaHcrioprepamu ZIP, HMA (ATda3bI TskenbIx
MetaiuioB P p-tuna) u NRAMP (6enkn makpodaros, acconmupoBaHHbIE C €CTECTBEHHOH pe3UCTEHTHOCTHIO). Ha naHHbIH
MIPOIIECC OKA3bIBAIOT BIMSHHUE CHHTE3 ¥ KOHLIEHTPALUs KOMIUIEKCOOOpa3oBaresne, Takux Kak THCTUIANH, HUIKOTHHAMUH,
Iy TaTHOH, (PUTOXEIATHHBL, (PEHONBI H OPraHHYeCKHe KUCIOTHL. JlaibHeiie uceaeoBanus B obnactu Tpancropra Nit',
BEPOSTHO, Oy/1yT JOKYCHUPOBATHCS HA YCTAHOBICHUHU CYOBEIMHUIL HECEIEKTHBHBIX KATHOHHBIX KAHAJIOB, OTBETCTBEHHBIX
3a BXOJl HUKEJSI B KJIETKH KOPHEBOH CUCTEMBI PAaCTEHHUH, BBHIIBICHHH B3aUMOCBSI3M MEX/1y TPAHCIIOPTHBIMU MIPOIIECCaMu
1 MX PeryJSIiY Ha TOCTTPAHCKPUIIIIMOHHOM U TTOCTTPAHCISAIIMOHHOM YPOBHSIX.

O0pa3en HUTHPOBAHHUMA:

Marikesuu BC, Jlemuaunk BB. Mexanusm TpaHcMeMOpPaHHOTO
1 TAJIBHETO TPAHCIIOPTA HHUKEIIS B BEICIINX PaCTeHUSIX. JKChe-
pumenmanvras ouonocusn u ouomexwonoeus. 2023;2:4-29.
EDN: YUVQVD

For citation:

Mackievic VS, Demidchik VV. Mechanism of transmembrane
and long-distance transport of nickel in higher plants. Experi-
mental Biology and Biotechnology. 2023;2:4-29. Russian.
EDN: YUVQVD

ABTOpBI:

Bepa Cepzeesna Maykeeuy — HayuHBI COTPYAHHUK HAy4HO-
HCCIIeIoBaTeIbCKON Taboparopun pru3noIoruu 1 OMOTEXHOIO-
MM pacTEeHHH, CTapIInii mpenoaaBarenb Kadeapsl KICTOYHOH
Ouosioruy U OMOMHIKEHEpUH pacTeHHi Onosornyeckoro da-
KyJIbTETA.

Baoum Bukmoposuu /lemuduuk — OKTOp OMOJIOTHIECKHUX HayK,
uneH-koppecnongeHT HAH benapycu, norent; nexkan 61osoru-
YeCcKoro (haKymbTeTa.

Authors:

Viera S. Mackievic, researcher at the laboratory of plant physio-
logy and biotechnology and senior lecturer at the department of
plant cell biology and bioengineering, faculty of biology.
v.mackievic@gmail.com

Vadim V. Demidchik, doctor of science (biology), correspon-
ding member of the National Academy of Sciences of Belarus,
docent; dean of the faculty of biology.

dzemidchyk@bsu.by




O030pHbBIE CTATBH
Reviews

Knrwouesvle cnosa: HHUKCJIb, KATHOHHBIC KaHAaJIbI, AKTHUBHBIN TPaHCIIOPT, BBICHINE PACTCHUS.

bnazooapnocme. Pabota BrimonHeHa B pamkax 3anaHus «VccnaenoBanne (QyHKIMOHAIBHOTO B3aUMOJICHCTBHS CHT-
HaJIbHO-PETYISITOPHBIX ¥ AaHTHOKCUJAHTHBIX CUCTEM IIPU CTPECCE C LENBIO MOBBIMIEHUS 00IIEH CTPeccoyCTOHINBOCTH
BBICIINX PAaCTEHHH M CO3/1aHMsI HOBBIX OnoTexHonoruit» (Ne roc. perucrparuu 20211222) noanporpammsl «Mosekyisip-
HBIC ¥ KJICTOYHBIE OMOTEXHOJIOTUH — 2)» TOCYAapPCTBEHHOM MPOTPaMMBbl HAyUHBIX HCcIeoBaHni «broTexHomoruu-2» Ha
2021-2025 rr.
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AND LONG-DISTANCE TRANSPORT
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Nickel (Ni*") is an indispensable element of mineral nutrition in plants, which is needed for the normal course of phy-
siological processes in very small quantities. In high concentrations, this heavy metal is harmful to metabolism and causes
a pronounced toxic effect. In recent years, a number of works have appeared devoted to the study of Ni** accumulation,
distribution and translocation in the tissues of higher plants. It has been established that Ni*" uptake can be carried out by
passive or active transfer through the plasma membrane of root cells. Passive transport is mediated through non-selective
cation channels, with members of the cyclic nucleotide-gated channel (CNGC) family probably contributing the most.
Active transport occurs with the participation of special transporter proteins, primarily ZIP (zinc-regulated, iron-regulated
transporter-like proteins), which has so far been experimentally demonstrated for IRT1 (iron-regulated transporter-like
proteins). Ni*" is loaded into the xylem and redistributed to various plant organs and tissues by active transporters ZIP,
HMA (P, 5-type heavy metal ATPases) and NRAMP (natural resistance-associated macrophage proteins). This process is
influenced by the synthesis and concentration of complexing agents such as histidine, nicotinamine, glutathione, phyto-
chelatins, phenols and organic acids. Further studies in the field of Ni** transport will probably focus on the identification
of subunits of non-selective cation channels responsible for the entry of nickel into the plant root cells, and the identifica-
tion of the relations between transport processes and their regulation at the posttranscriptional and posttranslational levels.

Keywords: nickel; cation channels; active transport; higher plants.
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BBenenune

Huxens sBisieTcst xumudeckum anementoM 10-i rpynmsl (panee — rpynmna VIIIB) nepuoandeckoii cucre-
MBI C aTOMHBIM HOMEpOoM 28 1 aroMHOM Maccoil 58,69 [1]. B npupoae naHHbIi MeTaul NPEACTABIEH CMECHIO
5 cTaGHIBHBIX H30TOIIOB — °Ni (68,08 %), ““Ni (26,22 %), ®'Ni (1,14 %), **Ni (3,63 %) 1 **Ni (0,93 %). Taxxe
MMEIOTCS HCKYCCTBEHHO CO3/IaHHBIC M30TOMBI HUKEIS, CAMBIE CTAOMIIBbHEIE H3 KOTOPBIX — ° Ni (IepHoj momy-
pacnaza 10° net), ®Ni (nmepuon momypacnazma 100 ner) u *°Ni (nepuox momypacnazga 6 cyT). ATOMBI HHKeNs
MMEIOT BHEILHIOK) YIEKTPOHHYI0 KoHbuUrypaumio [Ar]3d°4s”. HanGonee yCTORIMBBIM JUTS HHKEIS SBIISETCS CO-
cTositHue okucieHus 0 wium +2, TeM He MEHee TaK:Ke BCTPEUYAIOTCS CTeTIeHU okucieHus +1, +3 u +4 [2]. Ilo cBoum
XMUMUYECKUM CBOMCTBAM HUKEIIb CXOXK C APYTHMH METaJUIaMH, TAKUMH KakK >keJie30, KoOansT 1 Menb. OnHakKo,
B OTJIMYHE OT KOOaIbTa U jKelie3a, B BOMHOM PacTBOPE HUKENb CTAOMIICH TOJMLKO B CTETICHN OKUCICHUS +2 [3],
Tpu 5ToM cTabmIbHOCTh Ni*™ COXpaHseTcs B IMPOKOM uama3oHe pH 1 peoKe-yCIOBHi MOYBEHHBIX PACTBO-
poB [4]. OcHoBHBIE Ppu3NUEecKue XapakTepucTukn noHa Hukessi(1l) B cpaBHEHNH ¢ XapaKTepHUCTUKaMH HOHOB
JPYTHX METAIOB IPUBEACHHI B Tabume. ITo BemmunHe kpucTammmaeckoro pamayca (0,70 A) Ni*" nanGornee
ommsok k Co®' (0,72 A), Zn*" (0,74 A), Fe** (0,75 A) u Mg (0,65 A) [5-9], a 110 BeTMunHe rHAPATHPOBAHHOTO
pammyca (4,04 A) — x Ba®™ (4,04 A), Pb*" (4,01 A), Ca®" (4,12 A) u Sr*" (4,12 A) [5].
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CpaBHHTeJbHAs XaPAKTePUCTHKA HEKOTOPBIX (U3HIECKHUX
napaMeTpoB HOHOB MeTaJIOB NIpU Temmneparype 25 °C

Characteristics of some physical parameters of metal ions at temperature of 25 °C

SHeprus Kpucrammaeckuii paguyc, A

KoopAHHALMOHHOE | THApaTaLuy Pamuyc l"mlpam—v

Hon qweno HOHOB, o M ITo o o o VCTOK(ia - POBaHHBII

kJx/momp | Tonmmmry ;:}21;1;{- Tonpmumury | Uaronsay | Bokuro Diinmrreiina, A | pamayc, A
AP 4,5 ,6* —4665 0,50 0,550 0,57 0,72 0,57 4,39 4,75

*
Ba | &I A0 1 1305 | 135 | 1395 1,34 153 | 138 2,90 4,04
Ca®" |6%,7,8,9,10,12| -1577 0,99 1,051 0,99 1,18 1,04 3,10 4,12
Cd* | 4,5,6%,7,8,12 -1807 0,97 0,990 0,97 1,14 0,99 3,41 4,26
Co** 4,5, 6% 8 -1996 0,72 0,780 0,72 - 0,78 3,35 4,23
Cs" |6, 8%,9,10, 11, 12 -264 1,69 1,678 1,67 1,69 1,65 1,19 3,29
Cu* 4, 5% 6% -2100 - 0,470 0,72 0,96 0,80 3,25 4,19
Fe** 4,5,6% 8 -1946 0,75 0,800 0,71 - 0,80 3,44 428
Fe** 4,5, 6% 8 -4430 0,60 0,670 0,74 - 0,67 4,05 4,57
*

K| RO 322 | 133 | 1341 133 133 | 133 1,25 3,31
Mg2+ 4,5,6% 8 -1921 0,65 0,780 0,66 0,82 0,74 3,47 428
Mn** 4,5,6%,7,8 -1841 0,80 0,830 0,80 - 0,91 3,68 4,38
Na" [4,5%6,7,8,9,12 -406 0,95 1,012 0,97 0,95 - 1,84 3,58
NiZ* 4,5, 6* -2105 0,70 0,740 0,69 - 0,74 2,92 4,04
Pb** 4,6, 17i 8i29’ 10, —1481 - 1,280 1,20 - 1,25 2,83 4,01
Sr** 6%,7,8,9,10,12 | —1443 1,13 1,175 1,12 1,32 1,20 3,10 4,12
Zn* 4,5, 6% 8 -2046 0,74 0,566 0,74 0,88 0,83 3,49 4,19

[Mpumeuyanus: 1. CocTaBiIeHO HA OCHOBE JaHHBIX HCTOYHUKOB [5—9]. 2. 3Be3/104K0il 0OTMEYCHO HAaNOOIee TUITHYHOE KOOPANHA-
[MOHHOE YMCJIO IS KaXKI0ro HOHA.

Hukens siBsieTcs NATHIM O pacCpOCTPaHEHHOCTH 3JIEMEHTOM Ha 3eMJIe MTOCIIE JKele3a, KUCI0POoaa, KpeM-
Hus v Marand [10]. o HUKens B BEpXHEH 4acTH JTUTOCQEPHI, TAC OH COCPEAOTOUCH B MarMaTHUECKUX TI0-
polax B BHJE CBOOOJHOTO METajula MM KOMIUIEKCOB C xkelie3oM, coctaBiseT 3% [11]. Hukenp u ero co-
CIMHCHUST €CTECTBEHHBIM 00pa30M MPUCYTCTBYIOT B 3¢€MHOM KOPE W B OTHOCHTEIBHO OOJBIINX KOJHYECTBAX
BBIOpaCHIBAIOTCS B aTMOC(epy Ipu H3BEPIKSHUH BYIIKAHOB, JIECHBIX TIOXKapaX, 00pa30BaHUH METEOPHOH IBLIN
u T A [1; 10—12]. B nocaennue 100 jet 3HaYMTEIbHAS YAaCTh BRIOPOCOB HHUKENS B aTMOC(hepy UMeeT aHTpo-
MTOTEHHYIO IPUPOTY, T. €. 00yCIOBIMBAETCS TOOBIUEH MOJIE3HBIX NCKOMTAEMBIX, BHITUIABKOH U IepepadoTKoOi He-
PPKaBEIOIIEH CTaN U IPYTHX HUKEIIbCOACPIKALIHX CIUIABOB, UCIIOJIb30BAHUEM HUKEIIS B KAYECTBE KaTaln3aropa
Y Pa3IMIHOTO PO/ia MOKPBITUH, CYKUTAHUEM MCKOTIAaeMOTO TOTLTHMBA U TIepepaboTKoi oTxomoB [1].

