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BWE #FCuZEMLTFNHMEEFR LR, SEEMERKKE IR HIT 2 EBEN KRR, CuhZ BT X2 MY
IEF RN R . F, MEYHEE— RYICuRLE & A P FEH LARFF AR N Culs T HIFaZS P . @, CulkizEEam N
P2, BPIRUS B Cul% i 85 H (WICOPT. ZIPFIYSL A F ) FIHE HH B Culb 12 B H(WMHMAE A K R), EEMTTCUR T
JEE 32 K AT Culss 7 I R o SR, fE A AR, B ECufBE AZKIE N fE 2 MCuffia & A kit ik, B
CEATE R AMCUE RSP Pt R EE . % CuliisBEAMCUHBEAMEIE. M. B A ThaE

TR AT ERA -

%@ CultisEA, BT, BT, BTRE

RE, ZIEH, TRIgH (2016). MMM IEE A NS MG, YR 51, 849-858.

AR, B TR A e, LB E
SRS EAWIE N, =BT YN 8 H & E (G
Ai4%, 2008; FJK#%, 2015). LI HEE)E & EE
by, AOEPA LB REY B R EER, W HEXA
FFNBN W) R A R T B (X S 4, 2012; AT
H )5, 2015). Culi iRk, k) “=K” 1k
T, AR A g KRR L & Cutb AEFIAR 241K
EAEHBEN T LEPRCuS &, fRH LS Cu
AP E G LR LR 2 LA, w7
WELH) A& ), L3R Cuis Gk H TR ™ B 5
I (4 55 5%, 2012; BERESE, 2015). MEMIE R H AR
AACHR BAEfRE AR ki g, /ey BT 3ECu
1547 71 B K (EESE, 2003).

Hl(Cu) & ER b TR R E IR TR L —, M
YICEAE . WPIRAEFT . A B A SR BB B
LA EGE S SEAH AR RiEE HEEE
H(Raven et al., 1999; Gratao et al., 2005; Fk¥EHl
sk Zh ¥y, 2006; Yruela, 2009; Pefiarrubia et al.,
2015).

HEFLEAE T, CubLCu RICU® Wi A IR A 2L,
I BEAE B P PR ES 2 (B AH A% 4, X fE 13 CuRefE A
N1 2 5 4 M N — 28 5 AL JFURE 5% 1) SO (5 v
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&5, 2007; SRLLWEAITKIT S, 2011). {H[FN, Cufyix
FhoRE I A OO FE A R B BB AR, AN
Cuid Z {2k B AL AE A S H - 4, it
MXTAH G E . DNAFIE B AW 70 7P e 4idh, s
FHEEY) E KRS, Cuti = ) 23] Z A T 2 DK
HEP A WAL, ESMHEDEE1EH R, 3
MR R, DA AE R MR BRI IR K F
FEACAE I P, M EAFAEEERAEK(YU et al,
2008; Hansch and Mendel, 2009; T & 75, 2015),
DRI, A il R D AR ) Culff) 1 8 G FL 22
T3 CulE TR 4R 2 — MR 3% 1 4
1, BAAEFERN S FHEM M. Hd, %Cu
HiaEAOEBENMREIEPREEEEEH, 25
Cuftm i 4 X AL FRIF H S Bb IR . iX
LE Cu¥ iz 8 H o0 Al T A N A [F) 45 B 048 i 9 11
ANEALE, AR DR AR L R B Cudbiz
HAHEH A Cuftiz R R o, iR Cul%
IBE A FEEFECOPT (copper transporter)#%iz &
H% . ZIP (ZRT (zinc-regulated transporter) f1IRT
(iron-regulated transporter)-like protein)# H Z %A
(0,2 8UE A (yellow stripe-like protein, YSL)Z &
%o BETOA& S E MM Cui iz EE it th b, F
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B YY) E & )8 ATP B X ik P1g-ATPase (heavy
metal ATPase, HMA)H I . 746, A T KA H
Cufk{R 5 H (copper chaperone) g K Cut iz % fr
T SZAR B C U IR Y B 2 o IX e A 18 B A AE R )T
W 5 54 B Cu BA K ¢ i Y Cu s 1 Fa s ol v 2L
AR

