®HU3HOJIOTHSI PACTEHHH, 2022, mom 69, Ne 4, c. 386—397

OKCIIEPUMEHTAJIBHBIE
CTATbUA

YIK 581.1

YCTOMYNBOCTD 1 CITOCOBHOCTH K HAKOILJIEHUIO
HUKEJIS Y PACTEHUM PA3JINYHBIX HOHYJI}II_[I/Iﬁ
T'NINEPAKKYMVYJIATOPA Noccaea caerulescens

© 2022 r. M. B. Cepernn® *, A. JI. Koxesnukona’, X. Cxar’ ¢

Y@Pedepanvroe cocyoapcmeerHoe Or00icemHuoe yupexcoeHue Hayku HHcmumym gusuonoeuu pacmenuii
um. K. A. Tumupszesa Poccuiickoii akademuu nayx, Mockea, Poccus

bCe0600nbiii Yusepcumem, Amcmepdam, Hudepaanow:
¢Yuusepcumem Baeenuneena, Bacenuneern, Hudepaanow.
*e-mail: ilya_seregin@mail.ru
IMocrynuia B pegakimio 18.01.2022 1.

ITocne mopa6otku 20.01.2022 .
IMpunsara x myommkanuu 20.01.2022 1.

B paGore npoBeneH cpaBHUTEIbHBIN aHAIN3 CIIOCOOHOCTU K HakorieHUIo HukKes (Ni) runepakKyMyas-
TopoM Noccaea japonica (H. Boissieu) F.K. Mey c y1bTpa0oCHOBHOI (CeprIeHTUHOBOI) TIOYBBI U PACTEHUSI -
MH 16 monysiumii runepakkymyssitopa Noccaea caerulescens F.K. Mey, mpou3pacTaioiinx B IpUpPOAe Ha
VJIBTPAOCHOBHBIX (CEPIIEHTMHOBBIX), KATAMUHOBBIX U HEMETAJIJIOHOCHBIX MouBax. PacTeHus BrIpaliBaiu
B TeueHue 2 Heaenb Ha 0.5 N pactBope XontaHaa 6e3 nobdasieHus Ni ¢ mocieayiolleil MHKyoalueil B Teue-
Hue 6 Hexenb B ipucytctBun NiSO, B HeToKcuHO#N KoHueHTpauuu (1 MkM). Conepxanne Ni B KOpHSIX
U 1oberax onpeaesyii MeTOIOM aTOMHO-a0bCcOpOILIMOHHOH ciekTpodoToMeTpuu. Y N. japonica comepxa-
Hue Ni B moberax ObIJI0 CyIIECTBEHHO HUXE, YeM B KOPHSIX, U HUKE, UeM B IToberax y pacteHuii N. caerules-
cens U3 MOMYJISILIMI ¢ CEpIIEHTUHOBBIX MTOYB. CITIOCOOHOCTh pacTeHU pa3HbIX onyasiuuii N. caerulescens
HakaruimBath Ni B KOPHSIX B pacueTe Ha eIMHUILYy Macchl yMeHbIlasiach B psiny: Puente Basadre = Le Coulet >
> St-Baudille = Cira = Prémanon > Viviez = Monte Prinzera > Les Avigniéres > Moravskoslezké > Le Bley-
mard = Krusné Hory = Wilwerwiltz = La Calamine = St-Félix-de-Palliéres = Kuopio > Prayon. 3HaueHue
dakTopa TpaHciokauuu y N. japonica MPaKTUYECKU HE OTJIMYAJIOCh OT MpeAcTaBUTeNeil MOMyIsUuuu
N. caerulescens c cepneHTHOBOI ouYBBI Puente Basadre, a y pacteHuit pazHbix nomnynsinuit N. caerulescens
KoJjiebasoch B IMPOKUX Mpeaenax. Hanbonbliiee cpenHee 3HaueHre pakTopa TpaHCAOKALIMM OBLIO MOy~
YeHo ISl pacTeHuit nonyasuuii Monte Prinzera ceprientrHoBo# rpynimbl 1 Krusné Hory u Kuopio uz
TPYMITBI C HEMETAJUIOHOCHBIX MTOYB, a HAaMEeHbIlIee 3HaUeHne — y pacTteHuii nmomysauuii La Calamine n
Prayon kanamunoBoii rpymibl. Koppensiiiuu Mmexmy conepxkanueM Ni B KOpHsIX u moberax y N. caerulescens
He ObLIO HalileHO, TOrma Kak MeXIy CIIOCOOHOCThIO HaKaruiuBaTh Ni B KOPHSIX U YCTOMUYMBOCTBIO pacTe-
HU1 OblJ1a OOHapykKeHa 3HAaYMTeIbHas TTOJIOKUTENIbHAsI Koppesiius. Beicokas ycToitunBocTh K Ni pacre-
HUM TONyJISIUUiA C CEPIIEHTUHOBBIX MMOYB, MO-BUAUMOMY, OOBSICHSIETCS BbICOKOI 3(HEKTUBHOCTHIO JIe-
ToKcuKauu Ni B KOpHSIX U HaMpsIMyl0 He cBsi3aHa ¢ 3((DEKTUBHOCTHIO €ro TpaHCAOKaIlUM U3 KOpHeil B
noberu.

KunoueBble ciioBa: Noccaea caerulescens, Noccaea japonica, Hukenb, GKKYMYAAYUSL, KOPEHb, YCIOUYUEOCTb
DOI: 10.31857/S0015330322040145

BBEAJEHUWE

MeTtammoduUTH 9acTO XapaKTepU3YIOTCS BEICOKOIT
YCTOMYMBOCTBIO K METAJJIaM, COEePKAIIIMMCS B TTOY-
BE B MECTaX UX MIPOU3PACTAHUSI, U HEKOTOPbIEC U3 HUX

00J1a1a10T CITOCOOHOCTHIO K HAKOIUIEHUIO (TUTIePaKKY-
MYJISILIAM) 3TUX METaUI0B B moberax [1, 2]. B Hacros-
1ee BpeMs M3BECTHO OKOJI0 720 BUIIOB T'UIIepakKKyMy-
JIITOpOB OoJ1ee YeM 13 70 ceMeCTB ITOKPHITOCEMEHHBIX
pacTeHuii, ClToOCOOHBIX HaKaIUIUBATh 3HAUYUTEIbHBIC

Cokpamennsi: Ci — Cira, CMA — Col du Mas de I’Ayre, Co —
Le Coulet, Du — Durfort, KH — Kru$né Hory, Ku — Kuopio,
LA — Les Avignieres, La — Lanestosa, LB — Le Bleymard, LC —
La Calamine, Le — Lellingen, MP — Monte Prinzera, MS —
Moravskoslezké, PB — Puente Basadre, Pl — Plombiéres, Pr —
Prayon, Prem — Prémanon, SB — St-Baudille, SF — St-Félix-de-
Palliéres, SLM — St-Laurent-le-Minier (panee Ganges), Vi —
Viviez, Wi — Wilwerwiltz (momyasiiuy TUIIEpakKKyMyJsiTOpa
Noccaea caerulescens).

KOJIMYECTBa METAJIJIOB B HAA3eMHBIX OpraHax 6e3 Bu-
JIUMOTO HapyllIeHUs] MeTaboI1M3Ma U POCTOBBIX MPO-
LIECCOB, MpUYEM COAepKaHMEe METAJUIOB B Ioberax
9TUX paCTEeHUI MOXeT MPEeBBIIIATh UX COAEPKaHUE B
nouse [3]. Oxono 75% 13 U3BECTHBIX BUIOB TUAMEP-
AKKYMYJISITOPOB OTHOCSITCSI K TUIEPAKKyMYIITOpaM
Hukess (Ni), conep:kaHue MeTalia B ITo0erax KoTo-
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peix mpesbimaer 1000 MKT/T cyxoif Macchl B ecTe-
CTBEHHBIX YCJIOBUSIX ITpOU3pacTaHusl, YTO HAMHOTO
BBILLIE, YEM Y HEAaKKyMYJISITOPOB [3]. O6uraTHbIe rume-
pakkyMyJisiTopbl Ni orpaHWYeHbI B CBOEM pacIipocTpa-
HEHUU METAUIOHOCHBIMU, OOBIYHO YJIbTPAOCHOBHBIMU
(CepIIeHTUHOBBIMH ), TOYBaMU [4], B TO BpeMsI KaK (a-
KyJIbTaTMBHbBIE TMNEPaKKyMyasiTopbl Ni MMEIOT Kak
MOTMYJISILIAU, TIPOU3PACTAIOIINE HA YIBTPAOCHOBHBIX
MOYBax, Tak U MOIMYJSIIUU, TpOU3pacTaloliue Ha He-
METAJNIOHOCHBIX TTouBax [5].

Noccaea caerulescens SIBIIsIeTCSI IIIMPOKO PacIpoO-
CTpaHEHHBIM (DaKyJIbTaTUBHBIM THUIEPAKKyMYJISITO-
pOM U paccMaTpUBaeTcCsl B KauyecTBE ITOAXOASIIETO
MOJEIBHOIO BUIA IJISI M3YyYEeHUs] MEXaHU3MOB U Te-
HETUYECKUX aCIIEKTOB TMIIEPAKKYMYJISIIIMU B CBSI3U C
CYIIECTBYIOIIUMHU BbIpaXKeHHBIMU BHYTPUBUIOBBIMU
OTJIMYUSIMU TI0 YCTOMYMBOCTH M CHOCOOHOCTH Ha-
karumBarth Ni, kanmuii (Cd) 1 uuHK (Zn) 1Ipu BeIpa-
IIMBAHUM KaK B TUAPOITOHUKE [6—14], TaK 1 B TTOYBe
[15]. HecMoOTps Ha CylIeCTBYIOIIME Pa3INUNS MEXIY
NONyJSIIUASIMHA, CITOCOOHOCTh HaKarjuBaTh Zn y
N. caerulescens xapaxkTepHa 1JIs1 BUAa B 1I€JIOM, TOoTAa
Kak criocooHocTh HakarmmmBath Cd u Ni 3aBUCHUT OT
MOITYJISILIM, KaK B IIPUPOAE, TaK U B SKCIIEPUMEH-
TaJIbHBIX YCJIOBUSIX, U Y PACTEHUI HEKOTOPBIX MOITY-
JIILU He BoIsIBIAeHa [6, 7, 13, 15]. Beigeasior tpu
KOHTpPAaCTHBIE 9KOJOTMYECKHUe TIPYIIIbl N. caerules-
cens, KOTOpble NHOTA pacCMaTPUBAIOTCS B KQUeCTBE
SKOTUIIOB (31aOTUIIOB): KajlaMMHOBAasl TpyIIIa,
BKJIFOYAIOIIAs ITOITYJISIIIN, [IPOM3PaCTarOIINe Ha Kaia-
MMHOBBIX TT04YBax, 6orateix Zn, Cd u Pb; ceprieHTHHO-
Bas IpyIIa, K KOTOpOIl NpHHAIeXaT ITOIYJISIINN,
IIpoM3pacTaiolIre Ha YIbTPAOCHOBHBIX (CEpIIEHTHU-
HOBBIX) TTo4yBax, oorateix Ni, Co, Mg, Mn, Feu Cr, a
TaK:Ke TIOITYJISILMM, IIpOM3pacTaloniue Ha HeMeTal-
JJOHOCHBIX mouBax [13—15]. st 61mM3KOpOACTBEHHO -
ro rurnepakkymyisitopa Ni Noccaea japonica Taxxke
CYIIECTBYIOT HOIYJISILIAM, PACTECHUSI KOTOPHIX IIPOM3-
pacTalT Ha pa3HBIX TUIAX IIOYB U pa3andaloTcs I10
YCTOMUMBOCTA U CITOCOOHOCTU K HAKOIJICHUIO Me-
tayuioB [13, 16].