J1s pacTeHMI HUKEINb SBISIETCS BAYKHBIM MUKPO3JIEMEHTOM, B IIEPBYIO O4epe]lb KaK KOMIIOHEHT psijia dep-
MEHTOB (ypeasa, IIMOoKcaiasa, menTuaHas nedopmuiaza, Mmetui-KoM-peaykraza, HEKOTOPhIE CYTEPOKCH/I-
IUCMyTa3bl U TuaporeHassl) [12; 13]. CrnemoBarenbHO, OH HTPaeT 3HAYUMYIO POJIb B Pa3IIMYHBIX MeTaOoInde-
CKHX TIpolieccax, BKIIIoUasi ypeosns, BOAOPOIHbII 0OMeH, Onorenes merana u anerorexes [13]. Tem ne meHee
OTPEGHOCTH PACTEHHIT B TAHHOM MeTajIe HeBBICOKA. [T GOIBIIMHCTBA BUIOB KOHIEHTparms NiZ™ cBbiie
10—50 MKMOJITB/JT B TOUBEHHOM PACTBOPE BhI3bIBACT TOKCHUYECKUE d(h(HEKThI: UHTUOMPYET MPOpacTaHUEe CEMSH,
TOPMO3HUT POCTOBBIE TIPOIIECCHI, TOAABISET (POTOCHHTE3 M KIIETOYHOE JIBIXaHUE, HAPYIIIAET TPAHCIIOPT CaXxapoB
Y MUKPOBJIEMEHTOB, UHIYLUPYET XJI0P03, HEKPO3 U yBsiaanue [12—14]. Kpome Toro, Ni*" criocoben Hakarm-
BaTbCsl B TKAHIX PACTEHHUs, YTO 0OeCTIeYrBaeT BOSMOXXHOCTb MOMaJaHusl OONBIINX 103 HUKETS 10 MHIEBBIM
IIETNSIM B OPTaHU3M JKHBOTHBIX U YeIOBEKa.
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B nocnennue ronpl mosBUIICS psAJ pabOT, MOCBAIMICHHBIX H3YUSHHUIO HAKOTIJICHHS, PACIIPEICIICHUS U TPaHC-
JIOKAIIMU HUKEJS B TKAHAX BBICIIUX pacTeHuil [15-22]. B nepByto ouepenib ¢ HCMOIb30BaHUEM TUCTOXUMHUYE-
CKHX METOJIOB ONPEEeTCs Coiep KaHne HUKENS B PA3JINYHBIX YacTAX pacTeHUN U aHAJIM3UPYETCs BINSHUE
Ha 3TOT IapaMeTp SHAOTE€HHBIX JUTaH0B. Taxke OONBIION TUIACT HCCIel0BAaHUN TPOBOJUTCS HAa PACTEHUIX-
THIEPAKKYMYJISITOPaX B CBS3M C BHICOKMM MOTEHLUAIOM M3y4eHUs (PU3MOIOTUIECKHUX MPOIECCOB B AaHHON
IpyIIe pacTeHUi It HOBBIEeHNs 2()(HEKTUBHOCTH YCBOCHUSI MUKPOAJIEMEHTOB M MTPOIYKTUBHOCTH CEJIbCKO-
XO3SUCTBEHHBIX KYJBTYD, a TakKe Ul pa3paboTKHU pa3IUyuHBIX MPUIOKEHUH B o0nacTu (pUTopeMeTualny,
¢uTomaitHuHTra, OMOPOPTUDHUKALINY U TUTATEILHON 0€30IaCHOCTH CEeNTbCKOX03HCTBEHHBIX KYJIbTYp. TeM He
MeHee Ha OCHOBE YIOMSIHYTHIX Pa0OT MoKa He chOpMUPOBAHO OOMICTIPUHATOE MHEHHE O MEXaHU3MaX TPaHC-
MEeMOPaHHOTO U JaJIbHETO TPAHCIIOPTa HUKEIIS B pacTeHUsIX. B HacTosmiel cTtarbe Oblia MpenpUHATA MOIBITKA
OTIPEEITUTD MOTEHIINATBHBIC OSITKOBBIE KOMIIEKCHI, BOBICUECHHBIE B TPAHCTIOPT HUKEIS B BBICIINX PACTEHHSX,
OCHOBBIBASICh HA IKCIEPHMEHTAIBHBIX JAHHBIX O MOCTYILUICHHH M pacipeaeaeHny Ni’~ i Ipyrux MeTaiios,
UMCIOIIIX CXOKHE (PU3NKO-XUMHUYECKHE XapaKTEPUCTHKH.

BI/IO}IOCTyHHOCTb HUKeJIdA
U €ro MOCTYIJICHUE B paCTI/ITeJ'lel)Iﬁ OpraHusm

[Tox Gnonornveckoi JOCTYMHOCTHIO (MITH OMOAOCTYITHOCTHIO) XHMHYECKHX HJIEMEHTOB ITOHHUMAIOT Ty YacTh
OT 00IIEero KOJIMYEeCTBA JAHHOTO DJIEMEHTA B CpeJie, KOTOpasi MOTEeHIIMAILHO MOKET OBITh MOTJIONICHA OPTaHM3-
Mami [23]. BHOIOCTYITHOCTD TSAXKEJbIX METAJIJIOB B HA3EMHBIX IKOCHCTEMAX 3aBUCHUT OT MX (DU3UKO-XUMHUECKON
(hopmel [24], XapaKTepUCTUK NOYBHI [25] 1 OMONIOTHYECKUX 0COOCHHOCTEH OpraHnu3MoB [26]. Takke BaXKHBIM
(hakTOpOM SIBIISIETCSI HAIMYKE B Cpelie METalIoB-MUKpodeMeHToB [27]. HemaBHO ObLIO OTMEYEHO, UTO BHE-
CEHHME OKCHJa KaJIbIUsI U3 pacuera 5 % OT Macchl TIOUBHI Ha 15-¢ cyTku yBenuuuBaeT pH cpensl u cHUXKaeT
OMOMOCTYITHOCTD HUKeENA B 2,5 pa3a (¢ 93,8 % (s HeoOpaboraHHO#M 1ouBbl) 10 36,7 %) [28]. Ipyrum HeKOH-
KyPEHTHBIM HHIHOHTOpOM rocTyrurerust NiZ' sieisiercss Mg®', 9To IIpo/IeMOHCTPHPOBAHO B HCCIEIOBAHMAX Ha
KopHsiX Berkheya coddii [29] n Hordeum vulgare [30]. B 0Tce4eHHBIX KOPHSIX SUMEHS HHTHOMPOBAHKE BXOJIA
Ni%" mokazaHo st HOHOB Zn2+, Cu2+, C02+, Cd* u Pb2+, IIPU 3TOM Zn>" u Cu** 6bum CUJIbHOKOHKYPEHTHBIMU,
Co”" — cnaboxonkypentrbiM, a Cd*" u Pb>" — nexonkypenTHbiMu nuruéuTopamu Ni*'. B 10 xe Bpemst Mn®"
HE BJIMSUT Ha TIOTJIOIICHUE Ni%* [30]. Kpome Toro, BaxHBIH BKJIAJ B JOCTYITHOCTh METAJUIOB U UX MOJIBH>KHOCTh
B pu3ocdepe BHOCIT KOPHEBBIC IKCCYIAThl 1 MUKpOOpranusmsl [31]. B uacTHoCTH, Ha MOCTYIICHHE U TPaHC-
JIOKAIMIO HUKEJS BIUSIOT S-COIeprKalllue JIMTanabl (HanpuMep, TIIyTaTHOH B (PUTOXENaTHHBI), N-cofepikarine
JUra”bl (HarpuMep, HUKOTHHAMKH, TIPOU3BOJIHBIE S-aJeHO3WI-L-MeTHOHNHA, THCTHANHA U IPYTUX aMUHO-
kuciot) u O-coaeprkamine Juraiabl (Hampumep, peHosbl 1 OpraHuueckue KUciaoThl) [17].

[TocTymnieHne MeTauIoB B paCTUTEIbHBIA OPraHU3M MPOUCXOIUT IIPEUMYIIIECTBEHHO 3a CUET IMOIIOIIEHUS
KOPHSIMU, HO MOXKET OCYIICCTBIATHCS M 32 CUET MOMIOmIeHUs TUCThsiMu [32]. Tlormiomienue TsSHKeIbIX MeTal-
JIOB KOPHEBOW CHUCTEMOM MPEICTaBISIET COO0H CIOKHBIH Mpoliecc mepeHoca MeTalia U3 MOYBEHHOTO PacTBopa
BHYTpPb KJeTOK puzoaepmsl [31]. IIpennonaraercs, 4To NOMVIOIIEHNE HUKEN COOTBETCTBYET KMHETHKe Muxans-
anca — MeHTeH co 3Ha4eHUsIMU KOHCTaHThl Muxasnuca — MenreH (K, ) B quanasone 0,51-379,0 mxmons/a [33].
HaGmonaemas BapuabenbHOCTh K, B 3aBHCHMOCTH OT JIMaNa30Ha KoHUeHTpaiuii Ni*' B MOYBEHHOM pacTBOpe
CBUETENBCTBYET O MHOTO(a3HOCTH JaHHOTO Iporecca. OTHOCUTENILHO BHICOKHE 3HAUYCHUS! KaxKyIencs K, pu
YBEJIMYCHHH COACPIKAHUSI HUKEIIS BO BHEITHEM pacTBope Oosee S0 MKMOJIBb/T YKa3bIBAIOT Ha TIEPEXOJT OT BHICOKO-
apPuHHBIX K HU3Koa(QOUHHBIM TPAHCTIOPTHBIM cucTeMaM. [locTyrieHne HUKeNsS U JPYTHX TSDKEIIBIX METaJLIOB
B KOPHH MOXKET OCYILECTBIATHCSA 110 ABYM MEXaHU3MaM: IyTeM [TAaCCUBHOTO TPAHCIIOPTA NOHOB B KJIETKY I10 Tpa-
JUEHTY 3JIeKTPOXUMHUYECKOTO TIOTeHIHasa (4epe3 HOHHBIE KaHajbl) 6e3 3aTpaT SHEPruH JIUO0 MyTeM aKTUBHOTO
TPaHCIIOPTa MOHOB CIIEIHATIM3UPOBAHHBIMY OeJIKaMHU-TIEPEHOCYNKAMU C 3aTparamMu sHepruu [34-36].

Honnble kaHAJIBI MEMOPaH pacTeHuid,
NPOHMIIaeMble JIfl ABYXBAJIEHTHBIX KATHOHOB,
KaK NOTeHIUAJbHBIH MeXaHU3M TPAHCIOPTA HUKeJISA Y BHICHIUX PacTeHUI

[TaccuBHBIN TpPaHCTIOPT METAJIOB B KJIETKY MOTEHIIMATBHO MOXKET OCYIIECTBISITHCS MOCPEACTBOM HEce-
JNICKTHBHBIX KATHOHHBIX KAHAJIOB: JETONIPH3aIHOHHO-aKTHBAPYeMbIX Ca’ -IpOHMITAeMBIX KAHATIOB, THITEPITO-
NAPU3AIHOHHO-aKTHBAPYeMbIX Ca’ -IpOHHMIIAEMBIX KAHAIOB M MOTCHIHATHE3aBHCHMBIX Ca’’ -IIpOHHIIaeMBIX
kaHanoB [37-39]. Jlemonsapu3alinoHHO-aKTHBUPYEMBIC M TTOTCHIINATHE3aBHCUMBIE Ca2+-np0H1/1uaeMHe KaHaJbl
«(prznonorndeckmy 0OHAPYKUBAFOTCS B KIIETKaX KOPHS, KCHIIEMBI, 3aMBIKAIOIMINX KIIETKaX yCTHHII. | urepronsapu-
3aIHOHHO-aKTHBHpyeMble Ca’ -IIPOHMIIAEMbIE KaHAITBI IPEHMYIIIECTBEHHO JIOKATH30BAHBI B KOPHEBBIX BOIOCKAX
1 KJIETKaX KOPHS B 30HE pocTa pacTsokeHueM [2; 40]. BeposTHO, 3TH KaHAIBI KOAUPYIOTCS CIICAYIOITUME CEMEH-
ctBamu reHOB: CNGC (TeHBI, KOTOPBIE KOMUPYIOT KaHAITBI, aKTUBUPYEMBIC IIMKITMICCKUMU HyKJIeoTHIaMHu ) [41—-45];
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GLR (reHsl, KOTOpBIE KOAUPYIOT KaHANbI, ITO00HBIE ITyTaMaTHBIM penentopam) [46—51]; ANN (TeHbl, KOTOpBIE
KOTUPYIOT aHHEKCUHBI) [52—55]; MSL (TeHbl, KOTOPBIE KOMUPYIOT KAHAJBI, IIOX0XKHE HA MEXaHOIYBCTBUTEIHHBIC
KaHaJIbl Majoi npoBonuMocTH) [56—58]; MCA (reHbl, KOTOpbIE KOMUPYIOT KaHaibl Mid1-koMIieMeHTapHOH
akTuBHOCTH) [56; 59; 60]; Piezo (reHbl, KOTOpbIE KOAUPYIOT mbe3okaHaibl) [61; 62]; OSCA (reHsl, KOTOpbIE
KOJMPYIOT KaHaJIbl, HHAYIHPYEMbI€ THIIEPOCMOIISUIBHOCTHIO) [63—68].

KanaJjibl, akTUBHpPYeMble HHKJINYeCKUMH HYKJeoTuaamu (cyclic nucleotide-gated channels, CNGC).
Kananst CNGC npenctaBisior co00ii 00JbIIoe CeMeHCTBO HECENEKTUBHBIX KaTHOHHBIX KaHAJIOB PAaCTeHHH,
KOTOpOE pas3jielieHo Ha 6 (HIOTeHEeTHYECKHX BETBEH, CXOXHX 10 cTpykrype ¢ kKaHamamu CNGC xuBoT-
HbIX [41]. OHn umeroT TeTpamepHoe ctpoenne [42]. Kaxnas cyObeanHnIa KaHajga BKIIO4aeT 6 TpaHCcMeMO-
PaHHBIX TOMEHOB, a Ha C-KOHIIE COJIEPKUT IOMEH CBS3BIBAHMS HUKINYECKUX HYKJICOTHUIOB, MMEIOIINN CTaH-
JApTHYIO CTPYKTYPY B-coHBHYA (HYKICOTH/I CBS3bIBACTCSI BHYTPH KapMaHa Mexay -ciosimn) [39]. [lepBbiit
npenctaBuTenb cemeiictBa reHoB CNGC — ren HvCBT1 — Ob11 oxapakTepru30oBaH B staMmere [69]. B Hacrosmee
BpEeMsI C MOMOIIbI0 OHOMH(DOPMAITMOHHBIX METOA0B HaeHTHU(HuIMpoBanbl 16 reHoB OsCNGC B puce, 18 re-
HOB SICNGC B Tomare, 26 renoB BoCNGC B xamycte [44].