1 WKBCuEEEH

WA Culkiz B A EEE M T M, EEOHE
COPTHizE AR K. ZIPEAFEMYSLE AFKIE,
15K CuN I L2 B «

1.1 COPT¥iEZEAXRME

T 41 bt K R BE CuM ATk B 5 AR 44 1) Dy g HL AN
SR T HYICOPT iz H. COPTEEE T-Ctr
(copper transporter) Cuftia & K k. Crx ik ME2

BEBIN R ORSF I o 120 0 A 3718 18 1 195 Jlt 245
P s, NI B TE MR Ah, Cufi A7 7E T MO N, N
B S MetI i, AETM2FITM3 P /N5 ik [X 7776 47 57 1)
MXXXMAIGXXXXGE: 7 (E1A, B), BFFtEM, %45
M 5CulE 4 &ME%IE A%, Clns & CXCEST,
52 A A B Cuss FIRFEEA O s il B iE
B R FE = R AR, A R AN FLIE, fL
ER AN BN T N B, Culs il FLIE HE N\
W (K 1C) (Pefnarrubia et al., 2010; Jung et al.,
2012).

7E X1 FE Y0, F 7 (Arabidopsis thaliana)H &
BT ZRBER6AN K R, AtCOPT1-6, R4/ ik i
(AtCOPT1-3, AtCOPTS)REMS H 4 REctrlAlctr3A
RASRA B A K . RIS AtCOPTHEIZE 1K (I 45 M %
R, AP N34 . 1B FEAICOPTL, AtCOPT2
HAtCOPT6, EATH 245 & MetHIHis 45 #4385 (N
vit), AR, XCufd m R AN, EAEY IR

A
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B1 COPTHEHAXELA 7~ E K (2 HPefarrubia et al., 2010)

(A) BFEFFCOPTE A KIFFILLRT; (B) COPTEH KRN (C) AKCtrl[FVR = RIATM2M A A1 454 . M: BRI, G: HERE; C:

R

Figure 1 The COPT family of Cu transport proteins (modified from Pefarrubia et al., 2010)

(A) Alignment of the putative Arabidopsis thaliana COPT Cu transporters; (B) The proposed topological structure of the COPT
proteins; (C) The spatial disposition of TM2 in the human Ctrl homotrimer complex. M: Met; G: Gly; C: Cys



SRFCuls T R AT Th g 24 B 4R AL
COPT3FIAICOPTS, ‘BT RA H ARk, Xf
Culf 51z B A, MM TR = E S 5N KCu
izt fg, F34 U EEACOPT4, H/bMethk It L
KA FCulls 13z AR /DI 7, AtCOPT4%E K]
TEMER = KPRk, HENAICOPTALECUE T iiaid
& b2 (] $224F i (Sancenon et al., 2003).

PR TFAtCOPTLE A T A JE, X Cu™ A 1R &1 s
AU, % A 1 KR P AT s A R R
(Andres-Colas et al., 2010). AtCOPT 13 K| 7£ 11l B
JRRG AL TEMRLRIRR AR A Rk, R 7EMRSR
(235 fe i, HEACCOPTLH] BE A/ S 4ULFF TR AR 22 A
LY Culty i 72, 5 R T AR B R MR A T,
coptl RAFAF R Cult) /KA, HIARAE K2 240
i, AtCOPTLid ik # Ak W FA B AL = K~ [ Cu, H.
A K Z 3L (Sancenodn et al., 2004). iAW
FER W, LR IF A0 A Cu s 1 /K ARk B oA
Hi R FIOH- /K, 17 24045 J5% it | %+ OH- Btk iy Ca®*
AR 38 (38 E M, T 52 e AR 19 2E K (Rodrigo-
Moreno et al., 2013). 1, #£10 pumol-L™" Cukb#
T, MEITE AR AACOPTL ik itk Cus &
YiTtm, HIEE LA EATE2.50% . 40N F R KCu
BT RES S B AR R A AtCOPT 1id ik Mk b 77 4k
BZHIOH., % SCca” N MK MR, mca™ W
WAK AN AR R E K T4 7, B 1Ecoptl ARk
HARMWE R XFPI R . ¥ Culh # K JZ T+ = #1130
umol-L 7, coptd K16 5 B AR AR AL, I R T
%10 pmol-L™ Cukb ¥ F, AtCOPTLAE Ay —[rICuk
BEAN FCUBTHIIL, 1M MCuik & Tt & i (1130
umol-L™ Cu), —LeH g i35 5| [ (1 ZIP245) t ]
62 5 Cu s 1 W ek i AE 40 i 9 Cu & B 14, 75
SCa® W AIK ML (Rodrigo-Moreno et al., 2013).
IeAk, BT CuBs T e R I+ A AR A b R T 2 oy
Z—, COPTL# K ILAL AU B I+ 1 A= 4715 e i 49 i 7%
R ¥ 4% H (Andres-Colas et al., 2010).

