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Abstract: The regulation of the heavy-metal accumulation in vivo for plant survival is very complex. The metal cation transporter
plays key roles in the metabolic process. P g-ATPases are the only subgroup of P-ATPases that contribute to heavy metal homeostasis
presented in most organisms. Arabidopsis thaliana contains eight genes encoding P;g-ATPases. The current reports show that the
functions of P,g-ATPases are involved in maintaining metal homeostasis, transporting and detoxification in plants. P,g-ATPases not
only mediated metal ion mobilization and uptake in roots, but also contribute to the metal transport, storage and tolerance in shoots,
especially in heavy metal hyperaccumulators. In this paper, we reviewed and discussed the evolution, classification, structure and
function of Pg-ATPases in plants. HMAs-transgenic manipulation could be a feasible approach for phytoremediation and mineral

nutrition fortification.
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(Ca’", Mg™". Zn*" I Fe), SEUEMRIF TSN
A5 WGP R DL A RO R B Z A IAh, EA
J& I RE TR B e 4 s e B, O Ak
S0l A A E S 5 B R e T o
ML IE AR R, RASEMYAER LT 2,
EERICT:, N T YRR 6 R B TR TR 52 A PR
WG Y, IR g M LR A B 3, A4
AMEBERSRG, WidEReEE Rk, R
B BRI TR A, ASUBE 4k 45 410 g X daf P s
o e B A IE R R, W AR LR &R T
(i3 5 ik ) e I

TP e R E S SR B, W
iz 8 E H R G AR A . TER 48 2
Tk AR B AMA T s, HEALEE R4E,
Itz A, FUOMARRE FEAEERSR, £
BEmeE FREd M EE T REEN, B
JBETHE AP 5T O Ji L 45 p L ) 22 0% 1R 3 B i R ¢
Wizki; DEBEIRE FEARAMARRIEE, HEA
FERG . @BEFES S RBAN A, B
R N R N e IR U Ny o e E eag g = i
A AR LA b e A0 N 1Y 46 i BT
JIE B 38 B 11 RIS 5 B L AE S 4 DX B T A, A
PLTEANMITT . 24 . SORIIR | W B4 i BE v
MR 4 J 8 T a5 AR NS, ikl I, 4%
15 35 P E 4 PR B 1 B Wlde . 3z i AN 43 I 45 D T kS
KHAEN . @B FimmEAn] e s e T
WA ER MG )RR TR EE M, Pg-ATPase
(Pip-type ATPase, T P, % ATPase) J& T4 & FHE
THih#E A, P-ATPase (P-type ATPase) J&— il
KA ATP B2 16 PR B TSIz 85, ) i 9t
FE SCR S IK itk ATP ¢ 5 5% 12 Z2 B NH B 1 A AR
iz, W iR kit (Phosphorylated
intermediate), FfLAWAT4 N P-ATPasel”, — ok
Ui, FHPIH ) P-ATPase HAT 15 2% A A W SR 28
HEmARe. M HBER DI REALTE . 40X
M AT 4 WO . A M AR AR
LA K 4 i 0 DX 3 A T DL AT R R 1 A A i
2191, Pyp-ATPase BRLHE I i 5 0 5 10 638 25 1
(Cu', Cu™. Zn*"f1 Co™) 4, MREH;IE— L 4
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B (Cu®. Cd*"Fl Pb>), JIFLA Pip-ATPase MFRH
4 J& ATP [iff(Heavy metal transporting ATPase,
HMA)®, XKk Pig-ATPase 47— ST i P4 R
J¥ (CPx: Cys-Pro-Cys/His/Ser) (& 1), FrLLXFRN
CPx-ATPase "', Hi¥) P\-ATPase 5 5485 T
LA, W RAEAE Y G R IR . iz
e M E RS I DUF R LR EY
Pip-ATPase ML, 454 . DIRELA RAEEH &8
FBUEY) bR R ST e

B 1 Pp-ATPase £ REE"
Fig. 1 Topological model of a P 5-ATPase.