B npupone Bbicokoe coaepxanue Cd u Zn B -
CTBSIX YAaCTO HAOIIOHAeTCs y IIpeACcTaBUTENIC KaJlaMU-
HOBBIX ITOTTYNSILM N. caerulescens, a Ni— y mpouspac-
TalOLIMX HA CEPIICHTUHOBOI TTOYBE, YTO OTYACTU MO/~
TBEepXAaeT TUIOTEe3y, COITIACHO KOTOPOM KOJIMYECTBO
HaAKOIJICHHOIO MeTajljla 3aBUCUT OT €ro JOCTYITHO-
ctu B cpene [13, 14, 17]. OnHako npu aHajiu3e 60Jb-
IIOTO YMCjia MNOMNYJISIOUKA 3aKOHOMEPHOCTH MOTLYT
OBITH O0JIee CIOKHBIMU. [Tpn cpaBHeHNN 22 IOy -
uuit N. caerulescens, pacTeHUsI KOTOPBIX BbIpalllMBa-
JINCH B TMAPONOHUKE, OBLIIO TOKA3aHO, YTO PACTEHUS
HEMETaJUIOHOCHBIX ITOIMYJISIIMI YacTO HaKaIUIMBaIU
6osbiie Zn u MeHbllle Cd, yeM pacTeHUs] KaTaMUHO-
BBIX ITOMYJISILINIA, a paCTeHUSI HEMETAJUIOHOCHBIX I10-
MyJISIOUIA YacTO HaKaIuTMBayin 0oJibiire Ni, yem pacre-
HUSI KAJIJAMUHOBBIX M CEPIICHTUHOBBIX ITOMYJISILUMA [9].
I1pu cpaBHEHNY TpEeUMYILIECTBEHHO MHBIX, YeM B pa-
oore [9], 28 monynsuumii N. caerulescens mpu 1pyrux
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KOHIIEHTpALIMSIX METAJUIOB B pacTBOpPE BapUalvs 110
conepxkaHuio Zn u Ni B moderax Mexxay HOMmyJIsIIusI-
MU N. caerulescens BHYTpU KaJaMUHOBOI TPYIIIbI
ObLIa 3HAYMTEIBHO BBIIIIE, YeM MEXIY ITOITYISILIMSIMU
BHYTpPH TPYI C APYTMX TUIOB MOYB. [pynmbl nomny-
it N. caerulescens ¢ pa3HbIX TUTIOB TTIOYB B 1IEJIOM
HE3HAYUTEJIbHO OTINYAINCh II0 CIIOCOOHOCTH Ha-
KaruuBath Ni B moderax. Haubomp11ast CmocoOHOCTh
HakamuBatb Ni, Zn u Cd 6bl1a XapakTepHa 1151 pac-
tenuit nomyiassuuu Col du Mas de I’Ayre (CMA,
®panuug) ¢ kKamamMuHOBBIX TTouB [13]. ITosryyeHHEBIE
JIaHHbIE CBUIETEILCTBYIOT, YTO CITIOCOOHOCTD K TUTIe-
pakkymyaaouu Zn y N. caerulescens He Bcerma Ha-
MPSIMYIO 3aBUCUT OT TUIIA MIOYB, HA KOTOPBIX IIPOM3-
pacTaloT pacTeHUSI HJAaHHBIX HOMYJISLUA, U B psie
clly4aeB, O-BUIMMOMY, MOTJIa 3BOJIOLIMOHUPOBATh
Ha HEMETaJJIOHOCHBIX ITouBax [13, 14, 18, 19]. IToBbI-
IIEHWE YCTOMYMBOCTH pacTeHUil K Zn IpU 3acejie-
HUY KaJaMUHOBBIX ITo4B [13, 14, 18, 19] MmoxXeT ObITH
CBSI3aHO C YMEHBIIIEHMEM CIOCOOHOCTU HaKaIlIv-
BaThb Zn Kak y N. caerulescens [9, 20], Tak 'y Apyroro
runepakkymyisitopa Zn u Cd, Arabidopsis halleri [19].
OIHaKO UMEHHO TTOBBIIIIEHHAs! CIOCOOHOCTD K CBSI-
3pIBAHUIO U NETOKCUKAMU Zn, IO-BUIANMOMY, IIpe-
MMYIIECTBEHHO OIIpenesieT 00jiee BBICOKYIO YCTOM-
YUBOCTH K ZNn pacTeHU OONBIIMHCTBA KAJITAMIHOBBIX
nonynsiuuit N. caerulescens mo CpaBHEHUIO C TIOMYJIsI-
LUSIMU C HEMETaJUIOHOCHBIX TouB [ 13, 14]. brumi o6Ha-
PY>KE€HbI 3HAUUTEJIbHbBIC TTOJIOXUTEIbHbIE KOPPEISILINU
MEXIY CIIOCOOHOCTBIO pacTeHMil N. caerulescens Ha-
karmBath Zn n Cd, Zn u Ni, a takcke Cd 1 Ni, uyTto
CBUETEJBCTBYET O CYIIECTBOBAaHUU OOIIMX MyTei
MOTJIOIIEHUST 3TUX METAJUIOB U/WUJIM WX TpaHCHOpTa
o pacteHuio [13].

IIpw BEIpaIIMBAaHUN PACTEHUI B TUIPOIIOHUKE CY-
MIECTBEHHBIC OTIMIHS TT0 CIIOCOOHOCTH HaKaIlIMBATh
Ni Mex Iy pacTeHUSIMU pa3HbIX Tonyssiuuit N. caerules-
cens TIPOSIBJISTIOTCST YK€ B TIepBbIC THU WHKYOAaIIuy B
mpucyTcTBUU Ni M B 3HAYUTEIBLHON CTEIICHU He 3a-
BUCSIT HU OT BPEMEHU WHKYOallMy, HU OT KOHIICH-
Tpauuu MeTajljia B pactBope. [lonydyeHHbIe naHHbIE
CBUIETEIBCTBYIOT B TTOJIB3Y MPEIITOJIOKEHUS O HATH-
YUY TeHETUYECKU OOYCIOBICHHBIX Pa3IMuUil B CIO-
COOGHOCTH pacTeHMIA pa3HBIX MOITyJISuuii N. caerules-
cens HakanmBaTh Ni [12].

BuyTpuBuImoBEIe pasnuuusi ObLIM BBISIBJICHBI HE
TOJIBKO B HakoruieHnu Ni, Zn 1 Cd, HO 1 B yCTOMYNBO-
cTu pacteHuit N. caerulescens K Hum [10—15]. Pactenust
TPYIIIbLI HOIMYJISILMIA ¢ KaJJaMUHOBBIX ITOYB ObLIM 3HA-
YUTEIBLHO 00JIee yCTOMYMBEI K ZN, YeM PaCTCHUS TPYIIIT
MOTMYJISIIUI C HEMETAJIOHOCHBIX U CePIEHTUHOBBIX
II0YB, a PAaCTEHMS TPYIIIbI NOMYJISIIUIA C HeMeTaJlJIo-
HOCHBIX ITOYB OBIJIM HEMHOTO 0o0Jiee YCTOMYMBEI K
Zn, 4yeM pacTeHUsl U3 CEpPHEeHTUHOBOM rpyIiIibl [13,
15]. Kak moka3anu JaHHbIE KOPHEBOIO TeCTa C HUC-
MOJIb30BAaHUEM CEpUii JIMHEMHO YBEIMYUBAIOIIUXCS
KOHIIeHTpauurii Ni Ha (pOoHe MUTaTEeJILHOTO pacTBOpa
IO TIOJIHO# OCTAHOBKM POCTa KOPHSI, yCTOMYMBOCTh K
Niy N. caerulescens 6pli1a XapakTepHa 1151 BUIA B 11e-
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JIOM, M CYIIECTBEHHBIX Pa3IMuuii MEeXIy IrpynmnamMu
MIOITYJISILIMIA ¢ Pa3HBIX TUIIOB ITOYB BBISIBJIECHO HE OBLIO.
OnHako yCTOMUYMBOCTb PACTEHU pa3HbIX TTOITYJISILINMI C
OIIHOTO THWIIAa TT0YB BapbUpOBaJia, U Pa3INius B yCTOMU-
YUBOCTHU pacTeHni K Ni ObIIM MUHUMATBHBIMUA MEKIY
MOITYJISILIASIMUA M3 CEPIIEHTUHOBO I'PYIINBI 110 CpaB-
HEHMIO C MONYJISIIUIMU 13 TPYII ¢ KaJJAMUHOBBIX 1
HEeMETaJUIOHOCHBIX IToYB. OIHAKO MMEHHO paCcTeHUSI
nonynsuuit Puente Basadre (PB, Mcnanust) u Cira
(Ci, UcnaHusi), 3BOJIOLIAST KOTOPBIX MPOXOaMJia Ha
CEepNEeHTUHOBEIX MOYBaX, 00JIagaii CaMOi BBICOKOM
ycroirunBocThIO K Ni [13]. Tak Kak pacTeHUsT TONy-
JISIIMNA C KaJJAMUHOBEBIX TTIOYB 00JIee YCTOMYMBHI K Zn
u Cd, yeM pacTeHUsI C HEMETAJIJIOHOCHBIX U CepIIeH-
TUHOBBIX TIOYB, B TO BpeMsl Kak IOCJIeAHUE OoJjiee
ycroituuBbl K Ni, eCTh OCHOBaHUS IIojlaraTh, 4TO
YCTOMYMBOCTh PACTEHM K MeTaJJIaM, KaK M CITOCO0-
HOCTb K VX HAaKOIUJICHUIO TEHETUYECKHU IIpeaoIIpeae-
neHa [13, 15], mpudyeM yCTOMYMBOCTh U CLIOCOOHOCTh
K HAKOIIJICHUIO METaJIJIOB — JIBA HE3aBUCUMBIX SIBJIC-
HUSI, KOTOpbIe OOYCIIOBIEHBI pa3HBIMU T€HETUYECKM -
MU U (PU3MOJIOTUYECKUMU MEXaHM3MaMHU, MO Kpaii-
Heit Mepe, otyacTu [21—24].

HecMoTpst Ha 3HAaUUTENbHBII TpOrpecc B U3yye-
HUU YCTOMYUBOCTU U CIIOCOOHOCTU PACTeHU pa3-
JIMYHBIX TIONYASIUMi N. caerulescens HakamiauBaTb
MeTaJlIbl, OOJBIIMHCTBO UCCIEAOBAHUI POBEAESHO
Ha noberax [13, 15]. JJanHbIe 110 HaKoIUIeHUIO Ni B
KOPDHSIX OrpaHUYEHbl OYE€Hb HEOOJIBIIMM UYUCIOM
nonynsumii [8, 10, 12] wimm ke ApyruM ux HaOOpOM
[14], 4TO HE MO3BOJISIET OTBETUTH HAa BOIIPOC, CyIIe-
CTBYET JIU CBSI3b MEXIY YCTONUMBOCTBIO PACTEHUM U
CITOCOOHOCTBHIO pacTeHUil HakaruiuBaTh Ni B KOp-
HSIX, a TaKXKe HACKOJIbKO BEJIMKU PA3IMUUST MEXKIY
MOMYJSLUSIMU B CTOCOOHOCTHU pacCTeHU TpaHCOP-
TUPOBATh MeTaJIJIbl U3 KOpHE B Toberv. YuuToiBasi,
YTO Yyepe3 KOPHEBYIO CUCTEMY PacTeHUI TTOCTyIaeT
OCHOBHO€ KOJIMYECTBO METAJJIOB, UMEHHO B KOPHSIX
JIOJIKHBI IefiCTBOBATh MEXaHU3MbI, ONPEACIISTIONIE
MOCTYIUIEHWE METAJIJIOB B Hall3eMHble opraHsbl. [To-
5TOMY 1I€JIbI0 HacTosleil paboThl SABISIETCS CpaB-
HUTEJBHBIM aHAJU3 CITOCOOHOCTU pacTeHuit 16 mo-
nyasiuuit N. caerulescens, mpouspacTamlluX B eCTe-
CTBEHHBIX YCJOBUSIX Ha pa3HbIX TUIIAX IIOYB
EBpornbl, 1 0JIM3KOPOACTBEHHOTO BUla TMIIEPAKKYy-
mysisitopa Ni Noccaea japonica (monynsius Yubari
Mountain ¢ y1bTpaOCHOBHBIX (CEpIIEHTUHOBBIX) ITOYB,
Snonust) HakaruBaTh Ni B KOPHEBOU CHUCTEME U
TPAHCIOPTUPOBATH €T0 B IToberu. BaxkHo, 4TO 0TOOP
MOTYJISILMIA IJIS1 aHAJIM3a MPOBOIUIIU U3 YKClia U3y-
YeHHBIX paHee, Ha KOTOPBIX MPOBOAMIACH OLIEHKA
ycroumBocT K Ni 1 Zn ¥ CMOCOOHOCTH pacTeHUMN
HakKaruiMBaTh 3TU METaJUIbl B moberax, a pacTeHus
BhIpaIlllUBaJIM B UICHTUYHBIX YCJIOBUAX [13, 14]. DTO
MO3BOJISIET TAKXXE CPaBHUTH ToOJydeHHble ist Ni
JaHHbIE C pe3yJibTaTaMU, MOJyYeHHBIMU paHee IS
Zn [14].

