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- ERRIE -

M EAFTCOPTRIREAMRER

TAE FEE #4F Al KiEr"
UK R B, TR DM I %%, R 300387
o [ 122 i B 9B AL U T 5630, 65 100093

BE WH(Cu)REMLHNMETER, EAZMENFN T2 5V 2 EMERAEN SR Culk Z Mid B IEY) IEH 4
KR, AR A BRI % RO 2 I 4 K™ R A ) AR A (I Cu sy B FE ) Cudf iz SR I COPT XA I 5 Cufi 1R
MRy, BEUS IR XT Culti ML is, fE4EFra itk N Cuta S T linid R th A HE AR . COPTEH AW I ANA f1Cu
Pz Dhge, WMMSNAABE P CU. WA 8 it Cu. KR4 Cu bl S AE A [F) 28 5 (W) 5 I A1 ff 73 BicCu. Bk4h, COPT
WAL EE 7RSS PEYERE . BRCTERIEAED B R . PR & AT R G 5 RS R rh R B AR

B ERIR TR AEYIHY R TT (Arabidopsis thaliana) COPTZ M & i 53 IZRIEMIEAL PN LA L A4 27 T RE 45 7 T HY) fi

Bt .

X4 HFHIZEE, COPT, Cufass, Culllk, F4 D

THE, FEE, BEE, XM, KiEH# (2019). UMEIFCOPTREE A FLtE. MYt 54, 786-796.

CuANURIEHE K EA D HIME TR —,
FEAEFAAE T, Cublif A Cu ML S Cu> W Ff
AEAE( #55, 2007; B 48, 2012). T8I AE P Fl
REZ A%, [F/3Cuft 2 MY & A iR
IR ISR R IR, e R e . 4
ke, CulZn AW E AR (Cu/Zn-SOD). #efi LA
K 2N AKETR (ethylene responsive 1)Z ()44
ETE, Z5HEMENCEER . RAER . TR
RV R AHBES B ER S 5 RS 2 M EH A Y)
it FE(Raven et al., 1999; Gavnholt and Larsen,
2002; Gratao et al., 2005; Yruela, 2009; Komori and
Higuchi, 2010; Yuan et al., 2010; FKZLBEFIGK 255,
2011; Pefarrubia et al., 2015; 7K3&H%E 2018).

Cult) FR R A A XWEEH . —J71, Cu
MMM LT IR H—JH, fEA—FES)E, Cu
o EXE N AR E, TERNCUS BN RS T
R ER . RERMHEA RN RS S, T
&8 BT VA S A B IR AL A B IS A B R
1, [ERAREEY Ry T RGN, RN, Cuid
BT H HENE AR A, SRR, S E A

Woke H #9: 2019-03-13; #2252 H #1: 2019-06-18

DNA= A A 3477, 5 M A8 P 005 R AR A AR K R
& (Yu et al., 2008; Hansch and Mendel, 2009; #*#
%%, 2010; WhihEE, 2012; £ E 7Y, 2015),

T U Cu 1) 3 B XCEE 4 J5T 3 R A7 T S
TEYARTE i 1 2 2% R P L R4 H| Cu i, iz
. AR RIR R g AR R, E T 4ERR A N Cult P
7. HoAr, Cuf%iz# HCOPT (copper transporter)%f
Cu® v B A m FESE AP L — M 76 4k 45 19 40 o
Cufa S P4 h R EZAEH.

1 COPTZRIEEHR

COPTHE HJ& T Cuf%iz & FCtr (copper transporter)
K, T FL 50 Y 1 £ (Saccharomyces cerevi-
siae) P A HFVEE . £V, BtEFMin s
FZERE IR, % 50 R A AL 3R <1 1 5 i 45 4
B (TMs). HHPTM2H A2 7E 1A MXXXMES 7 (MAR 3R
Iz iR (Met); XREFEEEER), (ETM3FAEIET
GXXXGH 7 (GRE HZEL(Cly); XIRFRITBEIER),
XL FICURS T4 G 5 aH o0 HNmBEA =

LT E 5 E R 3 4 (N0.31470292) 1 K- 1t 14 AR 2 4 4 7 5391 H (No.18JCZDJC97900)
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T Metf i, HiFEEAMRAMAIRR, Re% 5 H4MCu
Hrait, M eCulE s, CmEAaE S
IR (Cys)I 7 (CXCHEFF), FAAET AT, Bel
5P CulE 145G, HKCus 1L Ml N i Cuft:
fAEH, ECuldERHHLT BB Cu iz (Wu et
al., 2009; Penarrubia et al., 2010; Wang et al.,
2012; #4405, 2016).