175 77 AtCOPT2 5 AtCOPTL () AHABL 1 % =6 (&
KT e ) A DL 15 67%), B A1 H BE 58 4 FLAh 2 B
CtrlA/ctr3AZR AR A () Rl 5k ey L . AtCOPT2EE At
SENL T, H I ZE AL 5 AtCOPTLIRAHL. 7E4
FATFIF b Bt A TE24 DL R s i AE A R S5 3 AL
¥ 6e K I £ AtICOPT2 1) 3R 15, s /8 AtCOPT1 5

LA EYMEEANSMMIIEE 851

AtCOPT27E H b 3 Cufa & AT i f p ml REAF(E
IRETU A (Sancenodn et al., 2003). SR E L E FTAR
#, AtCOPTLXAE EMLAMUAL (IR AR K IE, 7E I XI5
i % 0 S5 I 6 OH - SRR (1 Ca®* /K i 8 LA K% T
IR AR AR KAS 5 B, 11 AtCOPT2 H7E H 1) 1. T i
Fik, 1E1% X % OH- UK I Ca® /K 3 18 A BE 4
e R KRN, 24U T AR A AtCOPTL H At-
COPT2/ 3 g H X 3845 5+ 74 (Rodrigo-Moreno et al.,
2013). 534h, AtCOPT2[R T Mt %% iz Cu i 14k,
W B2 Bk (Fe) Bk = L KA 18 (P) ) B (Perea-Garcia
et al., 2013). {EHCufHFe e & 1% 1F T, AtCOPT2
ERVFE AR Rk B AR =, PIFPC RABBRZ 1), fe
fig 3t — D 3o R IA, HENAtCOPT2 5 3 T H 1
E-box 45 # I RE 05 5 OHLHAL k[ 7, WiFe M & &
I (Fe deficiency-induced transcription factor, FIT)
HAE, MEFeftZ M. (EERPAIET, AtCOPT2il
¥ Cuth i 2R ZEPE 5 H 2 5 A KM Cull
H (1% Cu% LB (low phosphate root, LPR1#l
LPR2)), = 5P{5 5% T il £ (Perea-Garcia et al.,
2013), KYPAICOPT2 A e ¥ i2Cus ¥, 1M Hik
REVA S B T AR Tl . IXEeR S it — PR R
AtCOPT Z I 8 F ARV 2= D B ER AL T H A A A0 3T 77
]

LR TFCOPTEH & i T i lE, HE BT 5
AtCOPT1 (79%) 1 AtCOPT2 (75%) 45 1K i i) A AL
P AtCOPTE T 2L E U I S+ 4E B AH SN AR B 48 B Hh R
1k. fECuBk Z i, 5L EFTFEF A UM MR AH LE, copt6R
AR TE AR T Cudr A K AE AR, g Jag i Cufi 2 1
o, R Cufl Bk > . AR R B AR R R E
AtCOPT6 5 K Re itk % K B, RIHAICOPT6Z 5
T Cu gk 20 21 B A B A8 E B B AN A e AR,
TEYE R PR P 1) Cufa &5 ~F 47 e & 15 1E H (Garcia-
Molina et al., 2013). 4}t IF 554 Cuik B B KT,
AtCOPT1. AtCOPT2FIAICOPT6) Lifikik, (HAL
EFEEANH . tnGarcia-Molina%5:(2013) &K 3L, fE51
10 pmol-L™" Culfyss 7 & b A K Ml fg I 4 v
AtCOPT27E i /K ¥ I ik A W B 22 5, TIAE &
100 ymol-L™* BCS (bathocuproine disulfonate) (Cu
BT EAT)RFRE FAKMLT, HACOPT2/1%R
KR E WG, [HAICOPT6ERIF A 5 AtCOPT24H
P B AN, B A 55 R 5L R Cu & PR, AtCO-
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PT6 )R Ik B ILE N2 T 1 3, 3R W AN R 1 At-
COPT i 53 78 1 J82 4 FE CusK AL A I ) 28 AN ]« 40
FIIFSPL7 (SQUAMOSA promoter-binding protein-
like 7)%:% 1%t T AtCOPT6EXT Hh_E ¥ Cubh = (1) #4
SR SIE AN T B, R T B ER R IR S IR T 4
(Jung et al., 2012). [A b, #2 &6 A HL b 56 O 4%
AtCOPTEKIE ¥ 73 T B VA A .