1 Py-ATPase ) A HHHEfo4 %

1.1 Pp-ATPase B9 257

Pg-ATPase | {27716 T M 3 ) vy 40 B 1) 26
BT A A9 . Pig-ATPase iz fi Cu Fl Fe [ REH
WARFRZ A Y P B 5E QN7 4 o €0 7] 4 3R 1A kL
Staphylococcus aureous plasmid pI258 F1 AR J&i B
Rhizobium meliloti ", 125 DX w5 SO B0 43 )
TR R . R ZRE B AN S g i — 2P M E T A
W) Pig-ATPase HYNREFIRYIRr 571 o i Cu v 4l
& Ferroplasma acidarmanus "F' Cu’-ATPase ¥4 5 /K -
4w S Co WPEA G, MR AR KR
Archaeoglobus fulgidus &4 iz Cu'Fl Cu® [ Pifh
¥z HH CopA M CopB. zh4Hy3eH 4 i) w4
Cu'-ATPase SENBN A 4, N ATP74 Fl ATP7B {5
Ar . 3E Menkes SE M Wilson i (T BRAZZE MER)
4 Cu fRBHEAL RS, Pip-ATPase JEH T IZAE7ETF
REMESEMY T, W% E Chlamydomonas
reinhardtii FENAHHA 3 NIEH (CtHMAL~3), 13
Cyanidioschizon merolae P 1715 2 -3 H (CmHMAL,
CmHMA2), H5MAEYIKAE Oryza sativa B2 v
KB 9 K (OsHMAL~9), KFF Hordei vulgaris
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i 10 MEE (HVHMAT-HVHMA10)!' 31 7E40l
Frh TR 8 NI (AtHMA1~8)!'> 7 K T Glycine
max FEHNHAFTKIH 9 D (GmHMAI~GmHMA9)!,
WA, W E R H RN Brassica napus. 4
J& Zn/Cd 8 & A B HIT Arabidopsis haller F1i8
3¢ Thlaspi caerulescens F43 7| 5aFE%] T Pig-ATPase
FEH BnRANT (HMA)!'' | ARHMA4™™ R TeHMA4
TR HYFE R P AFAE LA Pra-ATPase JE[H
HEE A AEA Y AR Z5 - R0 B (R A | R RS
A BT WO KBTI e LA RIE (R 1),
P,g-ATPase 7EANE . Wl @ FEZAEY PIA
K, RUHORES S T F0AE a8 2 4i i ot b i
EATRITR M. Rl 240 M DXl A 9 s 30 Fn x) 22
g B EEI TR, S A HE R 4 Pig-ATPase 1Y
e, HYiged il T 2Rk, BB gn S E
& )8 I B — D RE AL 1 B 2R R MR DO RE . AR BT
PR JC R WA B AR T KB B iz 4y, T X — i e
ST E TR R EEP ) I R R 2 A
P-ATPase, — ™A Al B2 7E K2 1.5 {C4FHT, 15—
FAE YA e T e & A T A5 Fns T i
HEE FEHFEIEHA S (Tandem gene arrays) ;=
s SN AIERINRZ BN I P-ATPase 1l fE Sk
Z AP PR A R R PR S ET DL i R —
LA e R PR RS R A B 2R . AR

=, BAEEAEYMBA SR S YA
7Zn/Cd/Co/Pb P,-ATPase, i iAH %) *p 47 7E 1Y) X &8
FE I VR 02 SR A% P 3 AR IR 1Y KO 25 IR 5 A5 Ak 1Y)
é'jj:%[ll,lﬂo

1.2 Pg-ATPase BI 5%

T A WIRTEAE LA Pig-ATPase JEIN, N T HF
FEEMMINBERI KRR, A LB HITIHSE, RIE
&R YR FETT LK Pis-ATPase 43 H AN 2K
Zn*'/Co*/Cd* /Pb*' P 5-ATPase (Zn W 25 ) AHi
Cu'/Ag P g-ATPase (Cu W), Hshyy HA Cu b
IS o S R 22 TP 4 BU AT, K E RS E 1
Y Pig-ATPase 53 H PSS, W4 R I+ AtHMA1-4
BT Zn W, T AtHMAS-8 BT Cu WK, /KFG
OsHMA1-OsHMA3 J& T Zn W25, OsHMA4-OsHMA9
J&F Cu WA, Bl S A e R AR A2, AT
FEPH A %2 T R 1Y Pig-ATPase ZLH 751, )
W 250 AW, AR RUBE Al 1t S R T 571 =22 (1]
YRR L, AT LLKS Pig-ATPase 53 6 4~ ME 2 (1]
2): 21 (AtHMAL), WK 2 (AtHMA2-4), W33
(AtHMAS). 2K 4 (AtHMA7). W2 5 (AtHMAG6)FI
W 6 (AtHMAS), FEFEKSCETIER TR . K
SHUKFGZERE N Pig-ATPase :[H, ClustalW H2K
ST R FEY) Pis-ATPase 1] LI43 A Cu WW2EH1 Zn ¥
2%, 5 R & — 20 g — 2,

F1 EYHPHE Pp-ATPases
Table 1 P;p-ATPases in plant
Gene Organ distribution Organilzgé;(;?zggg;ellular Subcellular localization ~ Metal specificity Chromosome  Exon
AtHMAL1 Green tissues Chloroplast envelope Cu, Zn, Ca, Co, Cd 4 13
AtHMA2 Vascular tissues Plasma membrane Cd, Zn 4 9
Roots, old rosette Guard cells, hydathodes,
AtHMA3 leaves and cauline vascular tissues and the Vacuole membrane Cd, Co, Pb, Zn 4 8
leaves root apex