BT 41 BT B P B Cul AT ik B 2% A8 4 1) Iy g
HAMEL:, CAEZMEY) P RKINCOPTH LM . I
1, 79 IF (Arabidopsis thaliana) 3t 4 61> 1% i
COPT1-6 (Sancendn et al.,, 2003; Jung et al.,
2012); /K #%(Oryza sativa)'F 7/, OsCOPT1-7
(Yuan et al., 2010, 2011); /NZ(Triticum aestivum)
14, TaCT1 (Li et al., 2014); %3 (Chlamydo-
monas reinhardtii)h KL T 44, 435 8CrCTR1.
CrCTR2. CrCTR3#ICrCOPT1 (Page et al., 2009);
*K(Zea mays)+ £ 31, ZmCOPT1-3 (Wang et
al., 2018). M, xR AEM I E I+ I COPTHT 7T
%, LRt iiE .

#LFEFFCOPT1. COPT2F1COPT6H] ¥ #1 A bl 1tk
(ATik75%—79%) 8 =, ¥ A 345 &% MetlHis ) 2
J¥(Jung et al., 2012). COPT1HICOPT2¥ICA it &
A CXCHFF, MCOPTENTE . H4 1x Lok [K] 73 j3) 7E I £
RA K ctr1Alctr3A (K2 m g M Cuks i 81 B R: A,
CTRIMCTR3TCIA IEH WY Cu, [T I H A Kk
)Rk, EATTRRE ¢ 4 TLAMEE RET AR M etr1a/ctr-
AR 2 %Y (Sancendn et al., 2003; Garcia-Mo-
lina et al., 2013). 5COPT1. COPT2FfICOPT6A [,
COPT3 [ N i { & A 24~ & & Met #1 His 1) £ /77,
COPTSIING X & A 14>, COPTAAUN i ikt = 1X ¥
M5, 1M HHTM2 9 B TEMXXXM S 7 . 76 B &)
ctriAlctr3Ah ik 5, COPT3MCOPTSY A # 4 H.
HNRAFR G F A, 1 COPTAANBE HAN R AR R AL,
HEMCOPTAAR & A B & iz Culh e /1, magdd 5
& COPT & A AH H.AF A 1 47 f# Th & (Sancenon et
al., 2003). HUEF K, R FFCOPTHR % M 7 7ECu
AP AT R A AR BER .

2 BIEFCOPTHIFREFMELL

U IFCOPT 2 Y 119 % 5 FICOPT K ik
7o B COPT1J3 315 4 i 8 Wi R TBF (GUS) I £ [

EEA: BT COPT Xk&E A tdtfE 787

UidAR A 2235, R BLCOPT 13 R 76 11l B 3% 25 AR A
AR IA B ok, FERT R AT BN 7 RLSH Fy
2 KB AL R DAt se A Il BIGUSIE 5 £E4E
MR E R IIAKRS, IAEER K E J& 31k (Kampf-
enkel et al., 1995; Sancenon et al., 2004), COPT2
HEFBRA L COPTTHE R AL, EF R I AT I
TR R LI RARIAER KL IR B AL Reta
MBHEKIE; 5COPTIAE, COPT2AEM A H KX
4y 4 X o AR IE (Sancendn et al.,, 2003; Perea-
Garcia et al., 2013). COPT6=: EAE ML i 7 25 Al ()
ML hRIL, ETF EHL REE. MR
AL ek B LA, FEHTAE AR B AR AR AR
Rk, A EY, COPTOIEM L. T h5.
feez. ek LA RG34 ik (Jung et al., 2012;
Garcia-Molina et al., 2013). il % COPT3JH 51 I
Bl GUSHR T 5 IR 1k 1) K= DRI R A7 8% I I,
TEE TR B, AEM T B4R R P AT A Il 2 GUSTE
PE(Andrés-Colas et al., 2018); A B, 1EE2ZY
JLH R KB M RGP RIE, B K E G
ANFKIE(Bock et al., 2006), {EALFHKI REEIE 22
b B & Wl 21 COPT3 1) K 14 (Andrés-Colas et al.,
2018). 4 COPTSI1aa %S TATG [iE357 bplfI/F
H 5 GUSEEN & 5 T L I+ ks ik, St
TR IGUSTEVER I 5 A B, COPTSYE LRI B
JERLEE R AR B R sRFIRIA, fEHL bR 0 Rk AR
55, HGUSIHEM: EZE TS, At 4k
W A KB, COPTSIERERFIMESE A
BRIl fEES T, e A RIS, kR
h J1 - A% (GarciaMolina et al., 2011). A %CO-
PT4)5 87 KT VERE 7E AR WAk 1E, TIRT-PCR&S R
7R, COPT4EMhRILIRGR, HHRILK @& T
HE AR (Sancendn et al., 2003)(#1).