H AT, 5 T4 I o AtCOPT3-5 I F 47 # 1t #%¢
b AtCOPT3id F Ak ) % Y 5 AtCOPTLid ik
TR — B AR, i — 2 X5 W] 88 b Y5 Cuf &
B, iRt £ i Cuk UK . (HAICOPT3
SERL R DI REE A Ak — AT, HEW T A8 5 Culdl
4R 44 ) % 32 45 5% (Sancenon et al., 2003). At-
COPTS & o Ty i s, L & [R5 MR 3 3 ik Jpe i, 7
Cufih Z i, (E3EWiE I Cuss 7 1m R 3h, 5 M
P Cu B 1 ¥ i 3% 2h F F B 43 A K (Garcia-
Molina et al., 2011). 74b, SEAETAL, coptss
A 6T A B 3 S ABORK, I Culff) % 12 3 S R A A
PU4R G 45 E 24 Hl (Carrio-Segui et al., 2015).
AtCOPT4R ZF i ME— A AN FCull Tz 57
M, HINREMA WiRE.

TE B A ) TR AN /D L Cufs 12 B (1 I T e 4t
WFot. #Z HAT, fE/KFE(Oryza sative) KL T 74
COPT & H & & & i (OsCOPT1-7), H # OsCO-
PT2-4f6 5 OsCOPT6 M il 7 Y5 — AR B £ T Ak, N
SCuB T, OsCOPT7 I AE B ph 47 48 AH 7] 1 T
ft(Yuan et al., 2011); OsCOPT1#1OsCOPT5ft 5
I R B 2% S W) (effector) T 1E 3 110 A 5 Cu i) i 15
(Yuan et al., 2010). 54k, fE/NZZ(Triticum aesti-
vum) LB T — R I Cuftiz B A TaCT1 (Triticum
aestivum Cu transporter 1). 1% [ & AL T i R4,
HL2A BRI, 2/MBTEINCURS TRIs R, &
BT LM NS I, HdMet®. Met®
Cys®Xt TaCT L4 Dh i /2 4 75 (L et al., 2014).

1.2 ZIPEAXRE

ZIPEE A KGR fLE iZ2fiFe. Zn, Mn, CuflICd%:
4 Je8 PH B - 2E O\ 4 BT R 4 RF B 9 42 e B - P Al
(Colangelo and Guerinot, 2006). ZIP#& H — &
309-476 MR AEMR A AL, W H HA 8N A IR, N
Uiy FH C 3 8 € AL T 5T AN 1T, 7 28 INAN 3 IV A 5 i