I'enom Arabidopsis thaliana comepxwut 20 ipencraButeneii cemerictsa reHoB CNGC, KOTOphIE MOXKHO Pa3IeIiTh
Ha 5 rpynm (I, 11, 111, IV-A u IV-B) Ha 0CHOBE CXOICTBA MX HYKJICOTUAHBIX TTOCenoBarepbHoCTel [42]. [pymma I
Brumtodaet 6 reHoB (A{CNGC1, AtCNGC3, AtCNGC10—-AtCNGC13). KomnpyeMble iMH KaHAJIBI yYACTBYIOT B 3a-
IIUTHBIX PEAKINAX Ha OMOTHYECKHIA cTpecc, (POPMHUPOBAHNH TUIIEPUYBCTBUTEIBHOTO OTBETA, WHAYKIMH 3aIIpO-
rpamMmupoBaHHOM KitetouHoi rubenu (3KI') u ropmonanshoit perymsanun [45; 70; 71]. I'pynma Il macanTsiBaet
5reHoB (A1ICNGC5—-AtCNGC9). Kogupyemble IMU KaHAJIBI OTBETCTBEHHBI 32 POCT KOPHEBBIX BOJIOCKOB, MYKCKYIO
(hepTUIbHOCTE, OTBET HA TETUIOBOM MIOK U T. A. [72]. I'pymma III Brmtowaet 5 renoB (AtCNGCI14—AtCNGCIS).
Onu KomupyroT Oesky, KOTopble TPeOyIOTCs A1l HOPMAJIbHOTO POCTA MBIIBIIEBBIX TPYOOK M KOHYMKOB KOPHEBBIX
BOJIOCKOB [45; 73]. I'pymnma IV-A conepxut 2 rera (AtCNGC19 n AtCNGC20). Komupyembie IMU KaHAITBI JIOKa-
JIU3YIOTCS B TOHOTIIACTE M 00ECTIEYNBAIOT TPAHCIIOPT KATHOHOB MKy IIUTOIUIA3MON 1 IIEHTPATBHON BaKyOIIbIO
B OTBET Ha OMOTHYECKHUE JTO0 abHOTHYECKHE CTpecc-(haKTOPbI, 8 TAKXKE OTEHIIMAIBLHO YUACTBYIOT B (JOPMHPOBA-
Hun cosneyctoitunBoctu [42]. I pyrma [V-B nacuntsiBaer 2 rena (A{CNGC2 n AtCNGC4). OHu KOMUPYIOT KaHAITBI,
YYaCTBYIOIINE B TPAHCIIOPTE MOHOBAJICHTHBIX KATHOHOB U CTPECC-OTBETE Ha matoreHsl [42]. ['ersl rpymnms! [V-B
SIBJISTFOTCS YBOJIONMOHHBIMU TipeikaMu TeHOB CNGC 1 B OCHOBHOM 3KCITPECCHUPYIOTCS B 3aPOJIBIIIE U CEMEHAX
MIOCJIE OTIBUIEHUS], YTO TIO3BOJISIET MPEAIIONIOKHUTD, YTO OHM WUTPAIOT 3HAYUTEIBHYIO POJIb B PA3BUTHH 3aPOJIBI-
ma [44]. Kpome Toro, 65110 TTOKa3aHO, YTO MPOMCXOXKIEHUE BCEX TeHOB rpynisl [V-B cBs3aHo ¢ aymmkanuen
T€HOB M OHM MMEIOT CXOXKHH MaTTEPH HKCIPECCHU B Pa3HBIX TKaHIX. DTO YKa3bIBaeT Ha TO, YTO MX (DYHKIIUS
3aKIJII0YAa€TCs B IOBBIIIEHNH alalTUBHOCTH B ITPOIIECCE IBOJIOIUH TE€HOB.

B pabote [74] mpoaHanm3upoBaHO U3MEHEHHE POCTa OCHOBHOTO KOPHS Y MYTaHTOB apaOuoIIcKca 1o Te-
HaM CNGC B OTBET Ha TSHKEIIOMETAINTHIECKIH cTpecc. B pe3ynbrare mokazano, uto kaHaisl CNGC1, CNGC10,
CNGC13 1 CNGC19 urparor BaXHY[ poiib B IpOsiBICHAN TokendaaocTr Pb*', a kananst CNGC11, CNGC13,
CNGC16 nu CNGC20 — B npOsIBICHUN TOKCUYHOCTH cd*. Mytauuu B reHax CNGCI u CNGCI13 cHuxanmu
MOCTYIUICHUE Pb* B pactenus, B TO BpeMs kak MyTtauuu B reHax CNGC1I, CNGCI15 u CNGC19 ymensianm
akkymy/smio kak Pb>', Tax u Cd*'. Takoke criemyer oTMeTHTb, 4TO cBepXakcmpeccus rera NtCBP4 (romoio-
ra rena AICNGCI) B TPaHCTEHHBIX IMHHSX TabaKa MOBBIIIATA YCTORIMBOCTH pacTenuit k Ni*™ i rumepayBct-

BHTEIBHOCTH K Pb*' [75]. TIpu KaMEeBoM cTpecce akTHBHpoBaiich 18 reroB CNGC tabaka (NICNGC2, NICNGC3,
NtCNGC5—-NtCNGC7, NtCNGC14, NtCNGC16—NtCNGC21 n NtCNGC29—NtCNGC34) [76], ipu 5TOM camblid
BBICOKH YPOBEHB IKCIIPECCHH B JINCTHIX ObLT oT™MeueH it NtCNGC6, a B kopHsx — it NtCNGC7 (oba reHa sB-
JISTIOTCSI TIpecTaBUTe sIMA Tpymisl 1). B padote [77] mokazano, uro karaiasl CNGC1, CNGC3, CNGC9, CNGCl11,

CNGC12 u CNGC17 BoBneueHbl B IPOLECCH] HAKOILICHUS Sr**, a kanan CNGC1 orBeTCTBEH 32 akkymymsimio Cs*
B JIMCTBSIX A. thaliana. Taxum 00pa3om, oTaesbHbIE WieHsl cemeiicTBa reHoB CNGC, B 4aCTHOCTH NPEICTaBUTENN
rpynm [ u 111, noreHunansHO MOTYT OBITH BOBJICUEHBI B ITOCTYIUICHUE Ni** B kietkn pacTeHH.

Kanaubl, monodHsbIe NiyraMaTHbIM penentopam (glutamate receptor-like channels, GLR). Kananst GLR
pacrenuii sBisitoTcst romosioramu iGluR — nuranaynpasisieMbIX HOHHBIX KaHAJIOB, OMOCPEIYIOLINX Mepeaady
CUTHAJIOB MEX Ay HEHpOoHaMH y MilekonuTaromux [39; 48]. ¥V pacTeHuil OHM MPUHUMAIOT yYacTHE B TAKUX MPO-
Leccax, KaK MojioBOe pa3MHOXKEHHUE, TPOPACTAHUE CEMSTH, TPOJIM(epanns MEpPUCTEMbI KOPHSI, POCT MbLIbLEBBIX
TpYOOK, YIUTHHEHHE KJIETOK MEK/I0y3/IHi, PEryIsIus OTKPHITHS YCThHIL, HHAyKIMs Ca’’ -CHrHAIM3alliK B OTBET
Ha 3acyXxy, 3acojeHue 1 bnotnueckuii crpecc [48; 49; 78].

3a mocliiefHIe HECKOJBKO JIECSITHIETUH TeHbl, Kogupytomue kaHansl GLR, Obmn uaeHntuduumupona-
HBI B TCHOME MHOTUX BUAOB pacteHuil. Tak, y MoaensHoro oobekra A. thaliana 6sinn o6HapysxeHs! 20 re-
HOB AtGLR [46; 49; 79], y Oryza sativa — 24 rena OsGLR [80], y Zea mays — 16 renoB ZmGLR [81], y Solanum
lycopersicum — 13 renoB SIGLR [82], y Saccharum spontaneum — 34 rena SsGLR [83], y Gossypium hirsutum —
36 renoB GhGLR [84], y Malus domestica — 32 rena MdGLR [85], y Pyrus communis — 34 rena PbrGLR [86],
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y Glycine max — 35 renoB GmGLR [87], y Physcomitrella patens — Tonbko 2 rera PpGLR [88]. benku AtGLR
coctoAaT 3 800—960 aMHMHOKHUCIOT U UMEIOT MOJeKyIsipHyto maccy ~100 x/la. ITo ctpykrype GLR cxoxu
¢ iGluR >XMBOTHBIX ¥ IPECTABISAIOT COO0H TETpaMepbl, Kaxkaast U3 CyObeMHUL] KOTOPBIX COCTOUT U3 4 TpaHC-
MeMOpaHHbIX JoMeHOB (M1, M2, M3 u M4) u 2 nuranaces3siBatonux oomnacreit (S1 u S2) [46]. O6nactu S1
u S2 npeTreprieBaroT KOH()OPMAMOHHBIE U3MEHEHHS IPH CBA3BIBAHUHN C HUIMHU aroHMUCTOB [89], uTo criocoOCcTByeT
MIPOXOXKICHUIO HOHOB uepe3 mopy kanaina [78]. C ucnonp30BaHuEM TEXHUKH TeTepPOIOrHIeCKON SKCIPECCHU
ycTaHoBieHo, uto GLR pacTeHmii 0mocpeayioT pocT MUTOIIa3MATHIeCKoi akTHBHOCTH Ca’' 1 akTHBHPYIOTCS
HIMPOKHUM CIIEKTpOM aMUHOKHUCIOT (13 u3 20 mpoTeMHOreHHBIX aMMHOKHUCIIOT (INTyTamar, INIMIUH, aclapari,
QJIaHWH, CEPHH, IIUCTEHH, TIIIOTAMUH, METHOHUH, TPUNTO(AH, TUPO3UH, TPEOHUH, JICUIIMH, (PCHUIIATAHIH) U PsI
HEMPOTEHMHOTEHHBIX aMUHOKHCIOT (N-MeTrin-D-acnaparnHoBasi KHCIIoTa U J-MeTUJIaMHHO-L-ananuH)), my-
TaTMOHOM, KMHYpeHOBO! Kkucyoroil [50; 51]. Taxke ¢ moMoIIbI0 reTepoIOruuecKo SKCIIPECCUH U TEXHUKU
[I9TY-KJIaMII [I0KA3aHO, YTO HApsAy C Ca®" kanast GLR criocoGHbI npomyckars Na', K, Mg™ u Ba’ B IIPUCYT-
cTBUM niryTamara. CeJIeKTUBHOCTh K MOHAM OTIPEJIENAETCs OCIIeI0BATeIbHOCTHI0 aMUHOKHCIIOT B IoMeHax M2
n M3, BeicTrnaromux mopy [51]. OmHako maHHBIX 0 criocoOHOcTH KaHamoB GLR TpancnoprupoBath Tsxkenbie
METaJUIbl B HACTOSLIEE BPEMSI HET.

AnHekcuHbI (ANN). AHHEKCHHBI — IIMPOKO PacTpOCTPaHEHHbIE Y PACTEHNH U AKHUBOTHBIX IIUTOIIa3MaTHYe-
CKHe GENKH, KOTOPEIE CIIOCOOHBI CBS3BIBATHCS ¢ (ocdommmmmamu MemOpan Ca -3aBucnmbiv 60 Ca’ -Hesa-
BHCHMBIM criocooom [39; 90]. JlaHHOE CeMEHCTBO OCTAETCsI MAJIOOITMCAHHBIM, TEM HE MEHEE C IIOMOIIBI0 OMO-
HH(POPMALIMOHHOTO aHAIN3a FeHOMOB IeHbl ANN ObUM UACHTH()UIMPOBAHBI y BaKHEHUIINX TPEICTaBUTENCH
JIBYJIOJIbHBIX PACTEHUM 13 CeMeNCTBa KaryCTHBIX (A. thaliana (8 renoB) u Brassica rapa (13 reHoB)), ceMelicTBa
0000BbIX (Arachis hypogaea (8 renoB), Medicago truncatula (10 renoB) u Glycine max (22 TeHa)), ceMelcTBa mac-
neHOBBIX (Solanum lycopersicum (9 renoB) u S. tuberosum (9 reHoB)), ceMeticTBa UBOBBIX (Populus trichocarpa
(12 reHoB)), cemeiicTBa BUHOTPaIOBBIX ( Vitis vinifera (14 reHOB)), ceMelcTBa MallbBOBBIX (Gossypium raimon-
dii (14 reroB)), cemetictBa kapukoBbix (Carica papaya (12 renoB)). Cpeiu 371aKOBBIX OJTHOAOJIBHBIX PACTCHUN
reasl ANN 6putn Hatinensl y Oryza sativa (10 TeHoB), Zea mays (12 renoB), Sorgum bicolor (10 renoB), Hordeum
vulgare (11 renoB), Brachypodium distachyon (11 renoB) u Triticum aestivum (25 reroB). Taxxe renst ANN
ObuIN BBIIBIICHBI Y 1U1ayHa Selaginella moellendorffii (5 renoB) u mxa Physcomitrella patens (7 reHoB) [54].
AHHEKCHHBI PACTEHUH COCTOAT 13 4 MOBTOPSIOLINXCS aHHEKCUHOBBIX JOMEHOB pa3MepoM OKoJ10 70 aMHHOKHC-
JIOT, TIPY 9TOM TOJIBKO TIEPBBIN U TTOCIICIHUI MTOBTOPHI COJICPIKAT KOHCEPBATUBHBINA MOTUB 13 38 aMHUHOKHUCIIOT,
obecneunBarommii casspBanmne Ca’' [55].