¥ COPTIVIT RS AL AE 5 £ (4,75 51 8 1 (GF P) &
PRI Rl 5, 7E U0 R 7 P PR 200 i Ji A= o A o B I 3R )
KILCOPT1. COPT2MICOPT6) 3= % e A T4 fifo s
(Andrés-Colas et al.,, 2010; Garcia-Molina et al.,
2013; Perea-Garcia et al., 2013). COPT55E N Tk
YR AT R4 (Klaumann et al., 2011; Garcia-
Molina et al., 2011). COPT3WEfi T MRS, ¥ —
538 FH JRE W 2 P o6 P B R X R A COP T 3-HA UL 75
TE T BB L oy BEAT 73 1 5 I, COPT3TEAL 73 i)
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R FIHR B0 T-GUS K EAS I AR T COP Tk 2 R AR A B

Table 1 Expression patterns of COPT family genes detected by use of promoter-GUS in Arabidopsis thaliana

RILHE
K £ 1t it = Uit EE PN
Wk feee Wi ¥k 7 REE RPN 4e A2 4 IRsh AR MR RE

COPT1 ++ - / / + + + - + + + !/ Kampfenkel et al.,1995;
Sancenon et al., 2004

COPT2 ++ - - / + + / — / + + + Sancenén et al.,, 2003;
Perea-Garcia et al., 2013

COPT3 ++ + / / / / / / / / / / Andrés-Colas et al., 2018

COPT5 - + o+ 4+ + + / ++ + + ++ + ++ Garcia-Molina et al., 2011

COPTE + + + + + + + ++ ++ / - + / Jung et al.,, 2012; Gar-

cia-Molina et al., 2013

+1 RIE; ++ RIK; — AFRIL; [ RIWHIE +: Expression; ++: Strong expression; — No expression; /: Not reported

A5 B (ER) i marker 25 [ SEC121R AL,
HEM COPT3 1] fE € i T-ER L. (Andrés-Colas et al.,
2018)(K1). T COPTA[K) 40 g & AL i A WARIE .

3 COPTERRE BRI &I

3.1 EFRKTEHIRBE

KZ HCOPTsH: R TE ¥ 5 /K ¥ L Rk 52 B 4h FLCu
K . BRI, Cuid &I, COPT1. COPT2
FCOPT6YI T %%, A1 mmol-L™ Cukk# ST
4Hi, COPT1HIZRIE &2 T, MCOPT2[IZRIEH5E
4= 401#)(Sancendn et al., 2003). 45 umol-L™" Cu/t
HF it COPT6E ) K38 & % T i (Jung et al.,
2012)., Cut =K}, COPT1. COPT2f1COPT6Y) I
Kis, BHEEIELGFERKESR . A H1M
10 pymol-L™" CulbFIl I IFiI, COPT2M#iA T &
Ak, T COPT6#IEFE umol-L™" Cu%kff T Le e
10 pmol-L™" CuZkfF R 2%, #£100 umol-L™"
BCS (bathocuproine disulfonate, —FCuE 1-#4&
A& AR, COPT21) ik & W m, b1/
10 pmol-L™" CuZk 1k F R 1145, e &4 T
COPTG6 1) 15 A AL/, AL 43 70 3 i 45 2 M1 4 1%
(Yamasaki et al., 2009; Garcia-Molina et al., 2013;
Perea-Garcia et al., 2013). REHFHISLIGSE R R
W, Cufit = I A i5 5 COPT3 F1 COPT5 If) & ik
(Sancenon et al., 2003), A1 & i A #F 7 &R
COPT3MFKILZ B Cufik = ()58 5115 F: (Andrés-Colas
etal., 2018).

Culih = 5 3 R IL M E R JH 3 1 X K2 84 GT-
ACHF, i%E F i Fr A Culi v 7t /F(Cu responsive
element, CURE). COPT1. COPT2FCOPT6): 5lF
[X 11600 bpi [F A 73 6 &4 4F02/ 55 % AH i 1)
GTACZH:[7. COPT3I(1EZ)T X500 bpit N ILH3
NGTACH:ST . SR1 COPTSI i 8 ¥ X /> GTACH:
J#(Yamasaki et al., 2009; Jung et al., 2012; An-
drés-Colas et al., 2018). GTACH: 7 & # %K T
SPL7 (SQUAMOSA promoter-binding protein-like
T)EsE AL . SPLT I SBP R R ) — I, &
A SBP4E Ak, ] LUIE T i 45 /0 3 5 ¥ B R S 3l 1
HIGTACH: TRy & A, 3E 1 U 45 B0 2 R 1) R 08
(Cardon et al., 1999; Yamasaki et al., 2009; Bernal
et al., 2012). {ECufk = %M T, SPL7iEE Fik 77X
L COPT1. COPT2/ICOPT6H13%i5(Yamasaki et
al., 2009; Jung et al., 2012). fECu7 £ %1+ F, SPL7
I 255 Cu By 71 Zn B 1 i 454 Hh B 45 oK,
fEHTov% 456 GTACH: /¥ (Sommer et al., 2010).

3.2 FEAKERIEE

K2 HE 11718 5 H R IE A2 B 5K (1)
5, 1 W28 EEKPRRE. flnsikisin,
HE L T i i F 1 AP R IR ) R R T L CoR I 22
PR VRFE I RR MRS, 1% 88 I B ER AL T LABH 1B 3 A
PA 5 X 21 20 P S iz d (L et al., 2014; Puga et al.,
2014). SR, KT Cu/KFAMXICOPTH [ 3= B Al
FeoE MRz I ARIE IR D . H AT EEESE 12 COPTS
(1) 5 H KA 240 FECusK A2 4k 1 52 1 (Sancenon
et al., 2003; Garcia-Molina et al., 2011). {HILATXTS
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Cut Cu* Cup~  ~— ~_cCu

coPT1 COPT2 COPTd) e
OO
/_Y * ¥ ,+ A
NAD* NADH (.