X 2 [0 LA E S HIsI AT AR 3R, T3]
4h 4 #1846 7(Guerinot, 2000).
TEYHT . E MY+ %2 M ZIPE E 4100
Z M, HRXZHZIPE A K D) REiE K 1 € (Palmgren
and Axelsen, 1998; Wintz et al., 2003). #lFg7+ZIP
FIRAEF LA R, FIE S 5B L RT-PCR
farll 25 R BH, TECUBkZ 26444 T, AtZIP2FIALZIPAY
FHRRIE, Culd EREATMRIEHING] . KAZIP2AN
ALZIPA%E N1 BECuMy Wik B 2R A2 44 (ctrl ), K]
PLEAMZRARAR R A, RYIAZIP2HAZIPAT] f2
% 57 CulW i #4iz(Wintz et al., 2003). 4R,
BOLRE R, I ZIPR BRI R R+, 65
ZIPFERH(ZIPL.  ZIP2. ZIP3. ZIP7. ZIP11LLK%
ZIP12) Ref% R BEEE RO R FE R AR AR Zrt 1 Alzrt2 A,
6f1(ZIP1. ZIP2. ZIP5. ZIP6. ZIP7LL}%ZIPY)
BE ELAME TR SO BR A AR R smflA; 1RP(AtZIP7)BE H #h
BRI A B e 2R A i fet3Alfetd A, SR AT AT IX SeZIP £
(K| YA BE H AN Cul s s g 52 A8 fActrlAlctr3A (Milner,
2013). % LAk, MEIFZIPEAMRTTAES S T Cu
IR s R, (HZ O B T B e Cu s
THIBEAMME. Hik, ZIPEAECUE skt
R Y) ThRe B H 5 Hoe 8 A R AR R — R A

SR

1.3 YSLEBXRIE

YSLEAZF KR T 5 E K (Zea mays) YSIHF 51
U % 52 (Koike et al., 2004). I+ A8 YSLE
BRI, KFEF 18N (Chu et al., 2010; Wang et al.,
2013). XT84 EE FFYSLER I (AtYSLS)FI1A £oKYS
B EEZmYSL) NS BEAT 345, RIS B
A ISR AR IR, Ho— AN RIS B =
AR, ANRIAZ X (DiDonato et al., 2004). % —
ANTTAR X AELE T NAR I, SRTT, 1% 9/ H N 3y ) 7]
AR X BB AR M Glubk S I Asphk 3E, 72741 L H—
€ FEFE B AHALL % (DiDonato et al., 2004).

ZmY S1AEM 7R B = FOK AR R AN oK &
&, %E ] #1izaFe-PC (phytosiderophore com-
plex\)E &Y. BN, ZmYS1t 5 £ Rl 4 & (fnCu.
ZnHINiZE) B &) ) #5324 K (Ueno et al., 2009). H
T AtYSLEE H #e % 5 & J& 2 & 71 M1 % J1Z (nicotian-
amine, NA)ZZF LIS (mugineic acids, MA)Y) )i 45
&, MMXEEATFS&RE KBRS A K



(Waters et al., 2006). {71, #hFETFALYSL2Z
Cu-NAM¥6iz, AtYSL2REE6ETEHE Y)AR 3 A Hh_F 3B 1
ANFIZE RS Af 20k, Wl B AS [F] S B 1 4 i 34 R 8 DA
&R -NAZ GV X 4 )8 % F . DiDonato%#
(2004) 3k — L LR W, AtYSL2 E A 5T &85 T
TEAEE HL P R IS U F JFALYSLLFIALYSL3
(LR A AR ysI1ysI3 I AT Fl 3£ & 1 v, CufiZn
IR AT AR, X ] HE 2 AtYSLIFIALY SL3%% iz
Zn5 Culf B0, W] BE 2 AtYSLLEL K AtYSL3
()R R AT Al T Fe 1) A 2 T i JE T 5] A2 1 (] 42 R4
(Waters et al., 2006).

2 HHBICu®EEH

et R Cu s ¥ 4%z & 1 32 A0 TR I o7 54t A 25
2 Cus FHEH MAN, Bk 2 1 Cuxt 4 i 1E
AMEF AR, BATSEMZRER EE kA
Pigs-type ATPase % i .

Pis-type ATPaseeP-type ATPasesi# F ik 1
—AMNEFE, 5HEP-type ATPasestltl, Pis-type
ATPase H A BB A A 45 /I RHIE: Pig-type ATPase
— M E A 8N EE L 7 Bt (Piga-ATPaselg 71), 4@ 4h
GAB 5P B BT VR I i R 4 A A I AR AE TS T
R b, ATPES & X/, NuMICHRfA7E 2 M @i &
(K 2) (Arguello et al., 2007; Migocka, 2015).
Pig-type ATPase? A3/ UiRedE, HIPIIREE (phos-
phorylation domain) (58 1BEER LA K) . ADIRES
(actuator domain) (Z 5 & F) NI REE (nucl-
eotide-binding domain) (B &ATPE AL, ST
R 455 H R) (K EF5%, 2010).