AhHMA3 Zn
AtHMA4 R;)r;)dtsl,eztjensls Mes;lz)}tl(})lrl)llac:tlsls in Plasma membrane Zn, Cd 2 9
AhHMA4 Roots Epidermal cells Plasma membrane Zn, Cd
TcHMA4 Roots Zn, Cd
AtHMAS Roots and pollen Pericycle cells Plasma membrane Cu 1 6
AtHMAG6 Roots and shoots Plastid envelope Cu 4 4
AtHMA7 Roots and pollen Golgi apparatus Cu 5 9
AtHMAS Shoots Thylakoid membranes Cu 5 16
GmHMAS Thylakoid membranes Cu
OsHMA9 Roots Vascular tissues Plasma membrane Cu, Zn, Pb 6 10
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Fig. 2 Classification of P;g-ATPases in plant. The dendrogram was constructed by ClustalW with multiple alignment, P 3-ATPases
are divided into two groups: AtHMA1-4, OsHMA1-3, TcHMA4, AhHMA4 belong to Zn>"/Co?*"/Cd*' /Pb*" ATPases and AtHMAS-8,
OsHMA4-9, OIHMA3, GmHMAS fall in Cu'/Ag" ATPases. According to phylogenetic analysis, P;z-ATPases have 6 clusteres: cluster
1(AtHMA1 and OsHMAL); cluster 2 (AtHMA2-4, OsHMA2-3, TcHMA4 and AhHMA4); cluster 3 (AtHMAS, OsHMA4 and
OsHMAYS); cluster 4 (AtHMA7, OsHMA6 and OsHMAD9); cluster 5 (AtHMA6, OsHMA3 and OsHMA?7) and cluster 6 (AtHMAS,

OIHMAS8 and GmHMAS).

HRAE Pip-ATPase 142 3L 1R 1751 I 1) 25 #4 5 a5
& BRI, 454 ClustalW RIEHr ik Hor
W5 AW Pigy (Cu'/Agh). Pig., (Zn?/Cd*' /Pb*Y) .
Pigs (Cu*'/Cu'/Ag’). Pigs (Co™) Fl Pips (JoFE5E
B2 BT HMAL J& T 1B-4 2%, HMA2-4
J&T 1B-2 W2, HMAS-8 J& T 1B-1 W20, fE 3%
W, BAERYSAE 1B-2 f1 1B-4 B2, 1AM
T BEH ) Pig-ATPase %)@ T 1B-1 W2 (1 3)1%1),

MAGEETCARRS (K 2) H Al LLE H Pig-ATPase
ST 4 K3, H¥EZE 1 (AtHMAL) AEZE 2
(AtHMA2-4) J&F Zn 7%, W2 3 (AtHMAS), W2k 4
(AtHMA7) W5 (AtHMAG6) FIEZE 6 (AtHMAS)
J& T Cu i, %5365 HA R AR ARG, TEI RS
Jrf AtHMAL-4 J& T Zn 58, HFFIh A ES)E
ARV DR (Heavy metal associated regulatory
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domain, HMA-RD); %4, AtHMA1 Y N i R H
His X, i AtHMA2 Fl AtHMA4 b &34 2 T4 CC
T BK MR His X3 . AtHMAS-8 J& Cu #% 1
Pg-ATPase, [FIRf)&EF 1B-1 W2, ¥WAIE Cund
iz #Ep ., AtHMAS Fil AtHMA7 1 N g A
HMA-RD, ZY5 Cu WRAS/EH; 1 AtHMA6 Fi
AtHMAS 7E N 3 B —4> HMA-RD, {if A% M43
Rk, Cu B FHHiz S5 AERA LD,
1.3 Pip-ATPase BRI RELL S

L5 H AR P-ATPase Lk, Pg-ATPase HA B ik
MY LERRAE . B5 I A BEd /b, ATP 454 X (ATP-BD)
/N, N-Fl C-R I A 7E 24 42 J& 45 G 1 (Metal binding
domain, MBD) %P1, P -ATPase "1 ATP 455 5%
FERAMESER), Plh0 KGxxE/D HF 2240 P-types
PR ST JE P (@ﬁi KdpB, —Ff Pia-ATPase), %Ak
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R R 2 L. ATP 454 /¢ (ATP binding
pocket) WY ZE, i P,z-ATPase A IZHF,
WK 1 fi7R , Pig-ATPase (P1.;-ATPase Fll Pyp.,-ATPase)
— A 8 NI BL(TM), Tlif Pip4-ATPase HF 6
MW B, & RA G5 T e 5 LR T i i o
SREGHAETERMBEE (B 1), SHEWL
—PERZH T — 8", Pip-ATPase &4 3 IIAE
3. P IIAEsEL (Phosphorylation domain), K EEAY
itk ; A IhfEHL (Actuator domain), ¥ M AEEH%
55 N Ifiesl (Nucleotide-binding domain), #5 &%
HRRIESIER, s ATP R4S A T
REM(L T H4 1 HS BREZ [ 9/NF b5 BA P UIfE
RN T REB Y PR SF Y K BT R 3 T He A H SR
ZIHl; H6. H7 Fl H8 4 3 M IEE FARAF I HEMR)T
YW R T 5 4 JE 4567 55 (Transmembrane metal
binding sites, TM-MBS); N-Fl C- A& A MBD®™,
—4& Pp-ATPase ) MBD [ 477F 5 4 J& tH 3¢