Cu* Cu* Cu*

B1 R IFCOPT I 41 e i f7 5 Cu ) #4312 (2 H Rodriguez
et al., 1999; Balandin and Castresana, 2002; Wintz et al.,
2003; Yruela, 2009; Garcia et al., 2014)

Cu™ A LA # ZIP & 191 Wk Ik 5% 4 FROI& J5 24 Cu®, Cu® i it
COPT1. COPT2FICOPT6%&E Hit izt N4 )i . TE4HMI AN,
COPTS & {7 T~ I BRI B 458, ¥ B0 R0 Y090 W4 v F
Cu'dtiz ANl &b . HEMCOPT3E fir + Py M, JH¥s
PR 9 R ) Cu™ 58 B AN AT 45 . HMAGFTHMA 43 31l %8 A2
TGRSR P, 4353 47 S Cu R Cu® e iz 1) i 4 A 3t
. HMASSE 7 TR |-, T IS A KL R (I Cu i35 312K
BT . HMATfES s Cutilid m/R A, 25 40 &
Bi. HMASSE R FANfufE, A FCu'ishE.

Figure 1 Subcellular localization of COPT and copper traffic
in Arabidopsis (modified from Rodriguez et al., 1999; Bal-
andin and Castresana, 2002; Wintz et al., 2003; Yruela,
2009; Garcia et al., 2014)

Cu*"can be uptaken by ZIP proteins or reduced to Cu* by
FRO and enters into the cytosol through the COPT1, COPT2
and COPT®6 transporters. In the cell, COPTS5 localizes in the
tonoplast and vacuolar precursor membranes and transports
Cu® to the cytosol. It is speculated that COPT3 localizes to
the ER membrane and transports Cu” to the cytosol. HMAG
and HMA1 are localized in the membranes of the chloroplast
and responsible for transporting Cu” and Cu?* to the cytosol,
respectively. HMAS is located in the thylakoid membrane and
transports the Cu® of the stroma into the thylakoid cavity.
HMA?7 transports Cu® through the golgi membrane and par-
ticipating in the ethylene reaction. HMA5 localizes in the cell
membrane and mediates the efflux of Cu”.

COPTA & H # #3E 4T 20 Hr Ja A 8L, L CoR v 1A 6t
TRRIRIE T REIZ 3R AL - SRTI AP F CuZK AR A2 15 fiE
i AL COPT1 & F/K-T, MHZBRBHZ R
e, HEZ KWL RS 54 Cusk P AR R4 2