B skcniepumenTax in vitro aHHEKCUHbI IEMOHCTPUPOBANIHN PAJ GYHKLHUIL, B TOM YHCIIE 3K30LIUTO3, CBA3bIBAHNE
aktuHa, AT®a3nyto u ['TPa3Hy0 akTHBHOCTb, TIEPOKCUIA3HYIO0 AKTUBHOCTb, PETYIISAIMIO KAJUTO30CHHTA3 U MOHHBIN
Tpancnopt [53]. Cunraercs, 9To OHM BOBJIEUEHBI B PETYIISAIIUIO IIPOLIECCOB POCTA U PA3BUTHS, @ TAK)KE B OTBETHHIC
peaxImy Ha OMOTHYECKU 1 abnotuaeckuii crpecc [91]. HemaBHo 6110 TOKa3aHo, uto 6emok ANN1 nmpuHuMaeT
ydacTue B roromeHun kaamus [92]. Cepxakcnpeccus TeHa anHekcuHa- | Tonons (PeANNT) B apabuoncuce
NPUBOMIIA K TOPMOKEHHIO POCTA U CHIKEHHIO KM3HECTIOCOOHOCTH pacTeHuid nociie 10-1HeBHOTO BhIpaIlIuBaHHs
na cpejie ¢ 50 Mo/ CdCl, Bele/ICTBIE IOBBIIEHHOTO HAKOTUIEHHS METallIa B KOPHAX. AHamu3 notoka Cd**
B KOHYMKAX KOPHS JIaHHBIX PACTEHUH C MIOMOILBI0 HEMHBA3UBHON MHUKPO3JIEKTPOIHON TEXHUKH [10KA3aJl, YTO
pu umnyabcHoM (30 MuH) u kpaTtkoBpeMeHHOM (12 1) ctpeccupoBannu 50 mxmoins/n CdCl, TpancreHHble pac-
teHust (PeANNI-OE1 n PeANNI-OE?2) npossisiiu noBeimeHHyto (Ha 20—40 % 1o cpaBHEHUIO C IPUPOTHBIM
SKOTHIIOM U Ha 55-85 % 1o cpaBHEHUIO C HOKayTHOU nuHueH Atannl) Cd2+-HpOBOJJ;I/IMOCTL. Hannas nposo-
JUMOCTb MHIHOupoBanack nodasnenueM 0,5 mmois/n GdCl, u yeunuanaces BBeaenueM 1 mmons/a H,O,. 310
yKa3bIBaeT Ha TO, 4To 0esiok PeANN1, BeposiTHO, ciocoOCTBYeT 000ralieHHI0 KOPHEH KaJIMHUEM, OCYILECTBIISS
perysiuio ero Tpancnopra yepes Ca’ -poHuIaEMbIe KAHATIBI, BHEAPSSICH B MEMOPAHBI JUIS 1eCTAOMIN3AIHE
MeMOpaHHOTO GHCT0s Wik AeicTBys Kak ADK-axtisupyemsie Ca’ -npornnaemsie kanans [92]. B paGorax 1o
H3YUYCHHIO BIMSHUS ABYXBAJIEHTHBIX HOHOB HA (PYHKIIMOHHPOBAHHE AHHEKCHHOB YKMBOTHOTO IIPOUCXOKICHUS
OBUIO MTOKA3aHO, YTO HE BCE MOHBI TSHKEIIBIX METAJNIOB MOT'YT BbI3bIBATh KOH(POPMAIIMOHHbBIE U3MEHEHHS B MO-
JICKYJIe aHHEKCHHA, J0CTATOUHBIC JIJIsl 00CCIICUEHUS JIUTTHI-OCTKOBBIX MU 0EJIOK-0SJIKOBBIX B3aMMOJICHCTBHI.
CriocoOHOCTh MIOHOB METAJIIOB BBI3BIBATh AaHHEKCHHOIIOCPEIOBAHHYIO arperarfio JIUIIOCOM YMEHBIIIAETCS B PAIY
Cd*" - Ba?", Sr*" - Ca** - Mn*" - Ni*" - Co*' [93]. Takum 06pa3om, BKIIa] AHHEKCHHOB B [IOIIOMICHHE
HUKEJIsl, BEPOSITHO, HE3HAYHUTEIICH.

OyHKIMOHUPOBaHUE HECKOIBKUX CEMEHCTB MOHHBIX KaHAJIOB JIGKUT B OCHOBE PEaKIMK PACTCHUI Ha Pa3IMIHbIC
MEXaHMUYEeCKHE BO3/ICHCTBYS (TpaBHTAIIMsI, BUOPAIWs, IPUKOCHOBEHUE, TUIIEPOCMOTHYECK I cTpecc). VX yacto
OOBEMHSIOT B TPYIILY MEXAHOUYECIEUMENbHIX KaHa106 (mechanosensitive ion channels, MS) [39; 56; 94].
[Ipeapiaymue uccneaoBanus MOKA3aiM, YTO KaHajabl MS y4acTBYIOT B IIMPOKOM CHEKTPe (PU3UOTOTHIECKUX
NPOLIECCOB PACTEHHH, TAKUX KaK POCT MBbUIBIEBBIX TPYOOK, TIOSBIICHNE OOKOBBIX KOPHEH, ITOBPEXKICHHUE KIICTOYHOM
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CTEHKH, peryssinus GopMbl U pa3Mepa IUTACTH]I, B3aUMOJICHCTBIE paCTEHHI U TATOTEHOB U T. 11. [56]. Ha ceron-
HAITHAHN TeHb U3BECTHBI 5 CEMEHCTB reHOB, KOTUpPYIOMUX kaHaimsl MS B pactenusx, — MSL, MCA, TPK, Piezo
1 OSCA. Kanan TPK (nBymopoBblii KamueBbIi KaHa ) 00JIaAaeT CEIEKTUBHOCTHIO K K+, OCTaJIbHBIE CEMENCTBA
o6ecreunpatot Tpancropt Ca®”.

Kananbl, noxoxkue Ha MeXaHOYYBCTBHUTE/IbHbIe KaHAJIBI MaJIoii mpoBoaumocTH (small conductance
mechanosensitive ion channel-like channels, MSL). Kanamer MSL sSBIIsIfOTCS aHaTOTaMH MEXaHOIYBCTBUTEITb-
HBIX KaHanoB Escherichia coli (EcMscS), OTBETCTBEHHBIX 3a CHIPKEHUE BHY TPUKIIETOYHOTO OCMOTHYECKOTO JaB-
JICHUS 1711 3a1IMTHI OaKTEpHid OT JTM3UCa PH THIIOOCMOTHYECKOM IoKe [95]. B pesynbrare o0mmpHbIX OnonHpOp-
MAaIMOHHBIX UCCIICI0BAHMI ITPEICTABUTEN ceMelcTBa TeHOB MSL ObUTH HICHTH()UIMPOBAHBI B TCHOME MHOTHX
CEJbCKOXO3UCTBEHHBIX KYNBTYp. Tak, 6 TeHOB BhIBICHH Y Oryza sativa, Cicer arietinum u Sorghum bicolor,
8 TeHoB — y Zea mays, 10 renoB —y Hordeum vulgare, 11 renoB —y Aegilops tauschii, 9 u 30 renoB —y Triticum
urartu n T. aestivum cootBeTcTBeHHO [57]. [enom A. thaliana xonupyet 10 6enkoB AtMSL, koTopbie AemsTcs Ha
3 TpynIbBl: MUTOXOHIpHaJIbHbIE KaHaJb! (rpymma I), xioporutactable kaHais! (rpymma I1) u kaHams! mia3mMarude-
ckoit MemOpans! (Tpymma I1I) [56]. MuorounciaeHHbIe HecaenoBanus (PyHKITHI HOHHBIX KaHatoB MSL oTHOCST
MX TNO0 K OCMOPETYISIHH, JTHOO K TIepe/iade CUTHAJIOB, BKITFOUas Ca2+—CHrHanH3aumo [58; 95-97]. C momoriipro
PHK-cexBennpoBanus Obliia oka3zana n3ouparebHast SKkcnpeccusi TeHoB TaMSL y nieHnIbI B yCIOBUIX aObno-
THUYECKOTO cTpecca. Tak, OONbIIMHCTBO reHoB TaMSL yCHIeHHO SKCIIPECCHPOBAIIICH MOCTE 6 U BBLICPKUBAHUS
pacTeHHH B YCIOBHUSX 3aCyXH, MIOBBIMICHHBIX TEMIIEPATyp U COIEBOTO cTpecca [57].

Hawnbonee xopo1o n3y4eHHbIM NIpeAcTaBUTEIEM ceMeiicTsa siBisiercst 6enok AtMSL10. On no3Bosnsier pacte-
HUSIM BOCIIPHHUMATBH KoJieOaTeNbHbIe MEXaHWUeCKHe paszapakeHus, perynupyet nporecc 3KI, a Takxke yyacTByeT
B Mepeaye AIEKTPUYECKUX CUTHAJIOB (Caz+-BOHHLI) Ha OOJBIINE PACCTOSHUS (MEXITy OpraHaMi) MPU PaHEBOM
ctpecce [96; 98]. C moMoIIsI0 TEXHUKH TETEPOIOTHIECKON AKCIIPECCHH OBLIO TTOKa3aHo, uTo kaHaia MSL10
B OOLIMTAaX UMEET OOJNBIIYIO CENEeKTUBHOCTh K aHHOHaM (P : Py,- = 5.9), oOpatumo MHrubupyercss HoHaMu
raJloIMHMS (BEPOSTHO, KOCBEHHO 32 CYET M3MEHEHHMs YITAaKOBKH JIMIHIOB WM YBEIHYCHHSI )KECTKOCTH MeMOpa-
HBI) ¥ 3aKpbIBACTCS TIPH OoJiee HU3KOM HaTSDKEHUH MeMOpaH, yeM oTkpbiaetcs [99; 100]. Takum obpazom, npu
BO3PACTaHWU HATSHKEHUS MEMOpaH, BEI3BAHHOM OCMOTHYECKHM CTPECCOM, MTOBPEKIACHHUEM KIIETOYHOW CTEHKH,
n3ru0OM opraHa MM naToreHHoi nuBasueit, kanan MSL10 npenMy1iecTBEHHO BBICBOOOXKAAET aHUOHBI U3 KIIETKH,
MPOZOIDKas ACTIONSPU30BBIBATh KJIETOUHYIO0 MEMOpaHy 10 TeX MOp, TIOKa HaPsDKEHNUE He BEPHETCS K HCXOTHOMY
ypoBHIO [99]. @yHKIIMN IpyTUX TpEACTaBUTEICH KaHamoB MSL BKITIOUaOT MoIep >kaHnre BOMHOTO ¥ HOHHOTO
OanmaHca B IBUIBIEBHIX TpyOKax (MSLS), hopMupoBanme pa3HOCTH EKTPUICCKUX ITOTCHITHAIOB Ha BHYTPEHHEH
MeMOpane mutoxoHapuii (MSL1), BocipusiTue MexaHHUECKUX CUTHAJIOB KieTkamu KopHst (MSL4 — MSL6, MSL9),
KOHTPOJIb 00beMa XJIOPOIIACTOB B HOPMAJIbHBIX U CTpeccoBbIX ycnoBusix (MSL2 u MSL3) [56]. Peructpupyemsie
OIMHOYHBIE MTPOBOMMOCTH HHIMBHUAYATIBHO IKCTIpeccupoBaHHbIX reHoB MSL9 n MSL10 cocrasmsimu 45 u 140 nCm
cootBetcTBeHHO [ 100]. Komnpyemble UMU KaHAJTBI, BEPOSTHO, IIPOITYCKAIOT aHUOHBKI JTYYIIe, YeM KaTHOHBI, B TOM
ancre Ca”* [39; 101]. Jpyrue romonorn EcMscS 1160 1eMOHCTPUPYIOT MEHBILYIO CEJIEKTUBHOCTh K aHHOHAM
(P¢p : Py =1,2-3,0), 1o sBnsitoTCS CENEKTUBHBIMU K KaTnoHaM (P : P+ = 0,17-0,40) [100].

Kanansl Midl-komniieMenTapHoii aktuBsnoctu (Midl-complementing activity channels, MCA). Kana-
151 MCA OBITH HIeHTH(DUITHPOBAHEI TT0 KOMITTIEMEHTAITUH JPOXskeBOT0 Oenka Mid1 (MeXaHOUyBCTBUTEIHHOTO
KaHaJja, y4acTBYIOLLIETO BO BXOAE Ca’'s KIeTKy) [56]. Y A. thaliana umerotcs 2 reHa MCA (AtMCAI n AtMCA?2).
O06a reHa SKCIpECCUPYIOTCS B aMKalIbHON MepucTeMe modera, OAHAKO UMEIOT AudepeHIMpOBaHHbIC TaT-
TEpHBI HKCIPECCUH B JIMCTHAX, KOPHEBOM UeXJIMKe U TpuxoOnactax. Hanpumep, Tonsko AtMCAI sxcnipeccu-
pyeTcs B MPOMEPUCTEME U TIPUJICTAIONICH 30HE YIIMHEHUS TICPBUYHOTO KOpHS, a AtMCA2 sKcripeccupyeTcst
B KJIeTKax Me3odwmmia cemsaoneid u muctheB [59]. bemok AtMCAT1 omocpeayeT MOBBIIeHNE KOHIIEHTPAIUN
cBo6oaHOro Ca® B UTOILIA3ME B OTBET HA XOIOAOBOM CTPECC, TMIIOOCMOTHYECKHIA 10K, 0OECIIeUHBACT BOC-
MPUSTHE TPABUTAIIMH U TAaKTHJIbHYIO YYBCTBUTEILHOCTh B KOHUMKaX KopHel. benok AtMCA?2 nelicTByeT Kak
Ca’"-nponnIaemMbIii MEXaHOYyBCTBUTEIIBHBIN KaHAT, KOTOPBIi HEMOCPEICTBEHHO BOCIPHHAMACT HATSDKCHIE
MeMOpaHsbl JUisl OTKpBITHA KaHaua [56; 59; 102]. [Ipu runoocmorrueckom moke 6enkn MCA rumnoTeTHiecKu
TaKKe MOryT HHAyLupoBats Ca’ -3aBucumyio aktupamuio HA JOH-0kcH a3, TeM CaMbIM CTHMYITHDYS CHHTE3
A®DK [39]. Caenyer oTMETHTb, uTO KaHabl MCA, 10-BUIUMOMY, UMEIOT 00I1IHMe (DYHKIHUH Y Pa3InYHbIX BUIOB
pacTeHui. DTo OBLIO MPOAEMOHCTPUPOBAHO B UCCIICAOBAHISIX GyHKITMOHNpOoBaHus kaHamoB OsMCA 1 B puce,
CNRI13 B kykypy3se, NtMCA1 u NtMCA?2 B tabake [102].