Subgroup classification

¥ Y3k (Heavy metal associated regulatory domain,
HMA-RD), HAESFHRF R CxxCP!2, oy Ik
CxxC 1E %Y ATPase 1 31—~ al 54~ I

MATEEAZAY) ATPase FIfigiA %] 6 N5 DL, 11 WND
A MNK!"?1 HMA-RD 254 E4)E, BolfiRE
SIRINALIRSS . FFIT R Cu®'/Ag® ATPase [ N ¥
KT HMA-RD, HMA7 5 —/ HMA-RD, HMAS
M HMA6 A FAT i A HMA %4 HMA-RD,
£ HMA1-4 H CC —JKRIE His X F] 5 & 48 45
HIVER, HMAL B9 N %/ % His X, 75 HMA2 Fi
HMA4 K C %A 4 T4 CC KRS His X,

Hrh HMA4 W& His K& R0, Hgtsy
Cu'-ATPase i Z1~#5 Il i) N-MBD, #£{&4} MBD 1]
LA AN RN BHES T, AUFE Cu™. Cu™'. Zn* A
Cd*"; 7EHPI N-MBD M Cu 2 FHEARFAE Cu”, H
& JE R S I TR SR N oK MBD 5 E4R
AR B KA AR, Pip-ATPase 2845

Membrane topology!®!

metal specificity
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Fig. 3 Phylogenetic tree of the P;z-ATPases.
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SR, BRZ: MBDs &R A REN)E, BERYEE
PR [ BT ATPase, 52 2Bk 2 N-MBDs #4535 ,
Tit 1) 2 At R B i Y

CPx JLJF Fl HP B 5 J& P g-ATPase 474 f 3k
R 4T 6 BRI, (H6, sixth TM) 2L i CPx (5%
xPC) )7 &4 @ lC A Lt (x /& Cys. His
8 Ser), AtHMAI Y CPx { T H4, CPx 3)F 248
Sy, HSEHEMEXT T ATPase DI RESE LT 1Y,
Cys 878 239855 W 1Y) D RE . CPx /3 /77E CPC .CPH ,
CPS. SPC. TPC fil APC JLFIES, Hrh CPC %
U o ARHE H6 . H7 I H8 X 3 NS ME 4 IR 45 & i b
MR P IR T HI AR, FIKE Pip-ATPase 4324 5
A% Prgo WHEFE H6 1A CPC JL/%, H7 Fl H8
ROTRSF IR L4 )5 Asn, Tyr Il Met, Ser; Py, W%
f) CPC JLJF7E H6 |, H7 Fl H8 AYL-STAREE 751
J& Lys Fll Asp. Gly; Pp; W% 7E H6 /& CPH )%,
H7 1 HS8 PR5FFE L2 Asn. Tyr fil Met, Ser;
Pipy WK SPC JEJ¥7E H4 L5 Pips WG HETIEA
HAESI ) HP T AT RZH Pig-ATPase 1,
TEHAD P-ATPase R WHRIE ., 7F Wilson %%k £ [
ATP7B Y N ZhfgH LAY HP J& 57 8 X A% 17 iR i
MAREE, (HHREARERNE HP JLF /2 ATP i H
FEMCAA , 3 238 i 5 A ) RE 1 A ELAE TR
B RRES G AL RS o E. coli Znta FE7E 1A AT
FR W HP FL7 iy 2 2R B T A ATP BCAiAE
AR EAT AL AR

2 *ﬁﬁf% PIB-ATPase ﬁ’ﬂﬁ]ﬁ%

2.1 P;p4-ATPase & 5MH K Cu &

Hi, H%) Ps-ATPase H)45H MM 5E £ 2
HERIFE ST, AtHMAL J&F Pipa-ATPase, fi 6 15
BEIX, SPC HJFARE&MA CPx fR5FIFH, B/
HMA-RD, N % & His™'>?), RT-PCR 5256 & 3
AtHMAl FEEZEHL P RIE, BEKICEN
(GFP) s HOE N T MBI |, N I s> His
DX i G 52 ) G 4 Je 1 e 08 o gl Ak Y I g 1R g
AtHMA1 1 ATPase 11452 Cu 1R gt , REIH
AEZ 5 Cu i AMRIRNEHIfE. T-DNA itk
RARK hmal R AtHMAL 33 3R FaRR G R BRI Y 5
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Y 4 UM TG B kAR, HUR hmal 2878 (A rp
R Cu &8 AR, A Cu/Zn #8480 4 5 AL 5 1
FUREAG, IR 2R & AR, HED AtHMAL 2%
S Cuflih sy Cu/Zn WA YIEALRE . 5351, hmal
B R 2 AR SR B HE R SR I BURAE , R AtHMAL
SR RO T AE KT, HAEH T RE 21
REMIEIAKIE T W Cu (b4 SRR ok = s
P> 7224 AhRHMAL 78 #1358 09 22k i TR
W, H7EM B RIAEZ S Zn WIS ST
B AtHMAL 2 —Fhst 880 8 N R UK Ca®/
H4JE ATPase, AJ%%iz Ca, 25 Cd. Zn fl Co W)
fift g TERVREE Zn™ F, FIKER N SRR (5
“Z(Chloroplast-targeting signal) #J AtHMA1 nJ gt
Btk X Zn® M RUERERT S AN, A IS R
AtHMA1 BE] DU i2 4y 428 Cu/Zn/Cd/Col>227),
WA AFE 35— 4@ Cu™P, Un Oscillatoria brevis
A9 CPx-ATPase Bxal 1] UL L0 AWM Y B 4 8 5
SFREP,
2.2 Pp-ATPase 5 Cu 125