EEA: WHEIT COPT ZkE A it fE 789

i R AT i

4 HIEIFCOPTEHHIThEE

41 fFECuidsTEhaiER

411 Culilk

COPT1. COPT2 /1 COPTS6 fig 1% 5¢ 4 H.4b % £ ct-
r1AIctr3A [f] 5 B % B, % 7% COPT1. COPT2 1
COPT6 N @ EMECukiz & A, 25 Culf it
T o @I X COPTT I I S ik BRI 4L B 7 ALk (1 32 Y
BEAT LSS, RIAECush Z 264, HAEKZ I
il Bldn, FIEEBEIF P, F1HETRE
IRE, M LA w3 0 B A AR Ak 119 1/3—
112, AR ANE it b Cu B & L BT AR AR Ak k2> 2
50% . 1fj it %% ik COPT1 # #k 1 4= K X & Kk B
(10 umol-L™") CufRAIUEK, HARMIA K Z B0 840,
[ I AR AR R AL £ (ICu. COPTY(1 Ji Uit B PRI
Yy COPT2/) 31k (L1 2 BF AE R 44%), RIALE
COPT1IRE 2 BHIt, COPT28E/ FAEFRAR B X Cul
i (Sancenon et al., 2004; Andrés-Colas et al.,
2010). Cuz (1 pmol-L™)HICuid &(10 umol-L™)
XFCOPT2(HFRIE TR, WAGTECUM™ & ik = (41w
100 pmol-L™" BCS)i, COPT21)3 ik A4 &3 i,
FKHIJCOPT2Z: 5 Cu™ HE fit = I [\ Culi it #2 (Andr-
és-Colas et al., 2010), TEIEH MCuh = %14 T, ¥
T F copt6RAFR M AE K FCuS BT HE Z R
T8 /2 IE 7 & & Cul Z 4144, COPT6I ikl
PRI A K340 T 7 4E 7Y A% fk (Garcia-Molina et al.,
2013); Cuil &Hf, COPT6it ik M bk i fUR M 1 58,
ifii copt6-1HIEUE M 59 (Jung et al., 2012). & A
FRAG G A AR D B T AN, 3 — 25X COPT6H
() B Tk 2 12 (Met) % COPT6 (1 Cu M Wi Th fig v 4 F
BEATHEFE . KILCOPT6 TMA LR ¥ fliMet27 A8
ST Cul i iE, 1K TM2 4 fR 57 i Met106 %8
A J5, COPT6AN[E 5E 4 B AMNEE BE 5 AR M ctr1Alctr2Al-
ctr3AK R . X 5 XL N (Homo sapiens)ffCtrax
B A R TR AR, BERECHr 1 HTMA B AR <7 1)
Met127 FITM2 4 {2 57 1 Met260 14 S . % fi5 4% iz Cu
Frh . HAMNERDL, ¥ COPT6 Nifi i Met22 f1TM2
W IFMet102%8 4% 5, ARMmCOPT6I¥ I EE; 1M Cufik
Z %M F, COPT6 Nifi5e 4=k 2k A ™ 5 &M H X} Cu
FI AL IE (Jung et al., 2012), LiksE K, K
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YICOPT & 1 B A MURF R U Al % 12 Cuf L -
41.2 CuzhBfEFHIE
COPT3HICOPTS & fi T-4H fit A 5 £ 48, HH1COPT5
SERL TR ANBGR TR, HIDIReRE AR ECNIE . 18
FH 55 PR P55 8 o 5 A K M A BRY T copt 558 A48 A4 Hil Ak 1)
W5 &, K coptSHEMRBIEH ICud & B EK T
AR, M_FHEERAERCUTELHE ZR
(Klaumann et al., 2011). 7ECu7e & i85 77 3 L,
coptSIHAEK 5 A RTC B B 75 S, SR 435 7 Bk
FEF = Cu (100 pmol-L™" BCS)i), copt5573s
A ) A K 52 3 B SR AR, I AR R A A (L B AR
U T6%) 5 5 ek /> (LL 7 A Tk /b 33% ) 4 i 22
(M 2R R B 2 LB A Yk 50%), St A AR
i, mARE TR R E R E TR
JITR B, oAl 25 B 4 2 08D o« S INCu B s IR R b el
¥ COPT5%: Ncoptsfa, ik AN IEH (1R B 115 LR
S E e A, R AN COPTS 8 % 51 A i i A3
T RTA T K CuBI M5 o, DV 2 M Cu ) AL fin iy
B (tn ok & 1 ) $2 4t 48 2 (Garcia-Molina et al.,
2011),

RUEHEIE W 20 F, coptSRMR I K 5 B A4 A
AL, AR Cu S & ME 45 R IR, coptsA A 45 B (1)
CuKPE5IAETGIHEZSR . #ila, coptsiRHHICu
O L BT AR B N40%, R A ZE B Cu &
Wi TR AL SRR Fom, JCHZ R HICu
SEDEMTEAER, RYICOPTSH LA .35 M
#il| Cuff) K IE B iz fi(Klaumann et al., 2011). H 5[]
A 82 CuZ copt5 T AR M AR (P AR SR At M W S s, —
Bz 210, SiAS S B A,
A B e TR A S, 35O b AR IS (1 Cu
B AR = LA R BOR, AR Cudh
4 % 1 CusF 7E 10U 7T 1) 40 i B AN 968 vp R 7 R 0E
JRUE e JE A FRAR 58 A Cu &y = B & 1, (EAR R Y
CuJt A e ot my b b5 7, B0 % Jik DR A PR 1)
Cu#% % % % (translocation factor) & /N; i 0 5 %
CusF /R 7 P b 2 15 - 40 i ot v, 0] 4% 358 DRI A AR AR 351
At FECud &3 R E N, HCuk® RE Y
Jn(Yu etal., 2014). %}Cd/Zn&t & 5 FAMCusF I 7T
WASH] TR T (Yu et al., 2016). LiR4EHRE
B, 4 B R e e A AR VB AT 2 B B
BB 5 25 4 ) JL ) b B A 12 1 R

Xt copt6 5 A% A R i Cu sy & 3k 4T I e 5 R,
COPT6TEAH Ik %5 B 6] 1) Cu 2y it kb 72 Hh 4 4% 8 22
YERT. 4Cue (1 umol-L™YF, copt6ftifk & 22
MCuf &5 B AR R %R, i fECullk = i,
copt6H F45 B NCuF mIJ L AECuTt /2 %14 T k.
FEE)JE, {ECusk =, copt6HEEnt i Cufy &L
By A G INZ135%, 1A Cudy & b 240% .
iz FlCuks 7 4541 CS3 (Coppersensor-3) i il fi
FHHICuN i Gt R I, Culh= i copt6Rh T 1) 5%
Y65 E B2 PR K, B/ RCOPT6Z 5 Culh = i /43t
B A b 18] Cu B Bl AR 43 B o 72 (Garcia-
Molina et al., 2013).