Pis-type ATPaselfiut#5i: bz fa o w5 & J& 12 1
(Cu*. Cu*. Zn”"MICo™)4b, ILREREIE — L H 4 BY
T-(Cu*. Cd**HIPb¥), #Pis-type ATPase L Fr A
# 4 J& ATPE (heavy metal transporting ATPase,
HMA), HMARE & i 7K il AT PRSI e B DK 2 B 46 & 5
F B FEH 2 (Axelsen and Palmgren, 2001). R
HMAR iz 45 J& B I RE 3 10 vl e AR, — 2K
g B T (zn®*. Co®'. Cd*AIPL?Y), H—
KNHiE—HrBH 7 (WCu*fAQ") (Beard, 1997).
WL I 8FhP1p-type ATPase, HHAHHMAL-4fE
iz AN B, AtHMAS-8IIGE W5 3412 — 1y FH &5+

LA EYMEEANSM IR 853

(tnCu*MAg ) (Mills et al., 2003). /KFEOsSHMA1-3fE
Bz BT, TOSHMA4-9%: i — 1 FH & 1 (4
Cu*f1Ag") (Williams and Mills, 2005) .

L # I o HMAS BT 3 5 5% 1% 3 R #1728 .
AtHMAS-8 L5 Culs 71k iz i k. HHAtHMAS 3= %
TERREB A R AR 40 f ik, HAZCuss T R i 3,
hma5ZR AR Cu (30 umol- L™ & B BB (H %) &
&R ST (WFe. ZnFICAdZ) A RUK, HILARM R
KFHICu, & HAHMASTECu i 1 1 7 HERN fig 55 ik
& vh % 4% = 4 ] (Andrés-Colas et al., 2006).
AtHMAS 2 H i 00 Ft 7 & B AR P — 5 57 T 2 R JEE 1)
AMHERICu B 1 %32 & 1 (Burkhead et al., 2009).
AtHMAGN T S RS, 3 ZE 41 5k Cuft s B 2%
i, 25 Culzn it & A6 P B AL B ¥ & & (Shikanai,
2003; Sautron et al., 2015); MAtHMAS8E i T3
L, A5 Cuss ¥ [ it 4 05 3 1112 % (Abdel-Ghany
et al.,, 2005); AtHMAT7{E iz Cu™ i@ i /) S i,
25 20 RS R v R #E 224E A (Rodriguez et al.,
1999).

FHAT AL, /KFEP-type ATPasesx ik R4
A HA I Th REBEHE T . {H1X OSHMAS FIOSHMA9 5
CUls AN < (b v F1 280101, 2013). OsHMAS
SENLT R . HEERL MR IA, HHEH F ZAE AR
FESAANAR . 5T AR AR AR AR S X 3 DL S AR
FAFN 52 1 4 4 4 3R 1K (Deng et al., 2013). /K F&
OsHMAB K& [K 4 i B 5, R AR R AL B 72 AR KB
B I Cud &K, RMKICud &7 &, fE4E
FAAE KB AR FF I Cuf & K, XUl
OsHMAS 5 /K F& & 77 A5 K F AR F AR KB BER T Cu
¥ ia 1 #2475 (Deng et al., 2013), OsHMAQ: %
TEAEE HL P RIE, HHR AT AR R KT
fJCu. Zn. PbHICA5E, KHHAEXLEEE TS
Heid #2 hEH (Lee et al., 2007).

3 Cuf¥aZEH

Cu {143 112 — KM 19 1 7T ¥ 1 /0 53 F Cusdh 4 28
H, BERSH Culbic Rk 1k e Cutkigill, ©115
Cu s 7 ¥ iz 8 B W R 755 i A Cu s 7 1 3h &~
(Changela et al., 2003).