P -ATPase TEAY AR 2 F4E, WA
Menkes/Wilson 2 [ . B £EH Cee2p . LRI T
AtHMAS5-8 /K& OsHMA4-9 FI'H W A1 2% Brassica
napus 1) BnRAN1 #BJ&F Pip.-ATPase, A ATP7A
1 ATP7B F:H 584 , i 330 Menkes 4 Fll Wilson %4 -
Wilson #2525 (4 (WNDP) AT . i A1 i 3 )
Cu id & 2, 1fif Menkes ATPase (MNKP) %745 ]
S8 Cu 7E b W o A B B RE Cee2p
(Cu®*-ATPase) ¥ Cu iz % 3 £ 4 & 1k M
(Multicopper oxidase) Fet3p 4b, Fet3p & LMk
Fe $eHUIr 75 0O, Rtk Cec2 EHTE Cu 1 Fe 19
AT RMEM, HAh B E YL fURm AR
P,s-ATPases thEAT FRAEAYAE NN,

AtHMAS5-8 1t H6 fIfRFHEF2& CPC 27, N
Ui 7 E HMA-RD HAG AN, 2R 7 51 73 b7 22 B
AtHMAS 1 AtHMA7 [EER S, £ N A A
HMA-RD, i AtHMAG6 Il AtHMAS B ¥ 51 [m) J5 P 55
H, 1E N i A —4 HMA-RD. HMAS il HMA7
Wl Cu fazs, TEshiyhifi kI, AtHMA6 Fi
AtHMAS W2 S5 ¥t a1 .
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RT-PCR iEW] AtHMAS F1 AtHMA7 FEAEAE A
WHRFRIE, AtHMA7 1EPT A RALUh IR E 5, i
HMAS FEZEARTR P A4 A, Cu kb HBRF1E
FHAERA MR R 525 . T-DNA i A AtHMAS
55 A B TS BN AR hmas-1, HAE—NET
183 hmas-2, hma5-1 1 hma5-2 %t Cu #HBAE & AU,
B HoAh 4 J& 1 Fe, Zn 5% Cd #ANEUS . hmas 5878
RL AR R AE R W R I I IRIE (Wave-like) 3R
B, ZJE ERARKEEEIH, MR AR SR
I, Cu FHMMBRIE Cu KT hmas 5
AR E LN Cu Z2 T8 AR, EH P g-ATPase
B FEORTR Cu 1y i BB W RE U 58 556 R B
AtHMAS @45 53R SRS ATX1 A Cu £
BHIEAER, M Cu fHAE A CCH XHEY) R 5 2)
Bk ELAT I VR AR, TM-MBS b T B e AL
B 5 B2 i TR, SR, CuTANRELIK A T X
25453 Cu-ATPases I, TME4AEEAEA L,
U Archaeoglobus fulgidus # Cu AR H CopZ n
Cu'iz %% CopA(Cu'-ATPases) ) MBDs |; CopA
Bk MBDs Ji , CopZ MIFE Cu'iz % ] TM-MBS %3],
FERERE Cu 2id i & 8 R Atx1 I Cee2 1Y N ¥
FHELAE 2 3% 3 BT 5 K BE ) | Cee2 1Y N i AT
WEEH, M Atxl 4RI Cu #lizi% Cu F] Cee2 1Y
HAbLE AR, TS ATPase, 15 J5A% A0 W) [a] I
PURTRI A Atx] RBEBOE B N 3 Cee2BY,
o — St 38 T3 B 4 SR AR AR R T IT o — SN TR 27
— o e R 2 R AR R 1 AT L R A L 1 o R S
THEARETT . B0 ATX1 B BE L8 L 28 -2
HHEAERY Cuigik %] HMAS fl HMA7, XA
FIY Cu & HBURMK. 5 —F 2 & B IHRE A%
240 B it A — T BIL o) DA T 4 A 4 SR S R L A R i
Witt. wa, SRHAE PRSP 1A E 1A
HAEF, WK — T RE A SR d i R R 4 T 1Y 24
1 3 4~ P-Type ATPases 1] LI I Cu(CtaA), BiHE
H Zn(ZiaA) Fl Co(CoaT)?*,