IIse3oxanansl (Piezo). [Ibe30kanansl pacTeHUH B HACTOAIIEE BPEMSI OCTAIOTCS Majlon3yuyeHHbIMU. Vimeercs
JIWIITH HECKOJIBKO IKCIIEPUMEHTAIBHBIX Pa0O0T MO W3YYCHHIO X (YHKIIUH B MOJICTIBHBIX pacTeHusix A. thaliana
u Physcomitrella patens. Y A. thaliana 6vin nnentudunmupoan 1 ren Piezo (AtPiezol), B OCHOBHOM JKC-
npeccupyromnuiics B kopaeBom ueximke [61; 103]. [lokazano, uto 6emok AtPiezol sBisieTcst KIFOUEBBIM dJ1e-
MEHTOM MMMYHHOTO OTBETa Ha BUPYC MO3aMKH OTypla u Bupyc Mo3auku pemnsl [104]. Kpome Toro, AtPiezol
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CIOCOOCTBYET POCTY KOpHEH apaOuoricuca B TOJIIE arapu30BaHHOM Cpeibl, T. €. UTPAeT NMPSAMYIO POJIb B Me-
XaHOCEHCOPHBIX peakuusix B KopHsax [103; 105]. ¥ P. patens Oblnu HaiiieHbl 2 IPEACTAaBUTENS [TbE30KAHAIOB
(PpPiezol u PpPiezo2). O6a 6enmka TOKaIH3yIOTCS B TOHOILIACTE U, TIPEAIOIOKHUTEIHLHO, YUACTBYIOT B PETY-
Jsiumu GopMBI BaKyoJiel B alMKaIbHBIX KayJJOHEMHBIX KJeTkax [106]. 'nmoTeTnyeckn TaHHBIE KaHAJIBI MOTYT
(DyHKIMOHHPOBATH KaK CHCTEMa TPAaHCIOPTHPOBKH Ca’’, XOTs SKCTIepHMEHTAIbHbIC JTaHHbIE, TIOITBEPIKIAI0-
mye QyHKIHMIO WK HOHCEJIEKTUBHOCTh PACTUTENLHBIX Hbe306eJIKOB, MOKa HE TIOTY4EHBI.

KaHaJIbI, nﬂuyunpyeMble THIIEPOCMOJISIIBHOCTBI0 (channels responsible for reduced hyperosmolality-

induced [Ca® ]cyt increase, OSCA). Kananet OSCA n3HavasibHO ObITH HIEHTU(DUITUPOBAHBI KAK OCMOCCHCOpLI
OIOCPE/TIOIIHE HHIYLIPOBAHHOE THIIEPOCMOSITHOCTBIO YBEIHUEHIE IATOMIIA3MATHYECKOM akTiBHOCTH Ca’

([Ca%]um) y A. thaliana. B mocieayromnem mokasaHo, 9To JaHHOE CEMEUCTBO COCTOUT U3 HECKOIBKUX UJICHOB
U UTPaET KIIFOUEBYIO POJIb B BOCIPUATUN IK30TCHHBIX U 3HJIOTEHHBIX OCMOTHYECKUX M3MEHEHUH, a TaKKe
YYIaCTBYET B PETYJSAIINN pOcTa U pa3BuTHs pacTeHuit [63]. Umeercs rumore3a, uro OSCA 3BOTIONHOHUPO-
BaJIM Y TIPEKOB 3Y(PUINTIOPUTOB KAaK CEHCOPBI BOJHOTO Jie(hUITUTA, HEOOXOAUMBIE JIJISl TIOICPIKAHUS BOJTHOTO
OaJiaHCca ¥ TepeHoca MUTATEIbHBIX IEMEHTOB MEXKAY Pa3InYHbIMU opraHamu pacteHuit [107]. B mocnen-
HUE TOJIbI MOSIBUIICS PsiJi OMOMH(DOPMAIMOHHBIX HccieqoBanuii cemericrBa reHoB OSCA: o 11 reHoB ObLIO
oOHapyxeHo y Oryza sativa [65], Solanum habrochaites [108] u Liriodendron chinense [109], 12 reHOB BbI-
SIBIICHBI y Zea mays [66], 13 renoB — y Vigna radiata [67], 14 renoB — y Hordeum vulgare [110], 15 renoB —
y A. thaliana [103; 111], 16 renoB — y Pyrus bretschneideri [112], 17 renoB — y Populus trichocarpa [103],
35 renoB — y Gossypium hirsutum [113] u 42 rena —y Triticum aestivum [68]. C TOMOIIBIO KPHOIIEKTPOHHOK
MHKPOCKOITUH MTPOaHaIN3upoBaHa MoJieKyIsipHast cTpykrypa OenkoB AtOSCA1.1 u AtOSCA1.2 apabuorcuca.
Kaxnast cyorenuauma cocrout u3 11 TpaHcMeMOpaHHBIX JOMEHOB, a TAK)KE IMTO30JIBHOTO JIOMEHA C MOTHBOM
y3uaBanus PHK u napasmienpHbix MeMOpaHe BBITSAHYTHIX CIIMPAJIbHBIX BETBEH, CIIOCOOCTBYIOIINX JACTEKIIUU
M3MEHEHUS JIATEPAIbHOTO HATSOKEHHSI BHYTPEHHETO JIUITUIIHOTO OUCIIOS B PEe3yJIbTare U3MEHEHUS TYPTOPHOTO
nmasierus [103; 110]. Ilpu akruBanmm kanan OSCA mMeHseT KOHPOpMAITHIO TpaHCMEMOPAaHHBIX ToMeHOB MO
1 M6, 4TO PUBOJUT K YBEIHUCHUIO KPOCC- CEKLHMOHHOTO yHacTKa TpaHCMeMGpaHHOH 00JIaCTH U OTKPBITUIO
MOHHOTO KaHaja [64]. [lanHble kaHabl nponyckatoT Ca 2 , OJTHAKO JIeTaJIbHBIA aHamm3 nokasan, yto OSCA1.2
Taxke 00/1a1aeT XOpolleil MPOHUIIAEMOCTBIO ISl TAKHX KaTHOHOB, kKak K™ n Na' [114].

Takum 006pazom, Cpeu MPoaHATH3UPOBAHHBIX HOHHBIX KaHAJIOB PACTUTEIILHOM KIETKH HanOoJiee BeposT-
HbIMH yHaCTHHKAMH TPAHCTOPTA HHUKENS SBIIOTCS KAaHAbI cemeiictea CNGC, Tak Kak JaHHBIE CHCTEMBI
ZEMOHCTPHPYIOT CHOCO6HOCTL tpancropra Pb®" (1HOH, 0 BeMUMHE aTOMHONO M IHAPATHPOBAHHOTO PaHyca
ommsknit k Ni**), a taxoke Ca>” u gpyrux karnoros. C y4eToM 0COOEHHOCTE CTPYKTYPBI M 9KCIIPECCHH B KIIET-
KaxX M TKaHSAX TaKKe MMEETCs] BEPOSITHOCTh BOBJIEUEHHUsI B TpaHCIOpPT MoHOB Hukens kaHaioB OSCA u GLR,
OJTHAKO JIJISl STUX CHCTEM TIOKa HE UCCIIeIOBAHBI 0co6eHHocm nepeHoca OOJBIIMHCTBA (PU3UOIOTHUECKH 3HA-
YUMBIX IBYXBAJICHTHBIX KATHOHOB METaJIoB, kpome Ca’’

AKTHBHBII TPAHCTIOPT HUKEJIS

AKTHBHBIN TPaHCTIOPT MEPEXOAHBIX METAIJIOB B KIETKY MPOUCXOANT C YYACTHEM CIIEIHATBHBIX OEITKOB-
nepeHocyuKoB [ 115]. BonbIIMHCTBO H3BECTHBIX OEIKOB, KOTOPHIE ONTOCPEAYIOT TPAHCIOPT MEPEXOIHBIX METalI-
JIOB B PACTCHHUSX, IPUHAIIIEKAT K cienyromumM cemericteam: ATdazam Tsokenblx MeTaiioB Pyg-tuna (P z-type
heavy metal ATPases, HMA) [116; 117]; AT®-cBsa3bIBatomuM KacceTHbIM TpancnoprepaM (AT P-binding cassette
transporters, ABC) [118-122]; Zn-perymupyembiM, Fe-perymupyembiM O6enkaM-TpaHciopTepam (zinc-regulated,
iron-regulated transporter-like proteins, ZI1P) [123; 124]; 6enkam MakpodaroB, acCOIMMUPOBAHHBIM C €CTECTBEHHON
PE3UCTEHTHOCTBIO (natural resistance-associated macrophage proteins, NRAMP) [125; 126]; yckopurtensM Ka-
THOHHOU muddy3un (cation diffusion facilitators, CDF) [127]; oOMeHHUKaM KaTHOHOB (cation/proton exchangers,
CAX) [128]; Cu-Tpancnioprepam (high-affinity copper transport proteins, COPT) [129]. CTout 0OTMETUTS, YTO
HMA u ABC ucnons3sytot 3uepruto AT®, cienoBarenbHO, OCYILIECTBISIIOT IEPBUYHBIA aKTUBHBIN TPAHCIIOPT,
B T0 BpeMs kak ZIP, NRAMP, CDF u CAX o0ecrnieurBaroT BTOPHYHBINA aKTUBHBIN TPAHCIIOPT METANIOB-MUKPO-
AJIEMEHTOB.

CemeiictBo HMA. JlanHoe ceMeiicTBO Taxke nMenyercs cemeiictBoM AT®a3 CPx-Ttuma oT KOHCepBaTUB-
HOTO MOTHBa aMUHOKHUCJIOT (IUCTEHMH-IPOJIHH-X, B KOTOPOM X MOXKET OBITh HUCTEMHOM HJIH JIIOOOH ApYroi
amuHokucioroi) [130]. 'enom A. thaliana cogepxut 8 renoB, kogupyromux HMA [131]. @yHKIIMOHAIEHEIE
uccnenosanust HMA nokazaiu, 4To 3T IEPEHOCYUKH ACTATCS Ha 2 TPYMITBI B 3aBUCUMOCTH OT UX CIIEHU(pHY-
HOCTH K MeTaiuty-cyoctpary: HMA, ciermduansie k Zn, Co, Cd u Pb (HMA1-HMA4), u HMA, cnemmduansie
k Cuu Ag (HMAS—HMAS) [116]. IIpencraBurenu ganHoro cemeiictsa AT®a3 momoraroTr nepemeniarh nepe-
XOJTHBIE METaJUThl B OPTaHEeIUIbl, OTBEYAOT 33 JTATbHUMA TPaHCTIOPT HOHOB, & TAIOKE OMOCPELYIOT YCTOMYUBOCTH
K METaJUIaM ¥ THIePaKKyMymamuio Metato. Ha mpumepe Cd>™ 6110 mokasano, uto HMA3 ucrons3yercst s
JIETOKCHKAIMX METAIIJIOB ITyTeM JICIOHUPOBAHUS UX B Bakyoin, HMA4 neficTByeT Kak IIIaBHbIA (DU3UOIOTHYESCKHIA
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MEePEKITIOYATENh B MPOIIECCE TUMIEPAKKYMYIISIITUN MeTauioB, a HMA2 u HMA4 y4acTBYIOT B TpaHCIIOPTE Me-
TaIIoB OT KOpHS K modery [132]. Kpome Toro, npogemoncTpuposana poxs HMA2 u HMA4 B 3arpyske Zn”"
B KCHWJIEMY U €ro BHI'py3ke u3 kcuemsl [131]. Ormedeno, uto HMAS seistercst tparcmoprepom Cu®’, moxa-
JIN30BaHHBIM B I1a3Matudeckoid memopane [133; 134], HMA7 (RAN1) B 60/1bIII0M KOJTUIECTBE COCPEIOTOUCH
B MeMOpane ammapara [ompmku [135], HMA1 u HMAG oOHapyXeHBI BO BHYTpeHHEH MeMOpaHe 000T0IKH
xyoporacta, a HMAS — B tunakonmaoit memOpane [117; 136]. BepostHo, HMA Takke MOTyT BIUATH Ha 3a-
Tpy3Ky Ni*' B KCHJIEMY JIJIsl TPAHCIIOKAIIMK JAHHOTO MeTaJlia U3 KOpHEH B TUCThS U (UJTH ) AETOKCHKAIINN Ni**
B KopHsx [117; 136].

CemeiictBo ABC. I[IpencraButenu cemeiictsa ABC mmpoko pacnpoCcTpaHeHbl CPeU BCEX APCTB KUBBIX
opranu3moB [118—121]. Kak u HMA, onu npuHajjiexar K IEpBUYHBIM aKTUBHBIM ITEPEHOCYUKAM U COCTOST U3
2 ITOMEHOB — BBICOKOTHIPO(oOHOTO TpancMemMOpanHoro noMeHa (TMD) u repudeprudeckn pacioiokKeHHOTO
AT®-cBs3pIBaIONIETO TOMEHA, HIIH HyKiIeoTH IcBs3bIBaromiei cknanku (NBF) [118]. Jlomenst TMD o6pasytor
My Th, 10 KOTOPOMY CYOCTpar mepecekaeT MeMOpaHy, U B HEKOTOPBIX CITydasX BHOCST BKJIAJI B CyOCTPaTHYIO
cnermupuaHoCcTh. JloMmers! NBF oprneHTHpOBaHBI K ITUTOILTA3MATHIECKON CTOPOHE IIa3MaTHIeCKOW MEMOpPaHEI,
oHM CBs3BIBAFOT THPON3 AT® ¢ Tpancmoprom [118]. CemeiictBo ABC memutcs Ha 9 moacemeiicts (ot ABCA
10 ABCI) B coOOTBETCTBHU C WX CTPYKTYPHOH opraHu3anueil u (puioreHeTH4eCKUMH OTHOIIEeHusMH [119].
B pactenusx npeacrasiensl Bce nojacemerictsa, kpome ABCH [120]. Kak npaBuio, Tpancnoprepst ABCB
n ABCG nokanu3oBaHbI B I1azMaTuaeckoit Memopane, ABCC — B Tonomutacte, ABCD — B mepokcHCOMaIbHOM
MmemOpane, a ABCI — B Mutoxouapusx i xyoporiactax [121]. IlpencraBurenu cemeiictBa ABC crmocoOHBI
TPaHCIIOPTUPOBATH Pa3IMYHbBIE CYyOCTPaThl (TOPMOHBI, BTOPUYHBIE METaOOIUTHI, TSHKEIbIe METAJUTHI). B oTimune
oT HMA oHM TIEpeHOCAT METaJUTBI 1 METAJIONIBI HEe B CBOOOIHOM (hopMe, a B BUAEC KOMITJIEKCOB C JINTaHIaMH,
TaKVMH KaK [TyTaTHOH Wi guroxenarussl [ 130].