R 2R Cutk B R B A3, BIATX1
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N-MBD s

%= C-MBD

B2 Pis-type ATPaselfI#h$h 4 i1 B 45 38R = Bl (Arguello et al., 2007)
H1-H8: FEELifik; TM-MBS: P54 Jm 45610 i, N-MBD: Niiii 4 )& 456 48; C-MBD: Clili & J& 45 &4 AL PFIN: Pis-type ATPase

HI3A T fiEIs

Figure 2 Schematic illustration of the topology and main domains present in P1g-type ATPases (Arguello et al., 2007)

H1-H8: Transmembrane segments; TM-MBS: Transmembrane metal binding sites; N-MBD: N-terminal metal binding domain;
C-MBD: C-terminal metal binding domain. A, P and N: The maindo-mains present in P1g-type ATPases

(antioxidant). CCS (copper chaperone for SOD)#!
COX17 (cytochrome c oxidasel7) (Wintz and Vulpe,
2002). {ERLFG ST AT 24 5B REATXLEE R CutkAa
EH, 79 NAICCH (ATX1-like copper chaperone)
1 AtATX1 (antioxidant proteinl) (Pilon et al.,
2006). AtCCH 7 ATX1H 4 J& 118 5% 1) 45 ¥
fiE, WA LysiRE . BaBBapHTE 4h 14 LA K N-if i)
MXCXXC Cu*4i &35 . thoh, 58l IF f BB
ATXLAHEL, AtCCHAT —MURs A o 0 T fiE C- K iy 4E
fifi(C-terminal extension)/7%1, 1%/% 7] fg 5AtCCH
TE A 20 I A0 43 7 2 18] 1) 5 R A o< (Mira. et all.,
2001). AtCCHE H 3= A7 T3 2 v FI R i 4
AL, @l PSSR AP CuE TRK
RS, EREEHAL P RIEE L (Himelblau et
al., 1998). Cuflt= (e FAICCH mRNAIFKIX, Cu
b E A H R IE . SACCHAA, Culd &Nk
AtATX1 mRNARIEEIE, L] ALATX1EL K AtCCHT]
A 7E 400 B IT 1 A2 S 4 R 1 D REAS [H] (Puig et al.,
2007). 34k, WHIURYIHNE T T ALATX L R IE MY
RE 4G 9 Cuied 515 0 T e 2k KA Y6 Cul) i 52 4 K hf
Cuf L &, Ty H o6 Cutih = (it 52 14 38 5%, 3K B
AATXLAECuid BB = 2 A P #FTAT D RE, HA

PR ¥ AS35 48 (Shin et al., 2012). #lH7FCCSEH
AR m A, EES 5 fkCulzniE E LY
5 A i P A S 2 1 Y B 72 (Abdel-Ghany et al.,
2005a). #LFIFCOXL7HE AN S 5Culs 1 7 L hi ik
%% 12 i #£(Balandin and Castresana, 2002; Garcia
et al., 2014),

BOEERLR ST R ORI T —JE YR 7 FCu
IR HAPCHL (plastid chaperone 1), ‘E4i174
T4t 2HAAtHMAG (P-type ATPase PAAT)E[A
[ AT A8 B B 72 (Blaby-Haas et al., 2014). iZid &)
PR R A, IS AIPAAL, 5 A D
AtPCH1, H A4l AtPCHL 455 A H A5 AtPAAL
FEE M RT2M M T, K IEAtPCHL 5 AtPAAL I N i
—5, A CUT LA EFMXCxxC. AtPCHLT ¥ Cu”
5 33 B ISR 4R P I AtPAALI 4 8 B 1 45 & 0L A,
Cu™ il i AtPAAL #F N P, 3t 1T B AtPAA2 (At
HMAB) ¥ N R HAK, siF #ilm e BEA
(41 CCSELCu/Zn-SOD) 43 147 1 A~ [A] 1) Ty §E (Blaby-
Haas et al., 2014; Tapken et al., 2015a, 2015b). iH
I XK B R 4L FESTs (expressed sequ-
ence tags)H i BEAT 0 M, KILAR 2 B AR ) A7
FEARALL R AT AR BY 420k F8 o I R AEAR B I o A L



F W T Cui iz ML 47 <7 1 (Blaby-Haas et al.,
2014).