RANT (Responsive to Agonistl) J& HMA7, j& M
HA CAmHEirE . T 0 = 3 RN & o
B kIR . RT-PCR #i KRB/~ HMA7/RANI 5
HMAS GAIRRIERE, FEAEAR T FIE R 3

ik, H3Z Cuip3P, HMA7/RANI Batks7s HA
JEEHE (Rosette-lethal) FH!, LG IF ranl-3 2875
LN =3 1] U oL o N 28 7 I 311
WEWADT . AtHMA7 ZRAF X Cu &, RANI
S B X1 ) 8 e 2 28 A% 5 I 440 it AE K 4F 2 i
FE, MM Cu J5 BEHR 352 fif 200 ML 42 At 4 400 sl 4 1
Ui RANT B 2% Cu B L2 R MER 1B
AJRERIE Cu iZ ARy Cu A1,
AtHMA7/RAN1 ENLTE H /R FEAK [, M3 Brassica
napus %) BnRAN1 1 AtHMA7 3K #5488 % ft)—
]k, FHEBFIA 91%—58 M. BnRANL
cDNA BEFNEER] coc2 7R R B AN, T Coc2 & FH &
TorwiEE b i S R EA (Late Golgi) BUHT 7K
R (Post Golgi) XzP, Zad ek B AMAKIE A
CCC2 3Nl fEJ&— 4~ Cu*-ATPase"', L,
BnRANI cDNA Ziih i) ¥ HA Cu iz iag, I nl
fEN T/ MhIX 8 (Secretory compartment)!'®),

AtHMAG % 4 i 4 4 PAA1 (P-type ATPase of
Arabidopsis), 17-7E THIYIA ZEHARTS, nRELELk (0
MRS R PR VE M, AtHMAG 52 {7 £ 4%
TROMIE L, T Cu A, JEH4R{k Cu fiz
TR Z I S5  AtHMAG J2 144K Cu #7538 1 e i
Y414y, FEIERFRE R M Cu/Zn 8 E )i Ak i
Pt Cu BT, T AtHMAG X £ 43 -4 {4 4 25 1
M EH hREEF mE BRI A 6 4 paal A%
A, H paal-1 J& K AETES 8 SR T L ATJC X5
AR, FEEFHIZ . BRI ATP 255075 C
Ui X IR A A, I paal-1 AT RSB/ PAAL 1E 1
TR ENLFEN 5 paal-4 FEAFRIEAENRS 15 4b BT I
(1 JC AR AR M, B S A B I X 82K 5 paal-3
FEPRSF GMxCxxC HEFHETE M &R a5 51X 3 A~k
TR =B s paal-2 F paal-6 154 J& 456 X BT A
BIPRA FRAE 5 paal-5 38 T4 4 B IX A H
TSP Gly FRIERIRAE . 6 DIARIR BRI R B
AN, WX BB SRARNT X PAAL BYDIREIEH B E
Cu [MFEFAIZHIH PAAL H7H], WiAJE AtHMAS
(PAA2)BS,

PAA2 Y AtHMAT FEAE AR 5 AL Rk =,
WM DAy 3TV o il 174 LA 2 AT LA R S O S
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b4 . PAA2 Fll PAAL IZ 6 M B ik i 2,
PAA2 JEH R AZ A R EOLGAE R L 32 5w, 1
i opaa2-1 (GF ZAMNBFRITE X ERAD) ZERY 0 HE
paa2-2 (5 T =5 Z B T TR
Hage sy HE U2 paal 1 paa2 WIEAE L
FOE, Won xRS E A EEEPY, PAA2
FEAEH B iRk, RO hR D R A 4
PERBEPRICH ARTEA K S GmHMAS & T4k
i1,

OsHMA9 J& 55—/ #E47 D) RE B 52 1Y) SF- - AE )
f*) P\g-ATPase, HAHiH Cu. Zn F1 Pb HYTIfE.
OsHMAG6 Fl OsHMA9 J351] 5 BEAHARL, (AT ik
BN, wirs FEAE Rk, 5 E EALR R
FIFik, Cu ZbBHJS ) OsHMAY %3kt OsHMAG B
SE. OsHMA9 75 1A HhBF A= RUZE L 138 4 R
Z[% Cu. Zn. Pb fil Cd, GFP &fi /R OsHMA9
FENL T b, GUS et BE K ik B OsHMA9
AR AR R AL 24 ks,
2.3 Pp,-ATPase B5FMELREIEE