CEPEI'MH n np.

MATEPHAJIBI U METOJbI

BoipammBanne pacrenumii. CeMeHa TUIlepakKymy-
snsiTopa Noccaea japonica (H.Boissieu) F. XK. Mey (pa-
Hee Thlaspi japonicum H.Boissieu) (monynasiust
Yubari Mountain ¢ y1bTpaOCHOBHBIX (CEpPIIEHTUHO-
BbIX) TouB, Anonus, 43°06” N, 142°14” E), a takxke
16 TIoTTYJISIIINIA TUTIepaKKyMyJsitopa Noccaea caerules-
cens F.K. Mey (panee Thlaspi caerulescens J. &
C. Presl), mpou3spacralolnx B €CTECTBEHHBIX YCJIO-
BUSX Ha pasHbBIX TuUmax modB Espomsr (Monte
Prinzera (MP, Utanug, 44°38" N, 10°05” E), Puente
Basadre (PB, Ucnanus, 42°50° N, 07°59” W), Cira
(Ci, Ucmanus, 42°46” N, 08°21” W) ¢ yIbTpaOCHOBHBIX
(ceprienTHOBBIX) TouB; La Calamine (LC, benbrus,
50°42’ N, 06°00” E), Prayon (Pr, beabrus, 50°34’ N,
05°40" E), Les Avigniéres (LA, ®panmus, 43°56” N,
03°40’ E), Viviez (Vi, @pannms, 44°33' N, 02°13’ E), St-
Félix-de-Pallieres (SF, ®panrms, 44°02° N, 03°56" E),
Le Bleymard (LB, ®panuwms, 44°28” N, 03°43" E) ¢
KaJlaMUHOBBIX IToYB; Prémanon (Prem, ®pannus,
46°27" N, 06°02" E), St-Baudille (SB, ®paHus,
43°44’ N, 03°29" E), Le Coulet (Co, ®panuus,
43°49” N, 03°32" E), Kuopio (Ku, Punnaniud,
62°53" N, 27°38" E), Krusné Hory (KH, Yexwus,
50°42" N, 13°38” E), Wilwerwiltz (Wi, JIrokcemOypr,
49°59” N, 05°59” E), Moravskoslezské (MS, Yexus,
49°26’ N, 18°13’ E) ¢ HEMETAJUIOHOCHBIX ITOYB) TTOJTY-
YeHbl ¢ pacTeHUil U3 MPUPOIHBIX MOMYISIUMNA WU
pacTeHMii, BRIpAIIeHHBIX B TAGOPATOPHBIX YCIOBUSIX.
CemeHa npopainuBaiv Ha TopdsiHoii cMecu (Jongkind
BV, No. 1, Ancmep, Hunepnanapr). DKCIepuMEHTHI
OpoBOIMIIN B KimMaTudeckoil kKamepe (20°C/15°C
JIeHb/HOYb, 14-4acoBOii CBETOBOI JI€Hb, OCBEIIICH-
HocTh 250 MkMonb/(M? ¢) PAP, BraxHoCTb 75%).
JByxHeaeabHbIE MPOPOCTKU TIepecaKuBaid B Bere-
TallMOHHBIE COCYIBI 00BeMOM 1 J1 (T10 2 TIpOpOCTKa Ha
cocyn) Ha 0.5 N pacTBop XorjiaHaa CIeayIonIero co-
craBa: KNO; (3 MM), Ca(NO;), (2 MM), NH,H,PO,
(1 MM), MgSO, (0.5 mMM), KCI (1 MmxM), H;BO;,
(25 MxkM), ZnSO, (2 MkM), MnSO, (2 MkM), CuSO,
(0.1 mxM), (NH,)¢Mo-,0,, (0.1 mxM), FEEDDHA
(20 MxM) B nemMuHepaau3oBaHHOM Boae. Cpeny no-
Bonuau 1o pH 5.5 ¢ momouisto MES (2 MM)/KOH
[13, 14]. 3aTtem pacTeHus BeipamnuBaiu Ha 0.5 N pac-
TBOpe Xomanaa B npucyrctsuu 1 MkM NiSO, B Te-
yeHue 6 Hemenb. [IuTaTeTbHYIO Cpefy CMEHSUTN ABa-
JKIBI B Hemelrro. BeipammBam 1o 6 pacTeHU M KaK IO
nomyisaiuu (3 BereTallMoOHHBIX cocyla I10 2 pacTe-
HUS B KaXXIIOM).

Onpenenenne coaepxauusa Hukead. I[locie 6 He-
nenb uHKyOanuu B mpucytctBuu 1 MkM NiSO, coou-
pajiu KOpHU 1 mmoberu n3ydaeMbIx pacteHnii. Kopau
nocyiegosarenbHo otMbeiBasi 20 MM Na,B/ITA B Te-
yeHue 10 MUH IPpU KOMHATHOI TeMIIepaType, a 3aTeM
IVCTUIIIMPOBAHHOM Bogoi. PacTuTenbHBII MaTepu-
aJl BBICYIIUBAIN B CYLIUJIBHOM IIKa(dy 10 TMOCTOSTH-
Horo Beca 11pu 80°C B TeueHue 48 4 11 3aTeM B3BEIIIN-
Baju. BeICyllleHHBIE O MOCTOSIHHOTO Beca 00pa3lbl
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pactupann B mopomok n 50—100 mr obpasiia mom-
Beprajiu MOKpoMy osoJieHuto npu 140°C B TeueHUe
7 4 B Te(p10HOBBIX O0MOax, 1O6GaBUB K 00Opa3LaM 2 MII
cmecu 65% HNO; u 37% HCI B cootHOmeHnu 4 : 1.
ITocne COOTBETCTBYIONIETO Pa3BEIEHUS IeMUHEpa-
JIM30BaHHOM BOAOW MNPOBOAWIN KOJUUYECTBEHHBIM
aHanu3 comepkaHus Ni Mo cTaHZAPTHOI METOIUKE
Ha aTOMHO-a0COPOIIMOHHOM CIIEKTPO(POTOMETpE
(AAnalist 100, Perkin Elmer, Hugepnanabl). AHaIu3
IIPOBEIEeH B TPEX HE3aBUCUMBIX aHAJIMTUIECKUX T10-
BTOpHOCTsX. Ha ocHOBaHMU MOJy4€HHBIX JTaHHBIX
ObLI BBIYMCIIEH (paKTOp TpPaHCJIOKALIMM — OTHOILIE-
HUe coaepxkaHus Ni B moderax K ero Coaep>XXKaHuIo B
KOPHSIX.

Cratuctnyeckasi o0padorka gamubix. Komuue-
CTBEHHBIC TaHHBIE II0 COIEPKAHUIO MeTajljla B KOp-
HIX U Toberax ObIM log-TpaHcOpMHUPOBAHBI M
IIpOaHaJIU3UPOBAHbBI C IIOMOIIbIO OJHOMAKTOPHOIO
IUCIIEPCMOHHOIO aHaJIM3a C MOCJIEeAYIOIIM TeCTOM
MSR. lanHble npencTaBieHbl KaK CpeaHUe 3Haye-
HUS U MX CTaHAapTHBIe olunoku. Koppeasuyuu Ob11mn
MIpOaHAIU3UPOBAaHEL C IIOMOIIBIO KO3(hdUuIreHTa
koppesauuu Ilupcona mocie log-tpaHchopmaiiuu
JTaHHbBIX.

PE3VJIBTATDbI

K koHI1y 3KcnieprMeHTa Bce MpOoaHaJIU3UpPOBaH-
HbIe pacTEHUSI UMEJU Pa3BUTYIO PO3ETKY JIMCTHEB.
ITpusHakoB xJ10po3a U HEKpo3a He HabJI0IaI0Ch, TaK
Kak ucnosibdyeMas kKoHueHtpaius NiSO, (1 MkM) He
SIBJISIETCSI TOKCUYHOM 1151 V. japonica v N. caerulescens.

Haubomnbimee comepxxanue Ni B KOpHsIX Hadrona-
Jnocwky N. japonica. Conepxanue Ni B mobderax N. japon-
ica OBLIO CYLLIECTBEHHO HIDKE, YeM B KOPHSIX (puc. 1a).

Conepxanre Ni B KOpHSX M moberax y pacTeHMIA
pa3HBIX MOIYJISIOWAN TUTIEpakKKymyssitopa N. caerules-
cens 3HAYUTETHLHO BapbUpoBasio (puc. la). ¥ pacteHuii
nonysiiii PB n Ci ceprieHTMHOBOI (y/IBTPaOCHOB-
Hoii) rpyrmel, LC, Pr, Vi KanaMMHOBOM TpyIIITEI, a
takke Prem, Wi, MS, SB u Co u3 rpyIiisl ¢ HeMeTal-
JIOHOCTHBIX ITOYB coiepXaHue Ni B KOpPHSIX OBLIO
3HAYUTEIBHO BBINIE, YeM B moberax. IIpormBorro-
JIO)KHasi 3aKOHOMEPHOCTh HaOIogasach TOIBKO Y
pacTeHuit momyasauuii MP ceplieHTUHOBOIT TpyIIITbI
n Ku ¢ HeMeTalNIOHOCHOM TTOYBBI. Y pacTeHUN JIpy-
TYX TTOITYJISIIIMI C KaJTaMUHOBBIX ITOYB, a TAKXKE y pac-
teHuii nonynssuuu KH ¢ HemeTan1oHOCHOI MOYBbI
JIOCTOBEPHBIX pa3IInii B cogepkaHni Ni B KOPHSIX
M noderax HaitmeHo He ObL10. Hanbouibliee comepka-
HYe Ni B KOpHSIX HaOII0JANIOCh y IpeacTaBUTENCH
nonynsuuii PB ceprieaTnHOBOI rpyrnmbel 1 Co ¢ He-
METAJUIOHOCHOM MOYBBI, a B Mo0Oerax — y pacTeHUM
nonyasiund MP cepneHTrHOBOM rpynmbl. Hanbomb-
LI1€e pa3InIusl MEXIY HOMY/ISLMSIMU MO CIIOCOOHOCTH
pacTeHuii HakarIMBaTh Ni B KOPHSIX M Ioberax HaoJIto-
JaJTMCh B KAJIAMUHOBOI Ipyririe, HAMMEHbIIINE — B Cep-
IMEHTUHOBOH TPYMIIEe, XOTS HEOOXOAMMO YUUTHIBATD,
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YTO YUCJIO U3YUYEHHBIX TTOMYJISLIMIA C CEpIIEHTUHOBBIX
TOYB OBLJIO MeHbIle (3 MOyl U3 reorpadpude-
CKM yIaJIeHHBIX MECT), UeM YUCJIO MOMYIsUil ¢ Ka-
JIJAMUHOBBIX M HEMETAJUIOHOCHBIX TTOYB (6 1 7 TIOITy-
JISILMIA, COOTBETCTBEHHO) (puc. 1a).