4.2 EERTEMEEVHIBESHER

VD RGP AEP AR TR, 20 1) A 2 I
ARG, CATAEYAT AR S IR B 1 A A (o
FRRIIEL P8 ) A8 Ak SR R B 5 3 AR A O 2 &% P A e A
T S ARKE[FD, SR YTE S K A A7 P
A R — b S L o E AR A O T
5 DR 2L 5 P A Sy - 8 S R T BRI, AR A IR e
MAE 5 AT B, kim0t 2 o 2R 0 FR AT P R (.
WS 2008; [1HAERIZEAE S5, 2009). 4 Cufass
[ 4 FF F ZHC T Culy I N I8 i (FEIRCUu R 58 T
COPTZH . A ik i, 343 Culfyicfin) f4kaia
(3 EiEL P-type ATPase Cul® 14z & His ki s
S AN, B DX A B 20 A R R I AR B S ) (B4
W, 2015). WIATATA, fECuid &R, UEIFCOPTX
LA R (COPT1. COPT2KICOPT6) K i
ik, MCuk Z i), SPL7#:5%HF 5 e 1a s 7 i3tk
AEH CHFGTACSE &, it Likik. XFCuK
T COPTHE M 1) 3R3%, BA K COPTHE /N FHICu
s iE M T B 3 &5 3 (negative  auto-
regulatory feedback loop). HEMZEXFhif#EM T,
— 77 T A M5 9 CuRe S 13 LL4ERE, 50— T
B RS S AE IR (COPTII R 5. BIEAMICURE Tiz
g AR T — e B R 7 AT e ), B A CuEs T
KOV Z UL PEIRS, B Cutsl 3091 st 40 g 5
12 B A0 L 28 A 17 S SRR T A o e (R R
2013). CulE rH5ERTEAEDMH X ROAESFE
i A aE . Bl dn, /N 37 & (Physcomitrella
patens) SPLZ 24N B I (1315 %2 BB 15 A %
(Nagae et al., 2008); 7k bk {2 5§ (Neurospora-
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crassa)t, —/N4iACuls 14 R E R IA
FE S BB 2T M (Bell-Pedersen et al.,, 1996);
AL PF, FARIAATPase (—FiCultiz &AM
F A R L H B R 1 B TS 4 1 (Borgigin et al.,
1999). 1EfLFIF 1, FIFHCOPT1FICOPT3I it &iA
AR B IRE B Cu 5 AW %h 2 RAF/E — 8 R R
COPT1HICOPT3H)id ik Mk i) Cusy B4, Ht
K H B TP AEIR, F H IS AF R IR AE ST,
O IR gk F VR b e, I U4 1) G Y il fef K (Anddr-
és-Colas et al., 2010). JFEMEL RN, COPTTiE %R
K AE IR I8 3l BB T IR 3 T 2k (Perea-Garcia
et al.,, 2016b). XX MKE /R, {TECOPT1FICOPT3
(it KB MR A, KO8T CuZK~F- 1 COPTs I £ ik
TR, SR AR I, S ECu
ACE R IPEIR G . E— PR EoR, TR
J6JE W (neutral photoperiod, Jt:/H5=12/NF 12785
FMCuBh= %14 F, COPT1HICOPT2/)ZIA Y R I
AR, o COPTTI £ Ik i W /£ ZT21.5
(Zeitgeber Time) /N I (%6 3 JF 46 # JL /N i), 1M
COPT2/EZTO s (Ot HATT 48 ) 35 st i (W A 5 BE It
TG B SR AARXT Culty 75 K S s AH X B) (Burkhead
et al., 2010; Perea-Garcia et al., 2016b), COPT31t
ZT12 (0 ik Ot 45 ) & T ZT0 s (O M IT 46)
(Andrés-Colas et al., 2018).

COPT1. COPT2HICOPT6I) Ja 5l T ¢ 5| A7 7E
2 A R L 45 0 B R R A O TR = 4%
%, C-box (GACGTC)FIHybrid C/A-box (GACG-
TA), ZH YA SRR THY5 (elongated
hypoctyl 5)45 & ot . HA—Lnfh2 S b it
Z (phytochrome) i 5 R 2 i 1) A #5172, 1X 5 phy
KA R COPT 2315 /K FHAKAH 7 (Perea-Garcia et
al., 2016b). ¥ 3%[H 1 SPL7 MR IEH LGB T
YE, SR T AE phyB 5% A8 & X B 3 OA RR M R
(Mockler et al., 2007). =ZphyBifi#=, 1% SPL7{K#i
(I Cull = M B J R (1) Kk 35 LA B R T, L4
GiABAL A 5 T SPLY (FRik =i HELEEQ/NET), K&y
£ 22 /NI K 311 IR 3R & 5 1% (Perea-Garcia et al.,
2016b). L& COPT3HJA 8 ¥ H & 31 GTACEFF,
i T H R W (12/8 ) 5 SPL7 (07N ) ZZBRALK,
DAL S HE I A e e s N1 2 55 COP T3 B A 15 A M
Tk . fE, Andrés-ColasZs(2018)% % it % ik
¥ 53% [X ¥ FE (Conditional overexpression TF library)

EEA: WHEIT COPT Xk A TitE 791

HEAT RS TCP (teosinte branched 1, cycloidea
and proliferating cell factor 1) A K&K 2 TCP16.