VY A. thaliana nnentudunuposan 131 rem ABC [122], nis HEKOTOPBIX X HHUX ITOKa3aHa CBs3h ¢ MeTabo-
JTU3MOM TSDKEITBIX METaJUIOB. YCTaHOBJICHA YeTKasI MOJIOKUATETbHAS KOPPEIAIHS MEXK Ty OOMITHEeM TPaHCKPHUII-

T0B AtABCG36 1 yCTOMYUBOCTBIO K Pb* uCd* [120]. Tennt AtABCCI, AtABCC2, a Taxxe, BepositHO, AtABCC3

u AtABCC6 crocobersyior tonepantHoctn k Cd*™ u Hg' [119]. ITposeaernoe B 2009 T. HCcie0BaHuE T10-
KazaJio, 4To MmociieAoBareabHOCTh pazmepoM 2001 mapa HyKJI€OTHAOB BhIIIe Koaupyromeid odmactu AtMRP3
COZICPKUT YuC-3TIEMEHTBI, HeOOXOUMBIE JJIsl MHIYKIIMK PETIOPTEPHOTO TeHa 1Mociie 00padOTKH TOKCHYHBIMH
metaiutamu. [Ipu aTom npomotop pearupyer Ha As, Cd, Ni, Co, Pb, Ho He Ha Zn wmu Fe [137]. B 2019 .
BbIcKazaHo mpeamnonoxenue, 9to ABCI10 u ABCI12 senstorcst 9actbio AAT 3HEProcBsI3bIBAIONIETO MOTYIS
xnoporutactaoro ABC/ECF-Tpancnioprepa, KOTOpBIH, CKOpee BCEro, UMEET IPOKAPHOTUYECKOE MTPOUCXOXK Ie-
HUC U YHACTBYCT B IOITIOUICHUU ICPEXOAHBIX MCTAJIJIOB. HOTepH IMMPOAYKTOB NIaHHBIX T'€HOB IIPUBOAUT K HaA-
PYIICHHIO PETYISIIUA TOME0CTa3a METaJNIOB-MHUKPOIEMEHTOB U, KaK CIIC/ICTBHE, THTHOMPOBAHHIO OMOCUHTE32
XJIOpoHILIa, HAPYIICHHIO OMOTeHEe3a XJIOPOILIACTOB U KapiIuKoBoCTH [ 138]. AHanu3 U3MEHEHUS COIePIKaHuUs
W TPAHCIIOPTa METAJIOB, U3HOIIOTHUECKUX U TPAHCKPHUIITOMHBIX MOTUPHUKALNH y prca TuHuA argl (HOKayT

o reny ARG ) mokasan, uto ARG1 MomyaupyeT TpaHCTIOPT X TOMEOCTa3 Co*' uNi*'B XJIOpOIIacTax, mpeaoT-

Bpalasi KOHKYpPEHLHUIO JaHHBIX METAJUIOB C METAJUIMYECKHUMHU KOPAKTOpaMy B METAJUICBSI3bIBAIOIINX IEHTPAX
OenkoB, yyacTByromux B orocuntese [139].

CemeiictBo ZIP. benku ZIP urparor KiI04eByr0 pojib B TPaHCIIOPTE M FOMEOCTa3e META/IOB B pacre-
Husx [124; 140]. Onu pacnonaraioTcst B Iia3MaTn4eckoid MeMOpaHe U MeMOpaHax pa3jIMYHbIX KIETOYHBIX
OpraHeIl1, PeryIUpyIOT HOIIOMICHHE i PEyTUIH3ALMIO Zn’ ', a TAKKe AKTUBHO YJaCTBYIOT B a[aNTalllH Pac-
TEHUH K II0YBaM C HU3KUM M BBICOKHM cojiepikanreM JqaHHoro Metauia [ 123]. Cooliaercs, 4To, MOMUMO TPaHC-
nopra Zn>", 6enku ZIP yuacTBYIOT B TPAHCIIOPTE APYTHX KAaTHOHOB, Takux kak Mn®', Fe*"/Fe’”, Cd*", Co*",
Cu*" u Ni*" [140]. Beigensior 2 moacemeiictsa Genkos ZIP: TpaHCIIOpTEpSI, perymmpyemsie muakoM (ZRT),
u TpaHcroptepsl, peryaupyemsie xxene3om (IRT) [140; 141]. ¥V A. thaliana nnentndunmpoBans! 15 reHOB,
koaupytomux 6enku ZIP: renst ZIPI—ZIP12 npunaqexar k noacemeiictsy ZRT, reusl IRTI—IRT3 — x non-
cemerictBy /RT [124]. OCHOBHBIMHU TTEPEHOCUYUKAMH, PACTIONOKCHHBIMHU B KJICTOYHOW MEMOpaHE U yUaCTBYIO-
IITUMH B TPAHCTIOPTE Zn2+, seisirorcs ZIP1, ZIP9, ZIP10, Z1P12 u IRT3 [142]. YeranosieHo, uro ZIP1, ZIP2,
ZI1P5—7IP7 n ZIPY noreHuuaabHO MOTYT TPAHCIIOPTUPOBAThH Mn** [141]. IToncemeiictBo IRT, B nepByto oue-
pens IRT1, obecneunsaer nornomenue Fe* kierkamu pusonepmst u kopsi [123]. [[BY0NBHbIE H HE3IAKOBEIE
OIHOZOMBHbIE PACTEHHS MOIIOIIAIOT XKeEIe30 ¢ BOBIeUeHHeM mepeHocunka IRT1 moce BoccranoBnenus Fe'™

10 Fe?' ¢ momormpio xemarpenykrassl TpexBateHTHOro xenesa (FRO2) B masmariueckoii MeMOpane, 371a-
KOBBIE PACTEHUS CEKPETHPYIOT MyT€HEBYIO KHCIIOTY, 00pa3yIOIIyl0 KOMIUIEKC MyreHeBast KHCIIOTa — JKee30,
KOTOPBIH, BEPOSATHO, MOXKET TOTJIONIATHC KIETKOH ¢ TMOMOIIBI0 Y S/Y SL-TpancopTepoB, MpHUHAIIEKAIITHX
K CEMEHCTBY NMEePEeHOCUYNKOB ONMUTonenTuaoB (oligopeptide transporters, OPT) [143; 144]. TloTeHnnanpHO
JKEJe30 TaK)Ke MOXKET BBIXOJHUTh M3 KOMILIEKca ¢ (putocunepohopoM HEMOCPEACTBEHHO BOIM3U MeMOpaHbI

12



O030pHbBIE CTATBH
Reviews

U MIPEOJI0JICBATh €€ C UCIOJIb30BAHUEM €llle HenJeHTU(GUIIMpOBaHHOTO MexaHu3Mma. [lepenocuuk IRT1 oba-
Aaet IHI/IpOKOI/I cneunq)nqﬂocmo B OTHOLIEHWH JIByXBaJEHTHBIX TSKEJBIX METAJJIOB, OTIOCPETYsl HAKOIIJIEHHUE
Zn*" Co uCd* B ycioBusix Aedunmra xenesa [123; 145].

C‘{I/ITaETCﬂ 41O IRT1 siBnsieTcst OCHOBHBIM MYTEM TOTJIONICHUS Ni?* KOPHSIMH A. thaliana, o xpaitHe# mepe
pu ,ue(bHuHTe Fe®" [146]. Jloka3aHo, 4T0 B YCIOBHSIX THAPOIOHHKH NiCl, B KOHLICHTpalluK 25 MKMOIIB/JT TIO-
BBIIIACT dKcIpeccuto reHa At/RT1 B kopHsx apabujoricuca [147]. HaKOHJ'ICHI/Ie Ni** B YCIIOBHUSIX z[e(bmn/ITa
Fe** Yy MyTaHTOB irt]-] OBbIJIO 3aMETHO HUXKE, yeM y npupoanoro skoruna Col-0. B cucteme reTeponoquHon
akcripeccuu reHa At/IRT1 B aposokax OBLTO MTPOAESMOHCTPHPOBAHO aKTHBHOE IMOTIIOIICHIEC Ni?* TpaHcnopTe-
pom IRT1 [147]. Taxxe cienxyer OTMETUTD, 4yTO Oenku ZIP urparoT 3HauNTENbHYIO POJIb B THUIIEPAKKYMYJIISIIHH
0O0JILIIOTO TIEpEeyHSl TSHKENBIX METAJIIOB y PAaCTeHUH-TUIIEPaKKyMYssaTopoB [148; 149].

CemeiictBo NRAMP. benku cemetictBa NRAMP, n3nayanbsHo oOHapykeHHbIE y MaKpo(]aroB, y4acTByIOT B Me-
TaboIM3Me TSHKEITBIX METAJIOB M MX ACTIOHUpOoBaHUH B opraneiax [130; 150]. YneHs! cemelicTBa IEHCTBYIOT KaK
neperocankn Mn*", Zn*", Cu?*, Fe?*, Cd*", Ni*" u Co®" [125]. JlaHHbBIC TPAHCIIOPTEPHI OCYIIECTBISIOT CHMIIOPT
FOHOB TSKENBIX MeTauioB ¢ H', mpy 9ToM pOTOHHEIH rpaguenT BoccTaHapmuBaetcs H' -AT®azamu [130]. B re-
HOMe A. thaliana BrisiBneHb! 6 TeHOB, Kogupytomux o6enkn NRAMP [124]. Cunrtaercs, 4To ocHOBHAs (DyHKLUS

NRAMPI sakmouaercs B normomenns Fe?', Mn>" u Zn®* [126; 151; 152]. U3BectHO, ut0 NRAMP2 HUrpaer

BaXXHYIO POib B peMoOmmm3aruu Mn®" i3 armapara Tomb i B yenousx aedumura Mn® [153], a Taxoke nmeer
peraroniee 3Ha4eHHe 11 HOTOCHHTE3a pacTeHUH U KIETOYHOTO pefokc-0ananca [154], NRAMP3 u NRAMP4
IIPUCYTCTBYIOT B TOHOILIACTE U y4acTBYIOT B peMobmmm3aruu Fe”” 1 Mn®" 13 Bakyonu Bo BpeMsi popacTaHus
cemsi [155], NRAMP6 onucan kak 6eiok, crocoGusiit Tparcnopruposars Cd*’ [156]. ITyTem skcmpeccun
reHOB AtNRAMPI1, AINRAMP3 n AtNRAMP4 B npoxckax ObIII0 HOATBEPKICHO, YTO KOAUPYEMbIE MM TPAaHCIIOP-
TEpbl MOT'YT OIIOCPEAOBAThH NOIVIOLICHHUE Fe?*, Mn®" u Cd* [157]. Oxcnpeccusi reHoB AINRAMP4 u NeNRAMPA,
BBIJICJIEHHBIX U3 apaduponcuca u nceBHOMeTaHHO(bI/ITa Noccaea caerulescens COOTBETCTBEHHO, ITPUBOANIIA
K 3HAYUTEIHHOMY CHIKEHHIO CKOPOCTH POCTa APOsKkeit mpu 06padotke Ni*' (400 MKMOIB/ T N1804, 24 4) o
CPaBHEHUIO CO CKOPOCTBIO pOCTa JPOXIKEH, TpaHC(HOPMHUPOBAHHBIX ITyCTHIM BeKTOpoM pADSL [158]. Konuenrpa-
wun Ni**, Fe?" 1 Mn?* Taroke GbLTH 3HAYHTENBHO BBIIIIE y IMHUM, 3Kkcnpeccupyrommx red NRAMP4 [158]. Bue-
JpeHue B TeHOM Jiposkkeit reHa NjNRAM P4, naeaTHGpUIINpOBaHHOTO B THIIEPAKKyMYJSTOpe HUKETS N. japonica,
CTHMYTHPOBAIO HakorTeHHe Ni’' i BEI3BIBATIO TMOBBIMICHHYIO YYBCTBHTENBHOCTh K JAHHOMY METAILTY, UTO
yKa3bIBaeT Ha BaXHYIO poiib NRAMP4 B nonnepskanuu romeoctasa Hukels [ 159]. B TpaHCTeHHBIX pacTeHUSIX
apabujorncuca, TpaHCPOPMUPOBAHHBIX BEKTOPOM p35S:: NcNRAMP4, ObI10 3aperucTpUPOBAHO 3HAUYUTEIBHOE
yBenuuenue koHnenTpamuy Ni*™ B kopHsx npu BBegenun 20 Mxmons/1 NiSO, B cpejty BEIPAIMBAHHUS, OTHAKO
HakoruteHust Ni** B IHCTBSIX He HAGIIONAIOCH [158]. Takum oOpazom, NRAMP4, BeposTHO, UTpaeT 3HAYUMYIO
pous B akkyMyrsie Ni2* 1 06ecIieueH s TOIepaHTHOCTH K HeMy B Pe3yJIhTaTe H3MEHEHHS OOIIEro roMeocTasa
METAaJUIOB, a HE CTIeU(UIECKON TPAaHCIIOPTHOM aKTUBHOCTH 110 OTHOLLICHHUIO K 3TOMY MeTasuty. HenaBHo ObL10
MOKa3aHo, YTO KakK MPU HEJAOCTaTKe, TaK U M30BITKE METAJNIOB-MHUKPOIIEMEHTOB MOAABISIACH IKCIIPECCHUS
reHa NtNRAMP3 B nUCThSX U B MEHBIICH CTENEHH B KOPHAX pacTeHuil Tabaka [160]. ABTOpbI yKkazaHHON
paboTHI MPEANOT0KIIHN, 9To ocHOBHas pyHKIMss NtINRAMP3 3akmtouaercst B moaaepKaHuH MIEPEKPECTHOTO
romeocrasza Fe?*, Mn*", Co*", Cu®*, Cd*" n Ni** B mucThsix B HOPMAJIbHBIX YCIOBHSX ITyTEM KOHTPOJISI pa3rpy3Ku
JAHHBIX METAJIOB U3 KOPHS B KCHIIEMY.