C1riocoOHOCTh pacTeHU pa3HBIX TTOMYJISIIINI Ha-
KarnauBaTh Ni B KOPHSIX B pacyeTe Ha eTMHUILY MacChl
yMeHbIanach B psaay: PB= Co > SB = Ci= Prem > Vi=
~MP>LA>MS>LB=KH=Wi=LC=SF=Ku>Pr,
a B moberax — B psany: MP > Ku > KH > LA > SF >
>LB>Vi=Ci>PB=Prem=Wi>Co>SB>MS>
> Pr= LC (puc. 1a). Koppessiimu Mexmy coaepKaHueM
Ni B KOpHSIX 1 TIo0erax y MpeacTaBUTENICH pa3TnIHbIX
oyl N. caerulescens He ObUIO HaiimeHo (puc. 2a).

3HavyeHMe haKTopa TPAHCIOKAIINHU, TO €CTh OTHO-
meHue conepxxanus Ni B moberax K ero coiep>KaHuIo
B KOPHSIX, Y V. japonica CyllleCTBEHHO HE OTJINYaJIOCh
OT IIpeICTaBUTENICHT IBYX IOIyasauuii N. caerulescens
¢ ceprieHTUHOBBIX TT0ouB, Ci u PB, HO ObLTO cyle-
CTBEHHO HITKE, YeM Y PaCTeHUI1 OPYyroil CepIieHTH-
HoBoM nonyisiuuu, MP (puc. 16). ¥ pactenumii pas-
HBIX TIOMYJISIUU N. caerulescens cpenHue 3HaYEHUS
¢dakTOopa TpaHCIOKALIMM KOJeOaJuCh B IIMPOKMUX
npenenax. Hambompiine cpemHue 3HA4YEHUST OBUIA
MOJIyYeHBI IJIST pacTeHU monyasuuu MP ceprienTn-
HOBOM TpymniIibl, a Takxke mis nomyasauuit KH u Ku ¢
HEMETaJUIOHOCHBIX II0uB. HawmmeHbllme cpemHue
3HaYeHUs (aKTopa TpaHCJIOKALIMM HAOIIOOANCh Y
pacteHuit momyasiuuii Pr u LC kanaMuHOBOI TpyIi-
nbel. 3HadyeHusl (paKkTopa TPaHCIOKALIMM MeHbIe 1
HaOMogaInch Takke y pacteHuit nomnyiasuuii PB u Ci
C cepreHTUHOBBIX MouB, Prem, Wi, MS, SB, Co c He-
METaAJUIOHOCHBIX IOYB, a TakKe Vi ¢ KaJlaMUHOBOM
MoYBHI. B 11e710M 3HaueHUs paKTOpa TPAaHCIOKAIIMU
yMeHblIaauch B psaay: Ku > KH = MP > SF > LB =
~LA>Wi>Vi>Ci>Prem>PB>Co=MS>SB>
> Pr = LC. Bo Bcex rpymnmnax pacTeHui HaOJromaacs
3HAYUTEJIbHBIIA pa3dpoc 3HaueHUit (pakTopa TpaHCIO-
KAy ¥ IIPUCYTCTBOBAIN ITOMY/ISIIIAM CO 3HAYCHUEM
dakTopa TpaHCIOKAIIUM KaK OOoJIbIlIe, TaK M MEHbIIIEe |
(puc. 16). Koppensiiuu mexay conepxkanueM Ni B Kop-
HSIX U 3HAYeHMEeM (haKTopa TpaHCJIOKAIIUM y IIpeacTa-
BUTEJICH pa3INIHBIX TTONYJSLMN N. caerulescens Haii-
JIeHO He ObLIOo (puc. 20).

OBCYXIEHUNE

HaubGonblieid cnocoOHOCThI0O HakaruiiBaTh Ni B
noberax M3 M3yYEHHBIX HAMM IIOITYJISLIMI OTIMYa-
JIMCh pacTeHUd rorryissunn MP N. caerulescens, ipo-
MU3pacTalollire B €eCTECTBEHHBIX YCIOBUSIX Ha YJIbTpa-
OCHOBHOI (cepneHTMHOBOI) rmouBe Mtamuu (puc. 1a).
Ha niepBblit B3I, MOJIydeHHbIE TaHHBIC TTIOATBEP-
KIAIOT TUITOTE3bI, COMIACHO KOTOPBIM pa3BUTHUE
CIIOCOOHOCTY HAaKarjIMBaTh METaJl 3aBUCUT OT €TI0
JIOCTYITHOCTH B cpene [17], Tak KaK CepIIeHTUHOBBIC
moyBbl 6oratel Ni, a pa3auuus B CIIOCOOHOCTH K
crienprIecKOMy HAKOIUIEHUIO METaJUIOB Cpenu
nonyJysiuuii N. caerulescens mpenonpeneacHbl TeHe-
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Puc. 1. Conepxanue Ni B kopHsix (/) u noberax (2) (a) u 3HaueHus dakropa TpaHcaoKaluu (oTHolLIeHue coaepxxaHus Ni B
noberax K ero Coaep>KaHuio B KOpHsIX) (0) y ruriepakkymyisitopa Noccaea japonica (N.j.) v pacTeHuit 16 monyJssiiuii rTurepak-
Kymysitopa Noccaea caerulescens (N.c.) nocie 2 Heaenb MHKy6aryu Ha 0.5 N pacTBope XoriaHaa ¢ ociaeayioleil HHKyoal-
eit B tedeHue 6 Henesb B ipucytctBum 1| MKM NiSOy. IpencraBieHsl cpenHue 3HaUYeHMS U UX CTaHIapTHbIE omnoku. Cratu-
CTUYECKUIT aHaJIN3 TIPOBEACH OTICIHLHO VIS KOpHEi 1 moOeroB (a), a Takke I 3HaYeHui ¢akTopa TpaHciaokamuu (6). Jo-
CTOBEpPHO pasiuyarolnuecss Mexay coboii BeamuuHbl (ipu P < 0.05) o6Go3HayeHbl pa3HbIMM OykBaMu. CTaTUCTHYECKU
JIOCTOBEPHBIE pa3inuus Mexy copepxkaHreM Ni B KOpHsIX 1 moderax rnokasaHsl 3Be3goukamu: * mpu P < 0.05; ** npu P<0.01;
*** mpu P < 0.001 (omHO(aKTOPHBII TUCIIEPCUOHHBIN aHATTN3).
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Puc. 2. InarpaMmbl Koppeisuuii Mexay comepxxaHreM Ni B KOpHsIX 1 moberax (a), comep:kaHueM Ni B KOPHSIX 1 3HAYEHUEM
(akTopa TpaHciokauuu (0), conepxkanuem Ni 1 Zn B KOpHSIX (B), 3HaUeHUsIMU (akTopa TpaHciaokauu Niu Zn (1), conep-
XaHueM Ni B KOpHSIX U YCTOMYMBOCTBIO (JT), a TaKKe 3HaUeHHeM (paKTopa TpaHCIOKAIIMK M YCTOMYUBOCTHIO (€) pacTeHuit Noc-
caea caerulescens. I1okazaHbl TMHUU perpeccu U KoadduumeHT koppesiuu [Mupcona (r) (* mipu P < 0.05; ** mpu P < 0.01).
JlaHHBIE 110 YCTOMYMBOCTY pacTeHU, OLICHEHHOH 10 3HAaYeHUI0 KOHUEHTpauuu Ni, Mpu KOTOPOi pOoCT KOPHE MOJTHOCTbIO
unruoéuposaics (ECyg), a Takxxe Mo HAKOIUIEHUIO U TPAaHCJIOKAUUU Zn B3STHI U3 cTaTeit [13, 14].
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Tnaecku [15]. OmHako mpuMedaTenbHO, YTO pacTe-
Hus nonyassuuii Ku u KH ¢ HeMeTasioHOCHBIX TTOUB
@OuanssHouy 1 Yexun, COOTBETCTBEHHO, U MOMYJISI-
uun LA ¢ KaaaMUHOBOM ITOYBBI BO PpaHIIMU TaKKe
MMeEJIN OTHOCUTEJILHO BBICOKYIO CIIOCOOHOCTh aKKy-
MyaupoBaTh Ni B moderax (puc. 1a), HeCMOTpS Ha €TO
HU3KOe COAEpKaHME B OYBE B €CTECTBEHHOM cpele
X npouspacraHus. bojyee Toro, Kak nmokasajay Halllu
0oJiee paHHME UCCICIOBAHMS, IIPOBEACHHbBIC B UICH-
TUYHBIX YCIIOBUSIX, CIIOCOOHOCTh HaKarinBaTh Ni B
noberax y pactenuit nonyasuuu CMA ¢ KaJaMHUHO-
BOI TTIOYBBI OblIa OOJIee YeM B IBa pa3a BbIIIIE, YEM Y
pacteHuii nonyysinyuu MP ¢ ceprieHTMHOBOI TOYBBI
[13]. ITpuHSTO CYMTATh, YTO CIIOCOOHOCTH K THUIIEP-
akkymyJsiuuy Ni BO3HUKIIA, ITO-BUAUMOMY, Ha cep-
MIEHTUHOBBIX MOYBaX, a CIIOCOOHOCTh K THIIEPAKKY-
myssiun Cd ' Zn Moria 3BOJTIOLIMOHUPOBATH JIMOO
Ha KaJJaMWHOBEIX II0YBaX, JIM0O, UTO OoJiee BEepOsIT-
HO, Ha HEMETAJUIOHOCHBIX ITOYBaX C ITOCIEAYIONIM
3aceJIEeHUeM METAJUIOHOCHBIX MOYB U MOBBILIEHUEM
ycroitumBoctu pacteHmii. Ilomynsuum daxkynbra-
TUBHBIX METALIO(UTOB-TUNEPAKKYMYJISITOPOB C ME-
TaJUIOHOCHBIX MOYB, 1O KpaiiHell Mepe, TUIIEpaKKy-
MyassTopoB Zn/Cd, oObIYHO GoJiee YCTOMUMBBI K Zn
n Cd, 4eM IOIIy/ LMK TOTO K€ BHUAAa C HeMEeTaJlJIo-
HOCHBIX 1T04B [ 18, 19]. OnHako nojydyeHHbIE TaHHbIE
CBHUCTEIBCTBYIOT B IIOJIb3Yy TOIO, YTO CIIOCOOHOCTh
pacTeHuii HaKaIUIMBaThb METAUIbl, B OTJIMYUE OT
YCTOMYMBOCTU K HUM, HE BCeTaa KOppeJupyeT C Co-
JIep>XaHUEeM COOTBETCTBYIOIIMX METAJIJIOB B ITOYBE B
cpene ux oouraHus [25].

CyIecTByeT HECKOJIBKO THITOTE3 OTHOCHUTEIHHO
TOTO, B YeM CEJICKTMBHOE MIPEUMYIIIECTBO CITIOCOOHO-
CTM pacTeHUI HaKaIUIMBaTh METaJlJIbl B IPUPOJE.
ComracHO rumnoTte3e “3allluThl”’, ITOBBIIICHHEIN YPO-
BEHb CONEpP>KaHUS METAJIOB B TKaHIX Iobera CIto-
COOCTBYeT 3alllUTe OT PACTUTEILHOSIIHBIX XKUBOTHBIX
W TIaTOTeHOB, OGJIaromapst YeMy CHIKaeTCs HeOOXOm-
MOCTB TPaTUTh OOJTBIIIME KOJTMIECTBA SHEPTUH, a30Ta
1 yrjiepojia Ha OMOCHMHTE3 3allIMTHBIX OpTaHUYeCKUX
coeHeHUt [060611eHO B 0630pax 26, 27]. Hanpu-
Mep, pa3BUTHE TATOTeHHOTO ITamMMa Xanthomonas
campestris pv. campestris He TPOMCXOIUIIO B paCTEHU -
sIX runepakkymyssitopa Ni Streptanthus polygaloides,
a pocT mapasuTudeckoro rpubda Erysiphe polygoni n
HekpoTpodHoro rpubda Alternaria brassicola nnrnomM-
poBaJics [28].