TECUfik Z I, Hfidiz d H 1) 5PN ZAEO/ NI Rk .

TCP16fEfs 5 COPT3JA 1 L AN = AE i % o 1
(cis-acting regulatory element, CARE) (TTGAGCC-
CAT)4i 4, #ETM T COPT3M) %% (Martin-Trillo and
Cubas, 2010; Coego et al., 2014; Andrés-Colas et
al., 2018). tn bEprik, A9ehn] LU COPTH: A1)
Fik; e, COPTH RS LU H %128 i Cusk -
) AR T 2 e A ) b Az D LA IR 3R IK, L CusK
S A= Wi % 0L I CCAT (circadian clock associ-
ated 1). LHY (late elongated hypocoty)\#1Gl (gi-
gantea)t)3is. B, 4MitCuRetE it CCATRILHY
HIHRMEFI GI e G 1t o 48— R AN [B] I 2] - 35 97
F A N CuFF X AR AL S B2 it AT WL %E, K ILCurK
FRENS R LHY AR AL AR, HASFE e A b J) 3
(Andrés-Colas et al., 2010; Mishra and Panigrahi,
2015; Seo and Mas, 2015; Perea-Garcia et al.,
2016a). HAMNERDL, LHYRGIF G T4 43 5853
MF2ANGTACHE T, BE/RSPL7A it EH: S 5Cuit =
i LHY 1 GI ) b 1 3% 3 1 #% (Perea-Garcia et al.,
2016a). Bt 7R Y], ¥ K1 SPL7 50 IR A E s
KFHY5 2 [M /7 {EAH HAEF (Zhang et al., 2014). it
— SRR M, Cula B 54BN MR R HEIR,
HHY5-SPL7H: A M AE N S AV I Cus 25 1 [F 2
A S il 2 KA AR

43 EEYHEZERIEYHNERESEZHH
i3l

Cu MW & L)% RETR1 4 B A T (Rodriguez
et al., 1999). #H % Xl ¥ (molybdenum cofactor,
MoCo) g % 1 = ABAFIIAAK] & i, 1fiCuyMoCo&
BT 75 (Kuper et al., 2004). Cuth 5% i (polya-
mine, PA)M 4 fi# 1 5<(Gorecka et al., 2007). LAk,
Cufaas e /K M IR (SA) I % IR (ABA) I {5 5 % 3 v
HAEHFEEH(Wu et al, 2012; Yan and Dong,
2014). SR HAl, X THEYEER WA Cully
W SORn#4iz 8 sz H/b . Pefarrubia (2015)%F COPT
FR IR B 31 7 ST 73 i 5 K I, ABAFI R
RN %, HOUE OEMAERK RN G, K
FIRWA RIS TT > . fECUFE (1 pmol-L™) s
(25 pmol-L™")if, copt2fiicopt1/copt2/copt6 =545
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A% ABA KL HE AE 8 B . AR IX SRS AR R, i
NCED3. WRKY40. HY5FIABI5 % ik % B AN [FCu
AP, RIATEIXLLRABA S, Cufads KX ABA
B BB RE S R R R . Ak, ABA
Wi SPL7HI K 1%, X 7] g /&2 ABA#II il COPT1.
COPT2 1 COPT6% A ] Ji [ (Carrio-Segui et al.,
2016). #Rif, ABAFICUfRZS 2 [ ¥AH B AE H ML 6
FHE B A ANIESE

44 EEHEBETFRSHPHER
CufliFefy NI L T B E TR o, —H Rk
NS 5V 2 B IR BRI, Fell = B
ARPEITTHCuE B & . L 2PCRE R R,
Felit = 15 5 COPT2 mRNA LRk, HEMTEFes =
I, B ICu i, fe % 1 5 Cu i i g Vs 11, 4n
Cu/Zn-SOD )4 R ttk, M AR & Fe f i (1) g (4n Fe-
SOD){Tf# IjfE(Abdel-Ghany et al., 2005; Waters et
al.,, 2012). ZRIMA KA, copt2fE kxS [F &= Fe
MCuFR I W Byt Hln, 58 AR, copt2i:
FORGRBL, R EMAARERSEE . HA,
XF T 5 B copt2x} [7] i = Fe fl Cuft 7t P ML 1 i AR
A, HENTBECOPT24 S HICutiz il i 2 51k (P)
DUAS 55 T, 2F M0 5200 2k (Fe) B 2 1 1 1 2 (Per-
ea-Garcia et al., 2013).