PRI HMA2 . HMA3 Fll HMA4 §4i5 785 1
A4 Pipo-ATPase, 25 5HE 4 & sk &HE M.
AtHMA2-4 7555 6 5 JEBUAL 1) {1 S7 367 & CPC 7,
#EA CC ik, 1 AtHMA2 FIl AtHMA4 By C 3
A'HE His K5 ESEY 5. AtHMA3 /9 N I A —
AR HMA-RD, i GICCxxx R T —#H
GMxCxxC #:F., AtHMA2, AtHMA3 Fl AtHMA4
BAARI T, AP AL 00 R I Ak g s i B v
& A 1. AtHMA2 il AtHMA3 7655 4 Qe ek
EERER, X IR RITE T 2 Rk b, K
& AHMA4M, B 3h FIE TSR AtHMA2
M AHMA4 FZAEMRZEM 1 AE B 41 21 kU778,
GFP & v FIER T 5 I BE A 40 BT 7 AtHMA2 € o7
FEFE L, 5 AtHMA2 2% Zn JEH 4080 T —
., Ui AtHMA2 fER Y h BAT 2% Zn BPEH .
AtHMA2 7EAR BT ] e B 2 sl i Zn Y YI6E
FEA) B B AT M 1 AR R AL 12 Zn PR,
MEBE AtHMA2 SEHMR b Zo® W EEHE I, T-DNA i
A hma4 SE3EET hma2/ hma4 WEEZEEP Zn 19 R
FUEAK, H hma2/ hmad WEREAEREA Zn E =
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(IR, ARG Zn )5, Zn BRRE2E 84 BTk
24 HMA2 1 N S 1 C 32 b del il e 2 Ak o 4
A Zn®t, C iy 244 SRR BRI 28 7F HMA2 7] LA
PREAIGR ST hma2/hmad W Zn S = FIAL, 1fi] GFP
TENLFRW] C i 244 A EEERR BRI HMA2 #8435 51
HAE D AEAR I P A S A M P R s R C g 121
ANFIERAN 21 AR 584 HMA2 7] LIR K
A FRIMAEIFIEHEN . N LR AR HMA2 &
PIEY, HEREEYS hma2/hmad TIBEIE 4, F£H
TR H HMA2 Y N st Fg ot T o BE R b 75 1Y,
1M C Mg 25 e R R X &2 J8 e iz DR AN R b7 1, 1
WAL X HMA2 8 A W0 40 i 2 7 9 2245 500,
AtHMA3 J& F Zn/Cd/Pb/Co P p-ATPase, H: 31k
Al 5 Cd/Pb MUBKEERE PR vyefl B AN, {HX) Zn U
RAFTIG B vzrel Tos2NH . AtHMA3 ) mRNA 2L
FERRER . AL RIS rh 3k, SRIBIKFAZ Cd
o Zn ZbFLAYFZIN . AtHMAS 20 T, K Cd iz
PR, AN A B Cd (IRE. 5 AtHMA4
L, AtHMA3 () mRNA ZEAEY) o B 2R IR H K,
FER L LVERA AP, B gs £ W AtHMA3 &
LM, fEAR TANAE . KAL . 4R A SURIARSS
AR . R RIE AHMA3 N REEAE Y X Cd .
Co. Pb fl Zn MR, Cd B a4 A B AR RN T
2~3 . AtHMA3 7] g B AT 35 P o 4 Ja e i
R Ui, ELFEEE (Zn) MAEL T HE AR
(Cd. Co 1 Pb) Myffdgid b BAT EEAEH B, A
FHP R I L PRE 78 BRE T 5 e T AhHMA3,  SEH
RT-PCR {7~ ARHMA3 78 b 1 FB 0 238 & 5 T,
H Zn 71555 AhHMA3 W335, HAEMR Zn A5 Zn
WHLF ARHMA3 W3k BB T AtHMA3 >,
AtHMA4 J2 4] Pi-ATPase 55—k va B Al
FAEFY) Zn/Co/Cd/Pb P 3-ATPase, HMA4 W2 HAiHE
Y oE 45 TR A B REIR . AtHMA4 ) T-DNA i
AGABRX] Cd Fl Zn WeJE W THE U . AtHMA4 T
B 4 R R v ) SR ek T 4 L Cd otk iR T
Zn BURKIAFF T zntd RASMRLETE F AP, AtHMA4
A RAINMEEREXT Zn . Cd 1 Pb BYPLHE, IFHES B UK
R BEGSAR AR RAY B 4D, 3 RIK AtHMA4 7] BG40k
RIS R Zn R Cd KPP AtHMA4 e 57 AU
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BRI Co MBURRAZIR cotl HIYFEIRIEE T Betkxt
Co EBUENERT, RT-PCR SZ80E W] AtHMA4 1 2 Fif
P[A PRI, WP RIEBERE; AHMA4 TEARTE
#355% Zn 1 Mn b, (H3Z Cd T, GUS &1L
MR AtHMA4 FEAEGE AL h Rk, fEIEW
()4 JE B F /KT AtHMAG 78 A 53 18 R 41 g mp 36
KB EGFP 26658 M 40T s AtHMA4 {7 8%
AN T B B, D AtHMA4 7EAE 4
A REHA AT D) BE  AE Zn R T IE /KT B, AtHMA4
REAROHKE Zn AR FRIE BRI B R BT, Syl b &8
AL T s MAES KPR Cd M Zn fETERT,
AtHMA4 K5 MR EB K Cd Al Zn 325 3 b 3B ak 4 e
W