PacTenust cepneHTUHOBOU Tontynsiuuu N. japoni-
ca, a Takxe TOMYJSIUUil CEepHeHTUHOBOW TPYIIbI
N. caerulescens (MP, PB, Ci) HakanuBaau He TOJIb-
Ko OoJbitoe konudectBo Ni (puc. 1a), HO U oTIMYa-
JIMCH BBICOKOM CIIOCOOHOCTHIO HaKaruBaTth Zn [13,
14], a pactenusa nomnynsgunn CMA mmomumo Ni n Zn
HakKaIlUTMBaJIM Takxke Haubosbliee KonndyectBo Cd B
no6erax [13]. B ecTecTBEHHBIX YCIIOBUSIX IIPOMU3PaC-
TaHUs CIOCOOHOCTh PACTEHWI OINHOBPEMEHHO Ha-
KaIIMBaTh HECKOJbKO METAJUIOB MOXET aBaTh
ornpeaeseHHbIe MPeuMylllecTBa B 3alllUTe OT Ioena-
ausg. Hampumep, y rumnepakkymyisitopa Cd m Zn
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A. halleri cnocobHocTh K HakomieHutro Cd moria
BO3HUKHYTh B OTBET Ha pa3BUTHE YCTOMYMBOCTHU Tpa-
BOSITHBIX XKUBOTHBIX K Zn, TeM 6oiiee yTo Cd TOKCUY-
Hee Zn [29]. KpoMe Toro, naxke HeOOIbIIe KOJInJYe-
CTBa METAJIJIOB MOTYT BHOCHUTh 3HAYNTEIbHBIIA BKJIA
B TOKCUYHOCTh CMECHU, JaxKe KOrJa MEeTaJLIbl HaXo-
JISITCSI B KOHILIEHTPALUSIX HUKE MX IIOPOTOBBIX 3HAUYE-
HUII TOKCMYHOCTU IIPU HMX pa3lelIbHOM ACHCTBUU
[30]. MoOXXHO MpeaInoaoXuTh, YTO BhICOKAsI CIIOCO0-
HOCTb K HAKOIUIEHUIO ZNn Y PACTCHUI B IIOITYJISIIIMSIX
N. caerulescens ¢ ceprieHTUHOBBIX IT0YB 1 Niy pacTte-
Huii psaa omyasiuuid (LA, SF, LB) ¢ kamaMUHOBBIX
nmo4B (puc. 1a) Moria pa3BUTHCS B OTBET HA yCTOMY -
BOCTb K Ni M Zn, COOTBETCTBEHHO, Y MECTHBIX BUIOB
TPaBOSIAHBIX WM Mapa3uToB. MOXHO yTBEpXIaTh,
YTO B IPUPOAE KOHLEHTPAUKU ZNn B JIUCThSIX paCTeHUIA
MOMYJISIIUI CEPIEHTUHOBOI Ipyrmbl 1 Ni B JIMCTBSIX
pacTeHUii KaJJaMUHOBOI TPYIIITbI YacTO OCTAKOTCSI Ha-
MHOTI'O HMXXE TTIOPOrOBOI BEIMUMHBI, XapaKTEPHOM 1151
TUIIEPaKKyMYJISTOPOB B mpupone [6] n3-3a oTHOCHU-
TEJIbHO HM3KOTIO COAepXKaHUS Zn B CEPIEHTUHOBBIX
nmoyBax 1 Ni B KaJJaMUHOBBIX IT0YBaX, COOTBETCTBEH-
HO. OmHaKO BO3MOXHO, YTO TaXKe 3TO OTHOCHUTEIBHO
HU3Koe coaepxxaHue Zn 1 Ni B IUCTbIX Y pacCTeHUN
CEPNEHTUHOBOU 1 KaJJaMUHOBOM I'PYIIIl, PACTYyILIUX B
€CTECTBEHHBIX YCIOBUSIX, COOTBETCTBEHHO, B COUETa-
HUY C HaKOIUUICHHEM IMpeo0Iamaionux 3JIeMEHTOB,
MPUCYTCTBYIOIIUX B IOYBE, BHOCUT CYIIECTBEHHBIN
BKJIAJ B 3allIUTY PACTEHUI OT TPABOSIAHBIX WJIM ITapa-
3uToB [13, 14]. KoHeYHO, 3T CIOCOOHOCTH TaKXKe
MOTYT OBITh IPOCTO YHACJIEIOBAaHHBIMU OT IMPEIKOB,
9BOJIIOLIMOHMPOBABIIMX Ha IPYTUX TUIAX MTOYB.

MOXHO TPEIIoJOKUTh, YTO CITIOCOOHOCTD K OJI-
HOBPEMEHHOMY HAKOIUIEHUIO HECKOJIBKIX 3JIEMEHTOB
paCTeHUSIMU SIBJIIETCSI PE3YILTATOM OOIIUX ITyTei 1Mo-
CTYIUICHUS METAJUIOB B PaCTeHUSI WIM UX TPAHCIIOPTa B
noberu [060011eHO B 0630pe 31]. Bricokast momoxu-
TeJIbHAsl KOppessiusl MexXay coaepxkaHueM Ni u Zn,
Zn u Cd, a taxke Ni u Cd B moberax N. caerulescens
[13] Takke monTBepXKOaeT CyllIeCTBOBaHMWE CJ1abo
cnelUuIeCKUX MeXaHU3MOB TPAHCIOPTA 3TUX Me-
TajmoB. BplIO Takske moka3aHo, 4To nomioieHue Ni
B IIPUCYTCTBUU SKBUMOJISIPHBIX KOHLICHTpAalnii Zn B
MMUTATEJIbHOM PacTBOpPE CYILIECTBEHHO CHILKAIOCh Y
pactenuit N. caerulescens tionynsuuit MP u PB ¢
CEepIIEHTUHOBBIX IToYB, a Takke SF m Durfort (Du,
@dpaH1Ms) ¢ KAJIJAMUHOBBIX MOYB, Torga Kak Ni He
BJIVSLT Ha TIOTJIoNIeHUe Zn, YTO MpearnojaraeT Iorjio-
meHue Ni B OCHOBHOM IIOCPEICTBOM TPAHCIIOPTEPOB
Zny pacteHMit 9TUX nomyJisiuuii [32]. [TpennoytuTesnsb-
Hoe norioueHue Zn niepen Niy N. caerulescens corna-
CyeTcs C pesylabTaTaMM IIOJIEBBIX HcclienoBaHuil [9].
YuureiBasg 3TW JaHHBIE, MOXHO IIPEANOJIOXUTh, YTO
COCOOHOCTH K HakoIIeHUIo Niy N. caerulescens siBsi-
€TCSI BCEro JIMIIb IMTOOOYHBIM ITPOAYKTOM XapaKTep-
HOTO IJIsl BUa B LICJIOM ME€XaHM3Ma TUIIEPAKKyMYJISI-
ouu Zn, 1o KpaitHeii Mmepe, B TOif Mepe, B KaKOi 3TO
KacaeTcs IOIJIOIIECHNST KOPHSIMU.
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Paznbre monysinuu N. caerulescens cyniecTBEHHO
pa3audaanuch IO CIIOCOOHOCTH HaKaIlJIMBAaTh METall-
JIbI B KOpHSIX U moberax. B To Bpemsi Kak cIoco0-
HOCTb HaKaIUIMBATh Zn XapakTepHa y V. caerulescens
I1s1 BUa B 1eioM [ 13, 14], cnocoOHOCTh HAKaIuIMBaTh
Ni B moberax y pacteHuii oenbruiickux romnyssiiuit LC
u Pr (puc. la), a Takke Plombieres (Pl, bensrust) u
Lanestosa (La, Mcnanus) ¢ KaJaMMHOBBIX ITOYB HE
BbIsiBIIeHA [ 13]. OmHUM M3 HecieM(UIeCKUX TPaHC-
MIOPTEPOB, YYACTBYIOIIMX B IIOIJIOIIEHUN METAJLIOB
asisieTcsa IRT1, KoTopblid ydacTByeT B TpaHCIIOPTE
yepe3 niaasMajieMMy B IIMTOIUIa3My HE TOJBKO IBYX-
BaJIeHTHBIX MOHOB Fe, Zn, Co, Mn, Cd [33—35], Hon
Ni [36, 37]. [1Ipu neiictBum Ni HabIOmanach MHAYK-
mus skcnpeccun reHa [RT1 B xopHsx Arabidopsis
thaliana (36, 37] u N. caerulescens [38]. Y pacreHnii
IBYX OeIbIMCKMX KaJaMHHOBBIX nonyiasanuii LC u
Pr, TUIIIEHHBIX CIIOCOOHOCTU K TMIEPAKKyMYJISLINU
He ToibKo Ni (puc. 1a), Ho u Cd [13] u obnamaronimx
OTHOCHUTEIFHO HM3KOM CHOCOOHOCTBIO K HAKOILIe-
HMIO Zn, HaOMIOOAeTCsl CUMHTe3 He(MYHKIIMOHAIbHOIMA,
BEpPOSITHO, YKOopoueHHOI ¢opmbl O0enka IRT1 [0600-
meHo B o63ope 31; 35, 39]. B 3T0i1 cBsI31 HEOOXOAMMO
3aMETUTh, YTO Yy pacTeHuit nonyissunu LC, B oTimdme
ot MP, PB, SF u Du, Zn He oka3bIBajl 3aMETHOTO BJIU-
a1 Ha rorrontenre Ni [32]. OgHako y TOmyJIsTiim
La (Mcmanust) ¢ KaraMUHOBOI1 IIOYBBI, TAKKe HE 00-
Jlagarollei CIToCOOHOCTHIO K rurepakkymysinuu Cd
u Ni, HaOJIr0gaIach OTHOCUTEILHO BBICOKASI CIIOCO0-
HOCTb K HAKOIUICHUIO ZNn, 13 YeTO MOXKXHO IIPEAIIOJIO-
XKWUTb, YTO Y PACTEHUI 3TOU MOIYJSLUU CYLIECTBYET
1o KpaliHeli Mepe elle OOUH TpaHCIopTep, y4acTBY-
IOIUIT B HOIOIEHUY Zn 1 00JIafalolIunii 0oJjiee HA3-
KM cpoactBoM K Ni [13, 14]. O cymectBoBaHUM 00-
MX ImyTei moctyruieHust Ni 1 Zn B KOPHEBBIE CUCTEMBI
pacTeHuii CBUAECTENICTBYET JOCTOBEPHAsI KOPPEISIINAST
MEXIy CIOCOOHOCThIO HakaruBaTh Ni 1 Zn B KOp-
HsX (puc. 2B).