CemeiictBo CDF. benku cemeiictsa CDF, koTopble B inTeparype Takke BcTpedarorcs oy Hazsanuem MTP
(metal tolerance proteins (0emku ToNEpaHTHOCTH K MeTaiiam)) [161], mepeHOCAT By XBaJICHTHBIE TSHKEIIBIC METaII-
ne1, Takue kak Zn® ', Ni*', Co®", Mn™" u Cd*", nytem antunopra H wmm K B Bakyons 1160 3a Hpeiens! KIeToK,
TEM CaMbIM CHIKasi KOHIISHTPAIIMIO TSHKEITBIX METAIUIOB B nuToruiazme [162—-164]. Y A. thaliana nnentudumm-
posansl 12 renoB CDF [127]. bemox AtCDF1 (MTP1) mpencrasmnseT co00i BaKyOISIpHBINA TTEPEHOCUYNK ITHHKA,

JETOKCULIUPYIOIINN Zn*" 1 obecrieunBarommii HakoruieHne Zn' B IIMCTHSX [165; 166]. Ha pacTeHusix puca npo-

JEMOHCTPUPOBAHO, YTO 3Kcrpeccust reHa OsMTP ] noBbIIaeTCs IpU BO3ACHCTBUN n*t, Cd*, Cu? mFe*' [167].
I'ereponormunas cBepxdkcpeccus rena OsM TP B mpoxokax v Tabake MPUBOIUT K MOBBIIICHHON TOJIEPAHTHOCTH
naHHEX 00bexToB Kk Cd*' [167; 168]. Taxum o6pasom, MTP1 tpancrnoprupyer Zn’', a taxke Co®', Fe?", Cd*"
1 Ni**, Ho, BEPOSITHO, C MEHbILIEH CTeHeHI)}O apdunnoctu. [pyrue npencrasurenu cemericrea CDF unentudu-
MPOBAHBI KaK TpaHcroprepsl Zn>" u Co”” (MTP3), Mn*" M Cu** (MTP8 u MTP11) [127]. Teu AtMTPI1] 6b11
OIHCAH KAK KPUTHUECKH BAXKHBIIT 15l ToepanTHOCTH K Mn®" y A. thaliana [127; 169]. [HCTOXMMUYECKHUiT aHATH3
C UCIIOJTb30BaHNEM 3€JICHOTO cbnyopecueHTHoro 6enka (GFP) wim »xentoro duryopectientTHoro 6enka (Y FP), mpu-
kperuieHHOro kK MTP11, BbIsiBIIL, 4TO HaHHBIN O€JIOK JIOKAJIU3YETCsl B BAKYOJIH WIIH TOJIbKU-TI0OJOOHBIX CTPYK-

Typax, o6ecneqHBa}omnx ceKkpeTopHbId myTh [169], a 3HauuT, MTP11 MOXET CHMYKaTh KOHIICHTPAIIHIO Mn
B LUTOILIA3Me, 00ECIIeHBAs MEXAHH3M TONEPAHTHOCTH K Mn®" 1, BOSMOKHO, APYTHM MeTauiaM, BK/Iouas Ni* "
CrenosarenbHo, O6esiku CDF maBHBIM 00pa3oM y4acTBYIOT B «CEKBECTPALMN (CBA3bIBAHUU, YCTPAHCHUH HIIH
M30JILUN) N30BITKA TSHKEIIBIX METAJIIOB.
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CemeiictBo CAX. IlpencraButenu cemeiictBa CAX B OCHOBHOM OCYIIECTBJISIOT aHTHUIOPT KaTHOHOB
U TPOTOHOB Yepe3 dHIOMeMOpaHbl pacTUTENbHBIX KIeToK [130]. ¥V pacrenuit CAX oTHOCSATCS K Tak Ha3bl-
BaeMbIM CAX Ttuna I, koTopsle, B CBOIO o4depesib, MOKHO pa3aenuts Ha 2 noarpynnsl: CAX tuna [-A u CAX
tumna I-B [128]. IIpeacraButenu tuma I-A penMyIecTBeHHO yuacTByoT B Tpancropre Ca’’, Torna kak mpes-
craBureny tuna I-B B nononuenne k Ca’’ MOTYT OCYIIECTBIATH TPAHCIIOPT Ie HECKONBKUX HOHOB, TAKHX
xak Cd**, Zn* u Mn*". B CPEIHEM Y OFHOJOJBHBIX U JBY/IOJIbHBIX PACTEHUH NPUCYTCTBYIOT 5—6 reHoB CAKX,
a HeKoTopble Buabl, HanpuMep Glycine max, umerot 14 renoB CAX [170].

[o-Bunumomy, CAX SBISIFOTCS KIIFOUEBBIM KOMIIOHEHTOM ITPU MOAYJISLIMA HOHHOTO roMeocTasa, pH u okuc-
JINTENBHO-BOCCTAHOBUTENBHOIO NOTEHIIMAA B paCTUTENbHBIX KileTKax [ 171]. B nepByto ouepens CAX TpaHc-
MOPTHPYIOT Ca®’, oxHaKO HEKOTOpBIE M30(hOPMBI 00IAIAKOT IIHPOKOIL cyOcTpaTrHO# cnenn(pUIHOCTHI0 B MO-
TyT 2paHCHOpTI/Ip0BaTI> HOHBI CICIOBBIX METaIlIOB, Takue kak Mn”>  (CAX2 u CAXS5), Cd* (CAX2—-CAX4)
nZn~ (CAX2)[170]. Oxcripeccus renoB CAX, mokazanHas Ha mpuMepe reHa AhCAX1 y runiepakkyMyssTopa
MeTaioB Arabidopsis halleri, BeposiTHO, OCIA0NACT TsDKETOMeTauTmueckuii crpecc [172]. [IpenmonoxurensHo,
otenbHbIe npectaButesii CAX criocoOHbI yMEHBIIATh HeraruBHOE Bo3zielicTBrue ADK, 00pa3oBaBIIuxcs B OT-
BET Ha MOBBIIICHHBIE YPOBHU METAJUIOB U Jpyrue adnoTuyeckue crpecc-akropsl. I[IlpornosupoBanue cetu
B3aMMOJICHCTBUS OEKOB BBIABHIIO HecKoibko OenkoB (SOS2, CXIP1, MHX, NRAMP3 u MTPS), xotopsie
MOTYT B3anMofieiicTBoBaTh ¢ CAX M UTpaTh BaXKHYIO POJIbh B peakIusax pacteHuii Ha cTpecc [128]. Takum obpa-
3oM, CAX omocpeayroT ToMeocTa3 MeTaioB, 00ecIieunBasi UX TPAHCIOPT BHYTPH KIIETKH, a TAKXKE yIaCTBYIOT
B nepenade Ca’’-curHaios.

CemeiictBo COPT. benku cemetictea COPT (B nmuteparype Takke Bcrpedaercs HazBanue CTR) y syka-
PHOT OTBETCTBEHHBI 32 MOCTYIUICHUE MEIM B TUTOILIA3MY Yepe3 IIa3MaTniecKyto MeMOpaHy ¥ MOOMIH3aIIHI0
Cu"/Cu”" U3 BHYTPHKIIETOYHBIX OPraHellT B CIIy4asx, KOTIa OHOTOCTYITHOCTh MeTaiuIa cHikaercs [ 173]. Mu-
TepPeCHO OTMETHTB, uTo 6esku COPT Bhicokocnenuduunbt (K, = 1-5 Mxmons/i) s Cu', HO He s Cu*
VY A. thaliana n3BectHsl 6 reHoB ganHoro cemeiicrsa (COPTI—COPT6). Yposens skcnpeccun renoB COPT
3aBHICHT OT OPTaHOB PAcTEHHs, a TAKXKe OT CTeleHn Aedunura Menu. Tak, HarmpuMep, ObLIIO TIOKa3aHOo, YTO
Bo3pactanue ypoBHs TpaHcKpuntoB AtCOPTI, AtCOPT2 nu AtCOPT6 npuBOAWIO K YBEIIMUEHUIO COACPKAHUS
Me/IM B KOPHSIX apaOujoricuca, 0ojiee Toro, MyTaHTHas JJMHUS coptl/copt2/copt6, TUIIICHHAsS. COOTBETCTBYIO-
IIHX TPAHCIIOPTEPOB, OKa3aach MeHee ycroiunsoii k Cd*’ mo cpasHenmo ¢ mpupoxubiM sx0THIIOM [ 174].

CemeiictBo OPT. Kak Obu10 oT™MeueHo Bbiie, ceMeiictBo OPT Britouaet nogcemeiictso Y SL-Tpancnioprepos
(vellow stripe-like transporters, T. e. )xenrto-nonocaro-nogo0Hsie Tpancnoprepsl). benku YSL BcTpeuaroTcs
Y OTHOJOIBHBIX U ABYOJIBHBIX, 4 TAKXKE TOJIOCEMEHHBIX PACTEHUH, TAalOPOTHUKOB U MX0B [175]. 3BecTHO, 4TO
Y SL y4acTByIOT B TpaHCIIOPTE KOMIJIEKCOB METAJIJIOB € a30TCOAEPKALMMHU JIMTaHAaMHU U UTPAIOT BaXKHYIO POJIb
B JICTOKCHKAIIMU U peMoOmin3aiuu Mmetauios [176—178]. Y A. thaliana oGHapyxeHbI 8 OEITKOB-TPAHCIIOPTEPOB,
oTHOCsIMXCs K moaceMeicTBy Y SL [179]. B mepByto odepenb 0TMEUEHO BBICOKOE CPOACTBO Y SL K KOMITIeKcam
METaJUIOB ¢ HUKOTUHAMUHOM. C HCIIOJIb30BaHHEM COOTBETCTBYIOIINX HOKAYTHBIX JIMHHUI OBLIO TTOKa3aHO, YTO
YSL4 u YSL6, nokanu3zoBaHHble HA MEMOpaHax BaKyoJIeH, SHIOMIA3MAaTHUECKOTO PETUKYITyMa M TUTACTH/I,
MIPUHHUMAIOT y4acTHe BO BHYTPUKIIETOUHOM TPAHCIIOPTE KOMIJIEKCOB METAJIJIOB C HUKOTHHaMUHOM [175; 177].
[epenocunk YSL1 apaGunorncuca TpaHCIOPTHPYET JKeJe30, CBSI3aHHOE B KOMIUIEKCHI CrielM(pUIecKrM Xea-
TOPOM Fe’* pacTuTenbHOM mpuposl — putocunepodopom, Y SL2 TpaHCTIOPTHPYET Kene30 U Mellb, KOT/Ia dTH
MeTaJuTbl XenarupyroTcst HukotnaamuHoM [ 180]. Bepositio, YSL1 1 YSL3 onocpeayroT moBTOPHYIO MOOHITN3a-
uuio Fe, Zn u Cu B hopMe KOMITIIEKCOB METAJUIOB C HUKOTHHAMUHOM M3 CTApEIOIINX JIUCTHEB U 3arpy3Ky ITHX
MeTauioB B colBeTus 1 cemena [180]. Mimerorcs manHbie o poiu Y SL-TpaHCOpTEpOB B rHNEPaKKyMYIISAIIUN
Zn>" u Ni*" Noccaea (=Thlaspi) caerulescens, B 9aCTHOCTH, B Hee BoBJIeueHbI TeHbI 1cYSL3, TcYSLS n TcYSL7,
KOTOPBIE IKCIIPECCUPYIOTCS B KCHIIEMHOM mapenxume u ¢gioiame [181; 182].