BHXEESE Zn/cd BEEHEHY ,
TcHMA4 7515 AtHMA4 BA 71% 1 —5tk, BfF
K C iy &R a6 Uine X, a4 — K Y His
X (9 4~ His 58%5). 13 4> Cys X FIFZ B4 His
BAE . TcHMA4 8 ATERAE S 1B, 431 60 kDa #
50 kDa BRSPS, TeHMA4 TEfEE P HA
P 4 A RS ik AR E 42 (Cd. Zn. Pb
Hl Cu) HIZHEEN, Northern 70 M1 2 TecHMA4 7EH
TR AR, e IR SRR T kK OF
RAKN, AtHMA4 FEARTB K2 Zn, Mn A 1
VA, 5 Cd TE; MBS TcHMA4 3552 Cd
B E . TcHMA4 TEMR A R B K m T
AtHMA4, Vil HMA4 ¥ K 7E Cd* BBt f2
FLRTREI T A4 1 8 SR AR O R SR
] T 5 4 DA AR, T AR AR A i R
DK K 2 1 B 4 a8 o ) b 5 1 P 2 4 e e i
AU e TCHMA4 7638 7 SRS £ 22K E 4R
AR T 2 DA S50 35 98 BE 41 20 b 3 B K R 5
H, DME R B R sl

BBt 2 — i BIF 5% 2 4 I e SR ML A X
faY, HIEF A g X S5 IT A 94% 1Y)7 5 [ 5
Yo ARHMA4 TEWERE Saccharomyces cerevisiae H i
if BRI FEARAA P A Zn KD Cd S, KW
AhHMA4 HA s itz zn #1 Cd VEFIYT, GFP & f
7R AhHMA4 78 {7 76 5 I 118 AhHMA4 ZTEARFR )

BEFKF7T AtHMA4, RNAT FUEL R R R B 57 56
HHAE BB KO 19 HMA4 38 355 2 R T X
WF A Y O RN DURC S IR, e R BT A
34~ AhHMA4 #5601, FRIEIR 99% , 5 AtHMA4
FARITE S 88% , 3 />4 D1 R A K VAL . AhHMA4
P2 LB 38 A0 AN BAAS ARHMA4 FE IR ) 36 35 B0 i &
REIT T HMA4 ka8 s py R o iR 45 7o
58 FIEE R DLRR Y 3 n v] e 2 e b — A~ A 4R
TR RE T, P, BT A e )
) E SRR ARHMA4 1R K- 2354 A T4
Zn AT S A i B3 Zn B ESE, B
Gb, ARHMA4 RS0 T MRS Zn B Ry 35 K 36
IR AEBSIE R ThRe, W Ir TR AR EIT Y
HMA4 B 5, S5EAERAE L, ZIP4 F IRT3 3Rk
EARA RN,

3 B4

P-ATPase 4+~ 5 WAL, 3850 10 Fh, 724
FASFSE A BT 45 A FE 4t P-ATPase!”, 4 8
AFEHJE Pig-ATPase, 215 18% ., T 20 42k, HAR
XJ Pp-ATPase HJ#HNGEAE | IREFELT | &R 1
e . b BAH L AN E LR S, HEAD
RAMRZ AR I HMAL 1E A2 E 4RI
P,g-ATPase, At Al LI%%iz Ca? SPC )7 MY
Bl & 5 HAL CPx HFA XA KA H]7
HMA4 7] L% ia Z R 4 )&, 1 Zn AT AR D5 — IS
Yy it e 45 & m Ll 2 A 40 B AT v RE i OR 1Y
Pp-ATPase 1R Z, Haifb kW E AT A A
TcHMA4, X}F Pp-ATPase & [ Bi/K (W5
AN, Pip-ATPase H U SEEEE FHEEMS
HEESRHBHILTIKIANIERE . Pip-ATPase TEAHY)
Tz A AR, AR H R BRIEFRAT R FRAE L RS I
JE IR X 8 4 s A T Y Pop-ATPase 1% A7 iff
11 R G4 5T

FHIF AhHMA4 {45 23 15 014 il 5 728 1 ik
PRIHE DURR AR B o) )3 o 4 Je 3 R o 4 i
EAEMN ARRMEZ —, HWIWFSE Pig-ATPase fFIEH
& )8 W ARAR Y 5w A A i IR B R R R Ok
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R E S Z—, PEILsr T DB Y & S E 4
BRI EENLH . X AhHMA4 fRFFEWIRR HMAA4
AR RHITXT Zn MRS OCEESEY , XX TR &
Zn = REEW R A EEE L, WL, @A
5% Pip-ATPase MIVE VLI, 40 T ffE 4R 8 S

S R E R L

WSR2 X I R FR A

YHEE R, B AR A A G BRI T e 43t

BRI F¢
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