Tak kak HakoruieHHe Ni He M3MEHSIJIOCHh B TIPH-
cyrcrBuu Zn u Cd y LC, HO TomaBiIsisioCh 3TUMU Me-
TajuiaMu y pacteHuit nomyasuii Lellingen (Le), St-
Laurent-le-Minier (SLM, panee Ganges) u MP, cta-
JIO BO3MOXHEBIM IIPEIIIOJIOXUTD, YTO HaKoIuieHue Ni
omnpenensieTcss MeHee chnelnu(PUIHONM CUCTEMOM IO-
IJIOIIEHMSI, KOTOpasi Y4acTBYET B IOIJIOIIEHUN ZNn U
CdyLe, MP u SLM [7]. Yuactne B momtomeHnn Ni
TPaHCIIOPTEPOB C HU3KKM CPOICTBOM K Zn ObLIO
noaTBepxkKIeHO y N. caerulescens B 60J1ee MO3THUX HC-
CJIeIOBAHUSX, a TAKKe MIPOJAEMOHCTPUPOBAHO Y T'H-
nepakkymyssitopa Ni Odontarrhena muralis (Alyssum
murale) 1 y HeakkyMyasaTopoB Thlaspi arvense [40] u
Triticum aestivum [41]. OnHUM U3 KaHINOATOB, KOTO-
PBIi MOXKET y9acTBOBATh B TpaHcIiopTe Ni, SIBIsSIeTCS
TpaHcHopTep ¢ HU3KUM cpoactBom ZIP10 [38], oa-
HAKO pa3IMyMs MEXIy MNONyJISIIMSIMH Ha YPOBHE
9KCIPECCUU T€HOB TPAHCIIOPTEPOB METAILIOB, y4acCT-
BYIOIIIMX B MX MOIJIOIIEHUM, U3YYeHBI ellle KpaiiHe
HEIO0CTAaTOYHO.
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3HavyeHUs paKkTOpa TPAHCIOKAIIUHY CYILIECTBEHHO
pa3IuyaaIuch MEXIY pacTEHUSIMU Pa3HbIX ITOITYJIsI-
LIMI BO Bcex Tpex rpynmax N. caerulescens (puc. 10).
I[IpyauMas BO BHMMaHME, YTO KOPPEISIIUN MEXIY
conepxanueM Ni B KOpHSIX M TTo0erax y IpeacTaBu-
TeJieii pasauuHblx nonyasiuuit N. caerulescens He
HaiigeHo (puc. 2a), CTAaHOBUTCS OYEBUIHBIM, YTO
JIOJDKHBI CYIIIECTBOBAaTh BHYTPUBUAOBBIE pa3Inyiusl B
tpaHcniopte Ni U3 KopHeli B moderu. [Tpumeyartens-
HO, 4TO y pacTeHul momysiuuii N. caerulescens cep-
MEeHTUHOBOM I'PyIIITHI, 3a UCKII0UeHeM MP, a Takke
Yy CEpIIEHTUHOBOM MOy AIuuu N. japonica cogepxa-
are Ni B KOpHSX OBIJIO BBIIIE, 4YeM B moderax. OHM
obnamanu cpemHeil 3(PpEPEKTUBHOCTHIO TpaHCIOKa-
uuu Ni B moderu, B To BpeMsI KaK HauOoIbIIME 3HA-
yeHus (pakTopa TpaHCIOKAlMM ObLIM OOHApY>KEeHBI
HE TOJIBKO Y PACTE€HUM CEPIIEHTUHOBOM MOIYJISILIANA
MP, Ho 1 y pactenuit nonynsiuuit KH u Ku ¢ Heme-
TaJUIOHOCHBIX MOYB (puc. 16). HamMeHnsbiei cnoco6-
HOCTBIO TpaHcHopTupoBaTh Ni U3 KOpHeil B 1modoeru
o0JIagaay pacTeHusl OeIbIMiiCKIX KaJJaMUHOBBIX IO~
nyiasauii LC u Pr (puc. 10), a cienoBaTebHO, O4YSHD
HM3Kasl CIIOCOOHOCTh PACTEHUM 3TUX ITOIMYJISIIMI K
HakoruieHuo Ni B moderax ornpenessieTcsl He TOJbKO
HU3KOM MHTEHCUBHOCTHIO IIOIJIOLIEHUS MeTalia, HO
1 HU3KOIH 3(pPEKTUBHOCTHIO €r0 TPAHCIIOPTA U3 KOp-
Heil B mobern. MakTudecKu, pacTeHUST 3TUX MOITYJIsI-
LI TIPOSIBIISIIN ce0sI CKopee KaK MCKITIIoYaTelIv ¢ KO-
adduimenToM Tpanciaokalu Ni okoso 0.1 (puc. 16).
OtcyTcTBUE KOppelsiiuyd Mexkay coaepxkaHueM Ni B
KOpHSIX 1 (pakTopoM TpaHciaokauuu Ni (puc. 20)
CBUIETEJBCTBYET O TOM, YTO KOJIMYECTBO TPaHCIIOP-
TUPYEMOI'O MeTajljla HaIlpsIMyIO HE 3aBHUCHUT OT €ro
colepKaHMsI B KOpHEBOM cucTteme. TakuMm oGpasom,
MOXKHO MPEAIOJIOXUTh, YTO Y PACTEHUM U3 MOITYJIsI-
1uuii LC u Pr oTcyTCcTBYeT MMEHHO CITOCOOHOCTD K TH-
neprpaHciokanyu Ni, Torma KakK CHOOCOOHOCTh K
tpaHciokanuu Cd u Zn nomiepKuBaeTcs Ha ypOBHE,
CBOIMCTBEHHOM JIJIsl TUTIEPaKKyMyJIsiTopoB [ 11, 14, 42].

Bricokast cmocOOHOCTh pacTeHUid TUIIEPAKKYyMY-
JIATOPOB TpaHcmopTupoBaTh Ni M Zn M3 KOpHEN B
MOOETM MOXKET OIpPEaeNIsITbCS BBICOKMM YpPOBHEM
HU3KOMOJIEKYJISIPHBIX LIMTOTIa3MaTUYECKUX XeIaTo-
POB, TaKUX KaK T'MCTUAUH U HUKOTHUAHAMUH, B KOpP-
HSIX 3TUX BUIOB [00006111eHO B 0030pe 31]. [Tpu nHKy-
Oaluu BbIIEICHHBIX U3 KOPHEl BE3MKYJI TOHOILIacTa
B cpene, comepakaiteit Ni v Zn B cO9eTaHUM C TUCTH-
JMHOM, MOCTYIUICHWME B HUX META/UIOB 3HAYUTEIBHO
WHTMOUPOBAJIOCh Y V. caerulescens, HO He y OJIM3KOPOII-
CTBEHHOIO Heakkymyssitopa Thlaspi arvense (8, 43].
YuyutbiBasi KOHCTUTYTMBHO BBICOKMIA 3HIOT€HHBII
YPOBEHb TUCTUAVHA B KOPHSIX N. caerulescens 8] u HU3-
Koe cogepxkanne Ni 1 Zn B IPOTOILIACTAX KJIIETOK KOPBI
KOpHHI [8, 43], MOXKHO TIPEINOIOXKUTh, YTO CBSI3bIBAHIE
METAIJIOB C TUCTUAMHOM B LIMTO30JI€ OTPAaHUYMBAET UX
MOCTYIUIEHWE B BaKyOJIu KJIETOK KOPbl KOpHSI, 00JIer-
Yyasi UX paauaJibHbI TPAaHCTIOPT MO HAIlpaBJIECHUIO K
Kcuneme [06061eHo B 0630pe 31]. OnHako ciaenyer
OTMETUTh, UTO, HECMOTPS Ha CyIIIECTBEHHbIE PA3INUMSI
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B criocoOHocTr HakarumBaTh Ni (puc. 1a) u Zn [9, 10,
13—15, 43], pacteHus1 pa3HbIX NOIYJISILUA N. caerules-
cens (Le, LC, SF, MP) nocTtoBepHO He pa3inyaiuch
10 SHAOTEHHOMY COACPKAHUIO TUCTUANHA B KOPHSIX
M rob6erax [8]. DTo cBUAETEIBCTBYET O TOM, YTO MEXK-
MOIYJISILIMOHHbBIC Pa3IMYMsl IO CIIOCOOHOCTU pacTe-
HWM HakarumBaTh Ni 1 Zn, 110 Bceil BUINMOCTH, He
OIPEACSTIIOTCS. Pa3IMYHBIM ColepXXaHeM CBOOOI-
HOro TUCTUIVHA B KOpHSX. B 3TOM oOTHOIICHUU
HEJIb3sT UCKII0UATh OTEHIIMAIBbHYIO POJIb HUKOTHA-
HaMWHAa, XOTsI JaHHbIE TT0 MEKIOITYJISIIIMOHHBIM pa3-
JIMYUSIM SHAOT€HHOTIO COMIepKaHus HUKOTHUaHAMUHA
B KOPHSIX HaM HEWU3BECTHEL.

CyllecTBEeHHbBII BKJIaJ B MEXaHU3Mbl TUTIEPAKKY-
MYJISIHAM BHOCUT 3(Pp(EKTUBHOCTh 3arpy3KM MeETall-
JIOB B cocynbl Kcuiaembl. I[lokazaHo, yto ATda3bl
P,z-tunma HMA4 u HMA?2 y4yacTBy1OT B 3arpy3ke Zn
n Cd B cocynpl KCUJIEMbI M3 KJIETOK IIEpUIIMKIIA U
KCUJIEMHOI TTapeHXMMBI [0000meHo B 0630pe 31].
MOXHO MpPEeanojaoXuTh, YTO TPUYMHAMU Pa3HOM
3(pPEKTUBHOCTH 3arpy3Ku METAJUIOB B KCUJIEMY Y
pacTeHuii pa3HbIX ITOITY/ISLINI MOTYT OBITh TU00 pa3-
JINYUS B JIOKAIM3allMY TPAHCIIOPTEpOB Ha MeMOpa-
He, 1100 pa3HbIil YpOBEHb 9KCIIPECCUN T'eHOB, KO-
pyOIINX 3TU OENKH, U4TO IMoKa3aHo B caydyae HMA4
[42]. YpoBeHnsb akcnipeccuu NcHMA4 y pactenuii PB
N. caerulescens, 0bl1 HIZKe 110 cpaBHeHMIO ¢ Pr, SF u
SLM, 49TO CBSI3aHO C HaJIWYMEeM YeThIpeX KOITHiA
NcHMA4 y SLM u SF, tpex xomnuit y Pr u Toibko
nByx kormii y PB [42]. OgHako ypoBeHB 3KCIIPECCUU
NcHMA4 re MOITHOCTBIO COIIAacyeTCs CO CITOCOOHO-
CTBIO pacTeHUM HaKaruiMBaTh Zn [14], yTo mo3BoJisieT
paccMaTpMBaTh 3TOT MEXaHM3M TOJIbKO B Ka4eCTBE
OIHOI M3 BO3MOXKHBIX IIPUYNH BHYTPUBHUAOBBIX Pa3-
Juuuii y N. caerulescens B HakoruieHUU Zn U, BO3-
MoxHo, Cd. MexanusMm 3arpy3ku Ni B KcrieMy HaM
noKa He m3BecteH. Ho oueBMmHO, yTo TpaHcIiopT Ni
1 Zn B TOOETU MPOUCXOAUT Pa3IMYHBIMU IIyTIMU, O
yeM KOCBEHHO CBMICTEIILCTBYET OTCYTCTBUE KOppe-
JSIIAKA MeXIy 3HaudeHUSIMU (DaKTOPOB TPaHCIIOKa-
uuu Niu Zn (puc. 2r).

OueBUIHO, UYTO TUINEPAKKYMYJISITOPHI ITOJKHBI
OBITh YCTOMYMBBI K JIEUCTBUIO METAJIJIOB, KOTOPHBIC
OHU HakaruiuBaloT. [Ipu 3ToM MeXaHU3MBbI, onpeae-
JISIIOIIME YCTOMYMBOCTh K MeTajlllaM, JOJIKHbBI ObLIN
BO3HUKHYTb B IIPOLIECCE SBOJIOLMHU PAHbIIIE WU Ma-
paJlIeJIbHO CO CITOCOOHOCTBIO K aKKyMyJsiiuu [44].
JlaHHbBIE KOPHEBOI'O TECTA, B KOTOPOM PAaCTEHMSI MOCIe-
JIOBaTeIbHO UHKYOMPOBAJIM Ha PacTBOpax ¢ Bo3pacra-
OIIMMU KOHLIEHTpauusiMy Ni M oTMeJaTvi MUHUMAaJTb-
HYIO KOHILIEHTpAlUIO, IIPU KOTOPO POCT OCTaHABJIIU-
Basica (EC,y), mokazanu, 4yTto ycToMumBOCTb K Ni y
N. caerulescens B 11e710M BUAOCTIELIM(UYHA 1 HAMHOTO
BbILIIE, YeM Y HEMETAJLTO(PUTOB, XOTSI paCTeHUS Pa3HbIX
MOMYJISILIMI TUIIeaKKyMYJIsITOpa MOTYT OTJIMYAThCS 1O
ycTroitunBocTH [13]. MexXnmonyJIsiuMOHHbIC pa3Indus
B YCTOMYMBOCTH pacTeHui K Ni ObJIM MUHUMAIbHBI-
MU BHYTPU TpPYIIIbl PACTEHUI C CEPHEHTUHOBBIX

CEPEI'MH n np.

II0YB 10 CPAaBHEHMIO TPYIIIIAMM ITOIYJISIIUKA C Kaja-
MUHOBBIX U HEMETaJJIOHOCHBIX Mo4YB. Haubonbimas
yctoitumBOCTh K Ni Ob1a XapakTepHas IJIsl PACTCHUN
nonynsuuii PB i Ci, aBomonist KOTOPBIX TPOXOIMiIa
Ha CEepIIeHTUHOBEIX TMTouBax [13].