CooTHOIIIEHHE TOTIOMIEHHUS TSKETBIX METAJIJIOB Yepe3 MAaCCUBHBIE U aKTUBHBIE TPAHCTIOPTHBIE MEXAHU3MBbI
CHJIBHO Pa3iMyaeTcsi B 3aBUCUMOCTH OT BHJa pacTEeHHi, (POPMBI IPUCYTCTBUSI METaJlIa M €0 KOHIICHTPAIUH
B mouBeHHOM pactBope [183]. Hanpumep, Ni**, BeposITHO, HPEIMOYTHTEIHHO TIOMIOMACTCS Yepe3 CHCTEMY
HECEJIEKTUBHBIX KATHOHHBIX KaHAJIOB, XeJIaTHbIE COSMHEHHSI MOHOB HUKEJIS MOMAaAaoT B KJIETKH C UCTOJIb30Ba-
HHEM MeXaHU3Ma BTOPUYHOI'0 aKTUBHOTO TPAHCIIOPTA, IIOCKOJIbKY HEKOTOPBIE TPAHCIIOPTHBIE OSNTKH (HanmpuMep,
repMeasbl) CrieluUIecKd CBA3BIBAIOT HUKENb, B TO BPEMS KaK HEPACTBOPUMBIC COSAWHEHHS HHUKEIS MPOHH-
KalOT B PaCTUTEIbHBIE KIIETKH TIIaBHBIM 00pa3oM myTeM sHponuTo3a [ 183]. U. B. Ceperun u A. J]. KoxxeBHHKOBa
B 2006 T. OTMETHIIN, YTO MEXaHHU3M TOTJIONICHNS HUKENS B OOJIBIIION CTETIEH! 3aBUCUT OT KOHIIEHTPAIINN HOHOB
B OKpykaromeii cpee. [Tpu auskoM yposre Ni*™ (Menee 30—40 MKMOIIB/1T) peobiianaeT MeTaGoTHaecKuii (ak-
THBHBIIT) TPAHCIIOPT, A IPH BEICOKOM cozepykannu Ni*' B cpeie IOrIOomeH e IPOMCXOIUT HEMETaBOTIIeCKIM
IIyTeM BCIICJICTBHE OBPEKIeH) ox Aeiictruem Ni* ™ MeMOpan kietok kopHs [ 184]. CxeMaTuuecky TpaHCIopT
HUKEJS TIPEJICTABIICH Ha PUCYHKE.
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Tloctynnenue u TpaHCIIOKAIMS HUKENIS B BBICIINX PACTCHUSX:

CNGC — xaHaJbl, aKTHBUpyEeMbIe IUKIMYECKIMHU HyKieotunamu; ZIP — Zn-perynupyemsie,
Fe-peryaupyembie 6enku-tpancnoprepsl; NRAMP — Genku makpodaros, acCOUUPOBaHHBIE ¢ €CTECTBEHHOMN
pesuctenTHOCTBIO; CDF — yckopuTenn katnoHHOH auddysun; Y SL — sxento-nonocaro-mogo0HbIe TPaHCIIOPTEPHI,
OTHOCSIINECS K CeMEeHCTBY nepeHocankoB onuronentunos (OPT); HMA — AT®a3sr Tsoxensix MeTauioB P ;-Tuma;
ABC — AT®-CBs3BIBAIOIIIE KACCETHBIE TPaHCIOpTepsl; Ni** — HIKesTb B cBOGOHOI HOHHOM (opMme;

Ni-L — HuKeIb, XeaTHPOBaHHbIA OPraHMYEeCKUMH JIMTaHAaMH;

[IM — mna3marndeckas memoOpana; KC — knetoynas creHKa

Intake and translocation of nickel in higher plants:

CNGC - cyclic nucleotide-gated channels; ZIP — zinc-regulated, iron-regulated transporter-like proteins;
NRAMP — natural resistance-associated macrophage proteins; CDF — cation diffusion facilitators;
YSL — yellow stripe-like transporters, a subfamily of the oligopeptide transporters (OPT);

HMA — P,;-type heavy metal ATPases; ABC — ATP-binding cassette transporters;

Ni*" — nickel in free ionic form; Ni-L — chelated nickel complexes with organic ligands;

IIM — plasma membrane; KC — cell wall

Ilornomenue HUKeISI HAA3eMHBLIMHU YaCTAMHU paCTeHI/Iﬁ
U €ro nepepacupeacjacHue 1mo pasjindibiM opraiamM paCcTUTEJIbHOI0O Opranusma

[Tornomenue TSHKENbIX METAIIOB TOBEPXHOCTHIO JIMCTHEB IMTPOUCXOANT YEPE3 YCThHUIIA, KYTHKYJISIPHBIE Tpe-
LIMHBI, YeUEBUYKH, SKTOACCMBI ¥ BogHbIe Mopsl [185]. [Ipu 3ToOM cuntaeTcs, 9To afcopOLusl TSHKENbIX METall-
JIOB B JINCTHSIX MJET IIaBHBIM 00Pa3oM depe3 3KTOJAECMbI, KOTOPbIE MIPEACTABIAIOT CO00H Heria3MaTuiecKue
KaHaJIbl, PacIIOJIOKEHHbIE B OCHOBHOM MEKIY BCIIOMOI'aTEIbHBIMU KJIETKAMU M 3aMbIKAIOIINMHU KJIETKAaMHU
B KYTUKYJISIpHOM MeMOpaHe Wi SIHIepMalibHON KiieTogHoH cTeHke. M. B. Ko3moB u coaBrops! mokasainu, 4to
TBEp/IbIC YACTHUIIBI MEM M HUKEJISl TAKKe MOTYT MPOHUKATh BHYTPh JINCThEB Oepe3sl uepes ycrhumna [ 186]. Hons
BHEKOPHEBOT'O MOCTYIICHHS TSHKENBIX METAJUIOB 3aBUCUT OT COACPKaHHs MeTalia B arMocdepe, pazmepa vac-
THIL, UX PU3UKO-XMMHUYECKHUX CBOMCTB, a TaK)Ke MOP(POIOTUIECKUX U (PU3HOIOTHIECKUX 0COOCHHOCTEH BUIOB
pacrenuii [187]. CnocoGHOCTh JINCTHEB aCOPOMPOBATh U MOMIOLIATH OCAXKICHHbBIE U3 aTMOC(hEphl TAKEIbIe
MeTaJUIbl B 3HAYUTEIILHON CTENEHH ONpeessieTcs TAKMMHU NapaMeTpaMHy, KaK IUIOIIAlb JJUCTOBOH IUIACTHHKHY,
IJTIOTHOCTB YCTBHHII, MIEPOXOBATOCTE MIOBEPXHOCTH JINCTA, HATMIHE TPHXOM H MUKy THKYJISIPHBIX BOCKOB [ 188].
[TokazaHno, 4TO OrpaHUYMBAIOIIUM (HAKTOPOM TAKXKE BBICTYIAET BO3PACT PACTEHHIA: MOJIOABIC JINCThS JTyYIlle
MOTJIOIIAIOT METAJUIBI U3 atMocdepsi [ 185].

[Ipunumas Bo BHUMaHue pabOTHI, YKa3bIBAIOLINE HA ONPEICIICHHYIO POJIb HEKOPHEBOTO MOIVIOMIECHHS HU-
KeJsl B aKKyMYISILUM JAHHOTO METajljla PacTeHUSIMH, CIEAYEeT OTMETUTh, YTO OOJIbIIAsl €ro 4acTh HaKaIlIM-
BaeTCs 3a CYET MOCTYIUIEHHUS depe3 KopHeByto cuctemy [185; 189]. [loromnierne KopHIMH, 3arpy3Ka B KCHJIe-
MY, aKpOTETAIbHBIA TPAHCIOPT K TOOETy ¢ TPaHCTIMPAIIMOHHBIM ITOTOKOM U TajibHEHIIIee repepacipeieleHne
BO (pJI0AME MMEIOT pelaroliee 3Ha4eHre sl pacipeieieHus JaHHOTO MeTaljia B Ha[3MHBIX YacTsX pacre-
Huil [189]. Psn uiccnenoBanuii OATBEPHKIAIOT XOPOIIYIO TOJABHKHOCTh HUKEIIS BO (JIOAME U KCHIIEME pac-
Tenui [146; 189—191]. 3arpyska B kcuiemy, BEpOATHO, OCYIIECTBIIIETCS TpaHcopTepamu cemeicTs ZIP, HMA
u NRAMP [192]. Ycranosneno, uro y Alyssum lesbiacum v Brassica juncea noctynieHne Ni*" B KCUieMy
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MIPOUCXOANT O€3 yJacTus aroIuiaCTUIeCKOro MyTH U 3aBUCHUT OT OJJHOBPEMEHHOTO BBHICBOOOXKICHUS TUCTUIN-
Ha U3 YBEITHYCHHOTO MMyJa CBOOOIHOTO MHCTHMHA KopHei [193]. Tpancmokamms Ni*™y qpyroro rumepaxky-
MymsTopa — Lepidium ruderale — MoXeT TUMHTHAPOBATHCSI KOHIIEHTpauel CBOOOTHOTO TUCTHANHA B KOPHSIX,
B TO BpeMsi Kak y A. thaliana npenBaputenbHas 00padoTka L-rUcTHIMHOM He BhI3bIBajIa YBEIMUYCHHS 3aTrPy3KU
keremsl Ni**, konnentparmu Ni** B 9kccyare, KOpHEBOTO aBICHHs HIIH OOIIEro KoMM4ecTsa skecynara [17].
BaXHOCTb B3aMMOJICHCTBHS C THCTHAMHOM M 3HAYMMOCTh CHMILTACTHYECKOTO Ty TH JUIst 3arpy3ku Ni*' B ken-
JieMy ObUIH TMPOJEMOHCTPUPOBaHbI A mieHunsl [194]. Ilocie BICBOOOXKIEHNS B KCUIIEMY KOPHS CBOOO/I-
HBIC WJTU XEIaTUPOBAHHBIE MOHBI HUKEIS TIOCTYIAT C COKOM KCHiieMbl BBepX. [Ipn kucinom pH kcunemHoro
coka (pH 5-6) y pacTeHHHA-THIIEPAKKYMYISTOPOB OOJBIIAS YaCTh Ni** MIPUCYTCTBYET B BUE TUAPATHPOBAH-
HOTO KaroHa Ni’', T. €. THCTHIHH, MalIaT WIK LUTPAT (KIacCHdecKie xenaropst Ni’') He HIPArOT 3HAYHTEb-
HOit portu B ieperoce Ni’™ KCHIeMHBIM COKOM y Takux BioB [195; 196].

Kpome Toro, mokazaHo, 4T0 HEKOTOPBIE TSHKEIIbIE METAILIBI, B TOM YUCIIC HUKEIh, [IUHK, KOOAIBT U KaJAMHUA,
MOTYT MepeMeaThCs U3 KCIIeMBI BO (br1oamy [189]. DTo criocoOCTBYeT TpaHCIOPTY JAaHHBIX METAJIIOB B MOJIOZIBIC
pacryiue opranbl. Takxke (II03MHBIN TOK ITPEACTABIISAET COOO0M OMOTHUTEIBLHBIN MEXaHI3M KOHTPOJIS COIepIKa-
HUS TSDKEITBIX METAJIOB B (POPMHUPYIOIIMXCS OpraHax, CO3peBaroIuX 1miogax u ceMeHax [189]. Tpancmokanms
TSDKEITBIX METAJUIOB BO ()JIOAME UMEET JIBa HANPABJICHHS U BKIFOYAET B Ce0s KaK HUCXOAAIINE, TAaK U BOCXOSIINE
notoku [33]. drnosmHbI cok 00nmamaeT ciaadorienouHol peakiueii (pH 7—8) u oborarieH opraHnueCKUMHA COSIH-
HEHMSMH (caxapa, aMMHOKHCIIOTBI M opranndeckue KucaoTsl) [191]. Ilenounas cpeaa criocoOCTBYET CBSI3bIBAHUIO
FOHOB MeTaIioB, Harpumep Ni* ™1 Zn”', B oprannueckue komruiekcs [ 197]. Bo hrosMHOM coke HHKeb B OCHOB-
HOM CBSI3aH C OPTaHUYECKIMHE COSAMHEHUSIMH ¢ MOJICKYIIIpHOH Maccoi B ipenenax 1000—5000 r/Monb, a Takke
OOWJIBHO MPHUCYTCTBYIOUIUME KapOOHOBBIMHU KUCIIOTAMU U aMUHOKHUCIIOTaMu [33]. B iepByro ouepe/s JIraH-
JIaMH BBICTYTIAIOT THCTUAWH U HUKOTHHaMHuH [191; 198]. Takum 0Opa3oM, Hamuure KOMILIEKCOOOpa3oBarenei
B PaCTUTEIBHOMN KJIETKE MOXKET MMETh 3HAYEeHHUE IS yAep KaHUs B Hel HUKeNs (HanpuMmep, TPaHCIOPT Yyepe3
TOHOIIJIACT U XPaHEHHE B BaKyOJIM), €ro IIePeHoca B COCeTHIE KIETKU Yepe3 MIa3MOAeCMbI U BHICBOOOKACHUS
B amoIiacT AJIs AalibHEeHIIel 3arpy3Ku B KCHIIEMY WIIH (hII03My.

3aKiIroueHue

MexaHuU3M MMOCTYIUICHUS M TPAHCIIOPTA HUKETIS B PACTEHUSAX OCTaeTCs He JI0 KOHIIAa TIOHATHBIM. M3BecTHO,
410 moromenue Ni’™ 0CyIIeCTBISeTCs MPEHMYIIECTBEHHO KOPHAMHU M MOXKET IPOXOIHUTH MyTEM MACCHBHOTO
00 aKTUBHOTO TpaHcropTa. [laccuBHBIN TpaHCIIOPT 00ECTIEUNBACTCSI TIOCPEICTBOM HECETIEKTUBHBIX KAaTHOH-
HBIX KaHAJIOB, TIPY 3TOM HAaUOOIBIIHNHA BKJIAJ], BEPOSTHO, BHOCAT KaHATHI ceMmeiictBa CNGC, B 4acTHOCTH Mpe-
crapurenu rpym [ u [11 rarHOTO CemeiicTBa. AKTUBHBIN TPAHCTIOPT IPOUCXOUT C y4aCTUEM CIICIIUATBHBIX Oel-
KOB-TICPEHOCUYHKOB, B ITEPBYIO ouepensb OenkoB ZIP. DkcrepuMeHTanbHO 3T0 OBbII0 TToKa3aHo 1t 6emkos IRT1.
3arpyska B KCHIIEMY, BEPOSITHO, OCYIIECTBIISICTCS MIPEACTABUTEISIMU CEMEHUCTB aKTUBHBIX TpaHCTIOPTEPOB ZIP,
HMA u NRAMP. Kpome Toro, 6omibIioe BIUSHNAE HA TAHHBIN MTPOIECC OKA3bIBAIOT CHHTE3 M KOHIIEHTPAIUs
KOMITLJIEKcooOpa3oBatelieil. B 4acTHOCTH, Ha MOCTYIUICHUE U TPAHCIOKAIIUIO HUKEJIS BIMSIOT S-co/epIKaliue
JUTaHpl (TyTaTHOH U (PUTOXENaTHHBI), N-cofepIKalliye JIMTaH bl (IPOU3BOIHbIE S-a/IeHo3mI-L-MeTHOHNHA,
TUCTUMHA U APYTHUX aMUHOKHCIOT) 1 O-coneprkariue Juraiabl (HeHOIbl 1 OPraHudeCcKhe KUCIOTHI).
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