COPTHHIEZ S JFL F HEE BT R KHt
YRR 9 o, 7650 umol-L™ CAib# R, R
A5 1 copt1-1F1 = 545 K copt1/copt2/copt6 i) A K )
bl B A= Y S AEURK, T S U 35 COPT6 ) i 5L R 4)
AR TEAR, CAibBRENS %5 COPTT1. COPT2
FICOPT6I) LifiZkik, HCdALEE AT 38 AN HCult iR
Fo gt — D FURI, CAAbFRENS 5] K SPLT M ) 4
/KA BRI Cuth Z [ B, i I miR-NA398 i 4 1
Fe-SOD mRNA (FSD1)f13i%, 14K Cu/Zn-SOD
mRNAsE K (CSDTFICSD2) )% i%5(Gayomba et al.,
2013). FflHh, COPTSIT-DNAJE N RALK L B A4
RUAH AT CAAb ¥ T U . fERF IR LR NCu, Hox
CAAbH P BURPETE 2R . Bk Bt 45 R 8], #£Cd
JiE T, 8 3G 58 COPTs I 2 12 11 3G in 2 Xt~k 7
Cu ) W i sl 33 I it A B0 Hh Cuff it gk T 447
CuFa & N4 Kt W) 3 mb CA UL it 4 75 (Carrio-Segui
et al., 2015),

teah, B R LW COPTsE A AES 590K &
WORL B W W . B, Tiwari 5 (2017) & L,
50 pmol-L™" Au &b 8 0l B I Bt 05 45 5 1 SR 78
COPT2(j 31k, Tt COPT S ik i Ho el i 7 % A itk
FEEWN . ¥ COPT2H NEEBEctr1A/ctr3ATAE A
R IR R IR T o et Au A BEAURK, L LR Y Au R
o 5 8 AR RS R S AE AR A L, copt298 7B PRI Aur) i
W BE F1 5 PR AR, R BICOPT23 SHEY AT Aufy i
A (Tiwari et al., 2017).

5 45

b T Cud A8 47 40 ffa Bk LA 0 75 1 SR T E BRI
IR 2 3 Cu s T IR AR R S I A 0 AE A7 S e FE 2
TERNE IR A, Culmd 45 12 i 3 2 B X Cu
BA GRS R R M COPTEHNF. 4k
XFCOPTZ 4% i A AL U S v s sl W 4m
SENL {ECuBh = At & i X Cull U i i 5 A & copt
R RIS IAT T, AIXFCOPTHE AR
VICuTR S 4E R R I ThREA T dE— B . SR, A7
FEVEZ ) B A5 9673 - (1) COPT S R i AR £ /7241
e FEARAL, HEM EAZ [AAFAE DR TURIE B A — & 1
PMEE, SR T e AT E T e el AL 1) 3 [R] WA 0 Jn 2z B
. (2) COPTE AZ M 01 7T LS [ B B & i A T
F A 5 B U5 = SR Ak, fnJung %% (2012) & B COPT6
AT LS H & BHAE, a7 L 5COPT1HAE, &
COPTZE FI AN A 5 5 & HAE, a5
ERR O AR, [R5 2 AR TE B A e A4 ?
IX 1 22 A A Cu ) W SR A 38 2526 T T S 75 A7 AE 22
F? XL FIRAH . (3) COPTHEE AR
FI A 1R 2 R <7 M REBE 55 Cu sl & 2L 7, NG 1)
Met: 5, TM2 F-IMXXXM3E 55, Cit (ICXCH:FE . H
RT3Z 78 5 R AF L AA A COPTB N M TM2H (4
MMetH ) Dhfe AT THHIT, KIALTM2K ) Met1064
HPE B2 Cufr 4 7, 1M TMA R Cify 4 1) Cu
SiE T T S 5T DR ANE 2 . ik, COPT6
T e SR B AR e B 1) LA AR F AR RN
Fto(4) X COPTEIEHIEALHI B T EAEIRN, H
T EL A 2 R 2 HCuBk Z i, AT SPL7RE 5
COPT1. COPT2FICOPT6: )1 X HIGTACK: 4t
g A, SRR RIE . KK FTCP16
A% 5 COPT3M1 )& 8l 1 X ) TTGAGCCCAT i # 45
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Advances in Studies on the COPT Proteins in
Arabidopsis thaliana
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Abstract Copper (Cu) is an essential trace element in plants and is involved in many physiological and biochemical
reactions as a cofactor of various enzymes. Cu deficiency and excess can affect the normal growth and development, so
plants have developed sophisticated regulatory networks to strictly control Cu content. The copper transporter COPT,
having high affinity with Cu can regulate the absorption and transport of Cu, and plays an important role in maintaining Cu
homeostasis. COPT proteins are involved in different processes of Cu transport, such as uptake of Cu from the external
environment, export of Cu from organelles, transport of Cu over long distances, and mobilization and redistribution of Cu
between different organs. In addition, COPT proteins play an important role in maintaining homeostasis of other ions,
regulating the circadian clock, involving in synthesis of plant hormones and perception of hormone signals. Here we
summarize the recent advances in the expression and localization, regulatory mechanisms, and biological functions of
COPT proteins in the model plant Arabidopsis thaliana.
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