Koppensuuu mexny HakoruieHueM Ni B rmooerax
M YCTOMYMBOCTBIO pacTeHuit K Ni He ObU10 OOHapy-
keHo [13]. OTcyTcTBHUE KOPPETSIINMU MEXIY YCTOM-
YUBOCTBIO U CITOCOOHOCTBIO PACTEHUI HaKamnanuBaTh
Ni, mo KkpaiiHeil Mepe, YaCTUYHO MOXKET CIIyXXKUTb
KOCBEHHBIM ITOATBEPXKIEHUEM CYILECTBYIOLIECH TOY-
KU 3pE€HUSI O HE3aBUCUMOM F€HETUUYECKOM KOHTpPOJIE
YCTOMUMBOCTU U CIIOCOOHOCTU K HAKOIUICHUIO Me-
TajnoB [21—24]. Tak Kak 1J1s1 aHaIn3a yCTOMYMBOCTH
HWCMOJIb30BaJICsS KOpHEBOI TecT [13], To B HacTosIei
pabore HaMu OBLI MPOBENECH aHAIN3 B3aMMOCBSI3U
MEXIY YCTOMYMBOCTBIO PACTEHUI PA3HBIX ITOITYJISI-
it N. caerulescens X Ni 1 X CTTOCOOHOCTbBIO HaKarl-
ymBath Ni B KOpHSIX (pHC. 2I) U TPaHCIIOPTUPOBATh
Ni B moberu, BeIpakeHHOM 4Yepe3 (haKTop TpaHCIIO-
Kauuu (puc. 2e). AHaJIu3 IoKa3ajal HaJlu4yue 3Ha4Yu-
TEJILHOI ITOJI0XUTEIbHOI KOPPEJISIINU TOJIBKO MEXIY
CITOCOOHOCTBIO HaKarutmBaTh Ni B KOPHSIX M YCTOM-
YUBOCTBIO pacTeHuit K Ni (puc. 21), 4TO CBUAETEIb-
CTBYET O TOM, YTO MEXIY YCTOMYMBOCTBIO PAaCTCHUIA
Ni, olleHeHHOIT TTO KOPHEBOMY TECTY, 1 HAKOTUIEHUEM
Ni B KOpHSIX MOXET CYyIIEeCTBOBATh OIpeAeeHHas
CBs13b. B 3TOI1 CBSI3M BaXXHO 3aMETUTh, YTO Y HAMOO-
nee yeroiiauBhIx K Ni pactennit monysiuit PB 1 Ci
N. caerulescens, a TakxXe y HECKOJIBKO MEHEE YCTOM-
YUBBIX pacTeHUit N. japonica [13], Habmomanoch Hau-
OoJiplllee HAKOIUIEHWE MeTala B KOpHAX (puc. 1a),
YTO MOXKET OBITh CBSI3aHO C BBICOKOI 3(pheKTUBHO-
CThIO MEXaHM3MOB OEeTOKCHKallMM Ni B KOPHSX. Y
pacteHuit nmonyysinuud MP, ycTOIYMBOCTD KOTOPBIX
ObL1a HeMHOro Hike 1o cpaBHeHuio PB u Ci [13],
HaOJII0JAJIOCh HE TOJILKO BEICOKOE coaepkaHue Ni B
KOpHSIX, HO 1 OYe€Hb MHTEHCHBHAs €r0 TPaHCJIOKa-
LI1$1 B TOOETH, IlIe Y TMIIEPaKKyMYJISITOPOB ITPOUCXO-
IUT HeTokcuKanus Ni IIyTeM €ro HaKOIUIEHUS B Ba-
KYOJISIX KJIETOK, TIPEUMYIIIECTBEHHO IMTOKPOBHOM TKa-
HU [00600111eHO B 0030pe 45]. OmHaKO O4EBUIHO, YTO
CYIIECTBYIOIIME pa3inyusi B yCcToMumBOCcTH K Ni
MEXIY TOIYJISIIUSIMU HE CBSI3aHbI HETTOCPEACTBEHHO
C pa3an4usIMU B 3(P(HEKTUBHOCTU TpaHCIoKauuu Ni,
IMOCKOJIbKY HE ObLIO HaiAeHO KOPPEISIIUUA MEXIY
3HaYCHUSIMU (pakTOpa TPAHCIOKAIIMU U YCTOMUMBO-
cThio pacteHuit K Ni (puc. 2e), U3 4ero cienyer, 4To
pa3au4us B YCTOMYMBOCTU AOJKHEI B 3HAYNTEILHOM
CTEIIEHU ONpPEeNesITbCS Pa3IMUYHON CIIOCOOHOCTBHIO
cBs13bIBaTh Ni B KOpHsIX. I[IprMeuarenbHO, UYTO B OT/IM-
yue oT Ni, B ciydae Zn oOHapyxKeHa OTpuLaTeIbHas
KOPPEISIs MEKAY CIIOCOOHOCTBHIO HaKaruIMBaTh Zn B
KOPHSIX M YCTOMUMBOCTBIO pacTeHuii K Zn [14], uTo Mo-
XKET CBUIETEIHLCTBOBATh O TOM, YTO YCTOMYMBOCTH B
JTaHHOM cJTydae oIipeensieTcs ckopee He 3P PeKTUB-
HBbIMUM MeXaHU3MaMHU JIETOKCUKAILIMU ZNn B KOPHSIX, a
CITOCOOHOCTBIO YCTOMYMBBIX K ZNn pacTeHUI1 IToaaep-
KMBaTh OTHOCUTEJILHO HU3KOE CoIepKaHue MeTalia
®U3UOJIOTUS PACTEHUN Ne 4
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B KOPHSIX OJarogapsi OoTpaHMYeHHOMY ITOTJIOIICHUIO
Zn unu 3 GhEKTUBHOMY €T0 TPaHCIOPTY B MOOETU.
I[IpyynHEl pa3nu4uii B CTpaTerMd YCTOMYMBOCTU
pactenmii K Ni 1 Zn 11oka He siIcHBI. B mo6om ciydae,
Mo-BUAUMOMY, pacTeHUs N. caerulescens He CTTOCOOHBI
3(HeKTUBHO CBS3BIBATh ZN B KOPHSX, YTO MOATBEP-
KImaeTcs MOTHOM IToTepell yCTOMIMBOCTH K Z.n TIPU TT0-
JIaBJieHUU skcnpeccuu reHa HMA4y A. halleri [23].

Taxkum ob6pa3zom, HakoruieHHWe Ni B KOpPHSIX Ba-
PBUPYET Y Pa3HbIX IMOIYJSLMI U HE KOPPEIUPYET C
HakoruieHueM Ni B moderax. OnHako HakoruieHue Ni
B KOPHSIX TOJIOXUTEIbHO KOPPEJIUPYET C YCTOHYMBO-
CThIO pacTeHuit K Ni, OlleHEeHHOI [0 UHTUOMPOBAHUIO
pocTa KopHs1. Beicokast ycToiiumBoCTh K Ni pacTeHuiA
MOMYJSILIMA C CEPIIEHTUHOBBIX T0YB, TO-BUAUMOMY,
OOBSICHSIETCSI BBICOKOU 3(P(hEeKTUBHOCTHIO TE€TOKCH-
kaiuu Ni B KOpHSIX, HO HalIpSIMYIO He CBsI3aHa C 3¢ -
(bEeKTUBHOCTBIO €r0o TpaHCIOKallMK U3 KOPHEN B TTO-
oeru.

ABTOpPBI BBIpaxaroT OjaromapHocTh Mark Aarts,
Mathilde Mousset, Thibault Sterckeman, Celestino
Quintela-Sabaris, Petra Kidd, Oihana Barrutia u Syl-
vain Merlot 3a mipenocrtaBiieHne ceMsIH N. caerules-
cens, Takafumi Mizuno 3a mpenocTaBiIcHUE CEMSH
N. japonica, and Rudo Verweij, Rob Broekman, Rich-
ard van Logtestijn, Riet Vooijs, m Sandy Goette 3a
TEXHUYECKYIO ITOMOIIIb.

HccnenoBanusi, TIpoBeleHHBIE Ha pPaCTCHUSIX
Noccaea caerulescens, BBITIOJIHEHBI 32 CUET CPEACTB
Poccuiickoro HaygHoro ¢onma (rpoext Ne 21-14-
00028, https://rscf.ru/project/21-14-00028/). Uccne-
JIOBaHUsI, TIPOBEJICHHbIE HA pacTeHUsIX Noccaea japoni-
ca, BHITIOJTHEHBI B paMKaxX TOCYJapCTBEHHOTO 3adaHMs
MuHucTepcTBa HayKU M BBICIIIETO 0oOpa3zoBaHus Poc-
cuiickoit @enepanyu (tema Ne 121040800153-1).

ABTOpBI 3asBJISIIOT 00 OTCYTCTBUMM KOHGMJIUKTA
nHTepecoB. HacTosiiast paboTta He CONEpKUT KaKUX-
JINOO uccliieNoBaHUM C yyacTUEM JIIOAEN U XKUBOTHBIX
B KauecTBe OOBbEKTOB MCCIENOBAHUS.

Astopel M. B. Ceperun u A. 1. KoxkeBHUKOBa
BHECJIM ONMHAKOBBII BKJIA B 3Ty padoTy.

CIIMCOK JIMTEPATYPbI

1. Jaffré T., Pillon Y., Thomine S., Merlot S. The metal hy-
peraccumulators from New Caledonia can broaden our
understanding of nickel accumulation in plants //
Front. Plant Sci. 2013. V. 4: article 279.
https://doi.org/10.3389/fpls.2013.00279

2. van Der Ent A., Vinya R., Erskine P. D., Malaisse F.,
Przybytowicz W. J., Barnabas A. D., Harris H.H., Mes-
Jjasz-Przybytowicz J. Elemental distribution and chemi-
cal speciation of copper and cobalt in three metallo-
phytes from the copper—cobalt belt in Northern Zam-
bia // Metallomics. 2020. V. 12. P. 682.
https://doi.org/10.1039/c9mt00263d

3. Reeves R.D., Baker A.J., Jaffré T., Erskine P.D., Eche-
varria G., van der Ent A. A global database for plants
that hyperaccumulate metal and metalloid trace ele-

®U3HUOJOTUA PACTEHUM  tom 69 Ned 2022

10.

11.

12.

13.

14.

395

ments // New Phytol. 2018. V. 218. P. 407.
https://doi.org/10.1111/nph.14907

Pollard A.J., Powell K.D., Harper FA., Smith J.A.C. The
genetic basis of metal hyperaccumulation in plants //
Crit. Rev. Plant. Sci. 2002. V. 21. P. 539.
https://doi.org/10.1080/0735-260291044359

. Pollard A.J., Reeves R.D., Baker A.J.M. Facultative hy-

peraccumulation of heavy metals and metalloids //
Plant Sci. 2014. V. 217. P. 8.
https://doi.org/10.1016/j.plantsci.2013.11.011

Assuncao A.G., Bookum W.M., Nelissen H.J., Vooijs R.,
Schat H., Ernst W.H. Differential metal-specific tole-
rance and accumulation patterns among 7hlaspi
caerulescens populations originating from different soil
types // New Phytol. 2003. V. 159. P. 411.
https://doi.org/10.1046/j.1469-8137.2003.00819.x

. Assungdo A.G.L., Bleeker P, Ten Bookum W.M., Vooijs R.,

Schat H. Intraspecific variation of metal preference
patterns for hyperaccumulation in Thlaspi caerulescens:
evidence from binary exposures // Plant Soil. 2008.
V. 303. P. 289.
https://doi.org/10.1007/s11104-007-9508-x

. Richau K H., Kozhevnikova A.D., Seregin 1.V., Vooijs R.,

Koevoets P.L., Smith J.A., Ivanov V.B., Schat H. Chela-
tion by histidine inhibits the vacuolar sequestration of
nickel in roots of the hyperaccumulator Thlaspi
caerulescens // New Phytol. 2009. V. 183. P. 106.
https://doi.org/10.1111/§.1469-8137.2009.02826.x

Gonneau C., Genevois N., Frérot H., Sirguey C., Stercke-
man T. Variation of trace metal accumulation, major
nutrient uptake and growth parameters and their cor-
relations in 22 populations of Noccaea caerulescens //
Plant Soil. 2014. V. 384. P. 271.
https://doi.org/10.1007/s11104-014-2208-4