4 ZEiE

CuZfHY L HE I e, (K SO BN A &
F R DA W) A RS b 52 5% 1 R4 9 2% K 7™ s
EHIHEAANRCuE &, DREIEFEAKEE. Bl
S MY A E T 2N Cuftig i H FICufiEfB
HE, ENELEREYIACUE T ST il f2
HEFEI)RE. e R IFH, COPTLREM L R HCu
BB I (Sancenon et al., 2004), COPT6 5
HCu T 1 H 4 i it A2 45 9% (Garcia-Molina et al.,
2013), COPTSHE S A i 7 () Cu B ¥ 1) i S % ia
(Garcia-Molina et al., 2011), COPT25CufiiFes
TR 4E R % (Perea-Garcia et al., 2013). SPL7
kR 77T LLH#ECOPT1, COPT2HICOPT63: Al £
KPR iA(Jung et al., 2012). X EeHf 5t 45
JARFRATT, Cultic &) H BRAE H R K P 5 CuK P kAT
Wi B, 2 75t 7E 2 KSR Ah A CusK P 33k 4T e K2
AL, HEsFiRaEa, nmkkiasEa
MiziaEE, YnliEid s & A e s &1 E
Sk 1 425 2 A P9 2R B 1) F 2S SF- 47 (Brumbarova et al.,
2015; Wakuta et al.,, 2015; Zelazny and Vert,
2015). ASCEG = i BF TR B, Culh B M I+
PRJG, FLCOPTLR A M4 f#, HBEH CulbHH i 7] (1) 1L
K, BEMEmE. SR AR I T A T e i 45
JR B | Cu iz B 1 1) & sk i 6 48 i N i Cu s 7K
SEREAT R, T A B T2 T Cuid & ek
Z XA A AL, A T R R A 0T A
CuZK- AR iy ma AL 0 96 1 R o 34k, AR FiiE
FH, IMNEABAEIHFIMGL132)5, fECulbH N
LR TF COPTLI B fift it FE 40, I Cukh #2155
fICOPTLIE MR 12 5z RAPEMRAL A Kk, HIEALE
ML ¥ TR IRNBF T o BRIbZ 4b, KT HP4ERFCutads
FILEEA LAR JUAS 0] B A AR 5T . (1) $hRd
JFCOPT1#4ia & A fECul & 126 1 T BEM PR AR, U
A 7+ COPT S J 1) Fo & 8 A 10 i b 1) % 38 3 11 (A
COPT2HICOPT6) & 75 th R #f [ filt, L FE AL 5
COPTIH i R[F? (2) ¥ZCufkizBMCufiiak
HZ 5% Cult i, iz fiTE i fE, (2

LA EYMEEANS MR 855

AP E A, BB 3 DR e AL sk
ITRIBMKHE? (3) OF Lt id KRR, MY
CufRifif 5 Z A He A9 % 72 iR & & (Rodrigo-
Moreno et al., 2013). #f{#f(Waters et al., 2012).
L4t (Perea-Garcia et al., 2013) LA K444 (And-
res-Colas et al., 2010)% 65 5%, {H2Cufiz A
W) T 26 A ) 2 2 0 BAR ML R AT 42 FH 40 i Ak
Y E ARy 1AM 55 T B Culb iz B FI AECull
W\ i AR R AR T PR A S e AR E il AR
RERBAT WAL, B A B T 1 W CufE i A i i
AR I E AL, T B AT R AN R S I S
AR M2 B ST AR 4
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Structure and Function of Copper Transporters in Plants
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College of Life Sciences, Tianjin Normal University, Tianjin 300387, China; *Key Laboratory of Plant Resources, Institute of
Botany, Chinese Academy of Sciences, Beijing 100093, China; *School of Life Sciences,
Shanxi Normal University, Linfen 041000, China

Abstract Copper (Cu) is an essential micronutrient involved in many physiological and biochemical reactions in growth
and development in plants. Cu deficiency or excess can affect plant metabolism. Therefore, a series of Cu transporters
are needed to act synergistically to sustain Cu homeostasis in plants. Plant Cu transporters can be classified into 2 gen-
eral classes — Cu-uptake transporters (e.g., COPT, ZIP and YSL protein families) and Cu-efflux transporters (e.g., HMA
protein family) — responsible for membrane transport of Cu and mediating Cu uptake and efflux. Recent studies have
shown that some Cu chaperone protein families may be evolved from Cu transporter protein families, and Cu chaperones
play an important role in maintaining Cu homeostasis. Here, we review developments in the expression, structure, loca-
tion and function of Cu transporters as well as Cu chaperones.
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