Seregin I.V., Erlikh N.T., Kozhevnikova A.D. Nickel and
zinc accumulation capacities and tolerance to these
metals in the excluder Thlaspi arvense and the hyperac-
cumulator Noccaea caerulescens // Russ. J. Plant Physi-
ol. 2014. V. 61. P. 204.
https://doi.org/10.1134/S1021443714020137

Seregin 1.V., Kozhevnikova A.D., Zhukovskaya N.V.,
Schat H. Cadmium tolerance and accumulation in ex-
cluder Thlaspi arvense and various accessions of hyper-
accumulator Noccaea caerulescens // Russ. J. Plant
Physiol. 2015. V. 62. P. 837.
https://doi.org/10.1134/S1021443715050131

Kozhevnikova A.D., Seregin 1.V., Schat H. Accumulation
of nickel by excluder Thlaspi arvense and hyperaccumu-
lator Noccaea caerulescens upon short-term and long-
term exposure // Russ. J. Plant Physiol. 2020. V. 67.
P. 303.

https://doi.org/10.1134/51021443720020089

Kozhevnikova A.D., Seregin 1.V., Aarts M.G., Schat H.
Intra-specific variation in zinc, cadmium and nickel
hypertolerance and hyperaccumulation capacities in
Noccaea caerulescens // Plant Soil. 2020. V. 452. P. 479.
https://doi.org/10.1007 /s11104-020-04572-7

Seregin 1.V, Kozhevnikova A.D., Schat H. Correlated
variation of the Zn accumulation and tolerance capaci-
ties among populations and ecotypes of the Zn hyper-
accumulator, Noccaea caerulescens // Russ. J. Plant
Physiol. 2021. V. 68. P. S26.
https://doi.org/10.1134/S1021443721070128



396

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

CEPEI'MH n np.

Sterckeman T., Cazes Y., Gonneau C., Sirguey C. Pheno-
typing 60 populations of Noccaea caerulescens provides
a broader knowledge of variation in traits of interest for
phytoextraction // Plant Soil. 2017. V. 418. P. 523.
https://doi.org/10.1007/s11104-017-3311-0

Mizuno T., Usui K., Horie K., Nosaka S., Mizuno N.,
Obata H. Cloning of three ZIP/Nramp transporter
genes from a Ni hyperaccumulator plant Thlaspi japo-
nicum and their Ni(II)-transport abilities // Plant
Physiol. Biochem. 2005. V. 43. P. 793.
https://doi.org/10.1016/j.plaphy.2005.07.006

Reeves R.D., Schwartz C., Morel J.L., Edmondson J.
Distribution and metal-accumulating behavior of
Thlaspi caerulescens and associated metallophytes in
France // Int. J. Phytorem. 2001. V. 3. P. 145.
https://doi.org/10.1080/15226510108500054

Hanikenne M., Nouet C. Metal hyperaccumulation and
hypertolerance: a model for plant evolutionary geno-
mics // Curr. Opin. Plant Biol. 2011. V. 14. P. 252.
https://doi.org/10.1016/j.pbi.2011.04.003

Stein R.J., Horeth S., de Melo J.R., Syllwasschy L., Lee G.,
Garbin M.L., Clemens S., Krdmer U. Relationships be-
tween soil and leaf mineral composition are element-
specific, environment-dependent and geographically
structured in the emerging model Arabidopsis halleri //
New Phytol. 2017. V. 213. P. 1274.

https://doi.org/10.1111/nph.14219

Frérot H., Lefébvre C., Petit C., Collin C., Dos Santos A.,
Escarré J. Zinc tolerance and hyperaccumulation in F1
and F2 offspring from intra and interecotype crosses of
Thlaspi caerulescens // New Phytol. 2005. V. 165. P. 111.

https://doi.org/10.1111/j.1469-8137.2004.01227.x

Macnair M.R., Bert V., Huitson S.B., Saumitou-Laprade P,
Petit D. Zinc tolerance and hyperaccumulation are ge-
netically independent characters // Proc. R. Soc. Lond.
B: Biol. Sci. 1999. V. 266. P. 2175.
https://doi.org/10.1098 /rspb.1999.0905

Bert V., Meerts P, Saumitou-Laprade P, Salis P., Gruber W.,
Verbruggen N. Genetic basis of Cd tolerance and hyper-
accumulation in Arabidopsis halleri // Plant Soil. 2003.
V.249.P.9.

https://doi.org/10.1023/A:1022580325301

Hanikenne M., Talke I.N., Haydon M.J., Lanz C., Nolte A.,
Motte P., Kroymann J., Weigel D., Krimer U. Evolution
of metal hyperaccumulation required cis-regulatory
changes and triplication of HMA4 // Nature. 2008.
V. 453. P. 391.

https://doi.org/10.1038 /nature06877

Verbruggen N., Hermans C., Schat H. Molecular mech-
anisms of metal hyperaccumulation in plants // New
Phytol. 2009. V. 181. P. 759.
https://doi.org/10.1111/j.1469-8137.2008.02748.x

Escarré J., Lefebvre C., Gruber W., Leblanc M., Lepart J.,
Riviére Y., Delay B. Zinc and cadmium hyperaccumu-
lation by Thlaspi caerulescens from metalliferous and
nonmetalliferous sites in the Mediterranean area: im-
plications for phytoremediation // New Phytol. 2000.
V. 145. P. 429.
https://doi.org/10.1046/j.1469-8137.2000.00599.x

Seregin 1.V, Kozhevnikova A.D. Physiological role of
nickel and its toxic effects on higher plant // Russ. J.
Plant Physiol. 2006. V. 53. P. 257.
https://doi.org/10.1134/S1021443706020178

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

37.

38.

®U3NOIOTVI PACTEHUI

Boyd R.S. The defense hypothesis of elemental hyper-
accumulation: status, challenges and new directions //
Plant Soil. 2007. V. 293. P. 153.
https://doi.org/10.1007 /s11104-007-9240-6

Boyd R.S., Shaw J.J., Martens S.N. Nickel hyperaccu-
mulation defends Streptanthus polygaloides (Brassicace-
ae) against pathogens // Amer. J. Bot. 1994. V. 81.
P. 294.
https://doi.org/10.1002/j.1537-2197.1994.tb 15446.x

Kazemi-Dinan A., Thomaschky S., Stein R.J., Krimer U.,
Miiller C. Zinc and cadmium hyperaccumulation act as
deterrents towards specialist herbivores and impede the
performance of a generalist herbivore // New Phytol.
2014. V. 202. P. 628.
https://doi.org/10.1111/nph.12663

Sharma S.S., Schat H., Vooijs R., Van Heerwaarden L.M.
Combination toxicology of copper, zinc and cadmium
in binary mixtures: Concentration-dependent antago-
nistic, nonadditive, and synergistic effects on root
growth in Silene vulgaris // Environ. Toxicol. Chem.
1999. V. 18. P. 348.
https://doi.org/10.1002/etc.5620180235

Seregin 1.V., Kozhevnikova A.D. Low-molecular-weight
ligands in plants: role in metal homeostasis and hyper-
accumulation // Photosynth. Res. 2021. V. 150. P. 51.
https://doi.org/10.1007/s11120-020-00768-1

Kozhevnikova A.D., Seregin 1.V., Schat H. Translocation
of Ni and Zn in Odontarrhena corsica and Noccaea
caerulescens: the effects of exogenous histidine and
Ni/Zn interactions // Plant Soil. 2021. V. 468. P. 295.
https://doi.org/10.1007/s11104-021-05080-y

Korshunova Y.0., Eide D., Clark W.G., Guerinot M.L.,
Pakrasi H.B. The IRT1 protein from Arabidopsis thaliana
is a metal transporter with a broad substrate range // Plant
Mol. Biol. 1999. V. 40. P. 37.
https://doi.org/10.1023/A:1026438615520

Rogers E.E., Eide D.J., Guerinot M. L. Altered selectivity
in an Arabidopsis metal transporter // Proc. Natl. Acad.
Sci. 2000. V. 97. P. 12356.

https://doi.org/10.1073 /pnas.210214197

Halimaa P., Blande D., Baltzi E., Aarts M.G. M., Gran-
lund L., Keindnen M., Kdrenlampi S.0O., Kozhevnikova A.D.,
Periniemi S., Schat H., Seregin 1.V., Tuomainen M.,
Tervahauta A. L. Transcriptional effects of cadmium on
iron homeostasis differ in calamine accessions of Noc-
caea caerulescens // Plant J. 2019. V. 97. P. 306.
https://doi.org/10.1111 /tpj.14121

Nishida S., Tsuzuki C., Kato A., Aisu A., Yoshida J.,
Mizuno T. AtIRT1, the primary iron uptake transporter
in the root, mediates excess nickel accumulation in Ara-
bidopsis thaliana // Plant Cell Physiol. 2011. V. 52.
P. 1433.

https://doi.org/10.1093 /pcp/pcr089

Nishida S., Aisu A., Mizuno T. Induction of /RT1 by the
nickel-induced iron-deficient response in Arabidopsis //
Plant Signal. Behav. 2012. V. 7. P. 329.
https://doi.org/10.4161/psb.19263

Deng T.H.B., Tang Y.T., Sterckeman T., Echevarria G.,
Morel J. L., Qiu R. L. Effects of the interactions between
nickel and other trace metals on their accumulation in
the hyperaccumulator Noccaea caerulescens // Environ.
Exp. Bot. 2019. V. 158. P. 73.
https://doi.org/10.1016/j.envexpbot.2018.11.015

Ne 4

TOM 69 2022



39.

40.

41.

42.

YCTOMUYUBOCTH U CITOCOBHOCTH K HAKOITUJIEHUIO HUKEJIA

Plaza S., Tearall K L., Zhao EJ., Buchner P, McGrath S.P,
Hawkesford M.J. Expression and functional analysis of
metal transporter genes in two contrasting ecotypes of
the hyperaccumulator Thlaspi caerulescens // J. Exp.
Bot. 2007. V. 58. P. 1717.

https://doi.org/10.1093 /jxb/erm025

Deng T H.B., Clogquet C., Tang Y.T., Sterckeman T,
Echevarria G., Estrade N., Morel J.-L., Qiu R.L. Nickel
and zinc isotope fractionation in hyperaccumulating
and nonaccumulating plants // Environ. Sci. Technol.
2014.V. 48. P. 11926.
https://doi.org/10.1021/es5020955

Dalir N., Tandy S., Gramlich A., Khoshgoftarmanesh A.,
Schulin R. Effects of nickel on zinc uptake and transloca-
tion in two wheat cultivars differing in zinc efficiency //
Environ. Exp. Bot. 2017. V. 134. P. 96.
https://doi.org/10.1016/j.envexpbot.2016.11.009

Craciun A.R., Meyer C.L., Chen J., Roosens N.,
De Groodt R., Hilson P, Verbruggen N. Variation in

®U3HUOJOTUA PACTEHUM  tom 69 Ned 2022

43.

44,

45.

397

HMA4 gene copy number and expression among Noc-
caea caerulescens populations presenting different levels
of Cd tolerance and accumulation // J. Exp. Bot. 2012.
V. 63. P. 4179.

https://doi.org/10.1093 /jxb/ers104

Kozhevnikova A.D., Seregin IV.,, FErlikh N.T,
Shevyreva T.A., Andreev I. M., Verweij R., Schat H. His-
tidine-mediated xylem loading of zinc is a species-wide
character in Noccaea caerulescens // New Phytol. 2014.
V. 203. P. 508.

https://doi.org/10.1111/nph.12816

Krdmer U. Metal hyperaccumulation in plants // Ann.
Rev. Plant Biol. 2010. V. 61. P. 517.
https://doi.org/10.1146 /annurev-arplant-042809-112156

Seregin I.V., Kozhevnikova A.D. Roles of root and shoot
tissues in transport and accumulation of cadmium,
lead, nickel, and strontium // Russ. J. Plant Physiol.
2008. V. 55. P. 1.
https://doi.org/10.1134/51021443708010019




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


