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BB MRS H 0 s A R, A T B B )
(United Nations Environment Programme, UNEP)
HINTT 5]k NS i) B0 ) 51 (UNEP, 2008; Dal-
Corso et al., 2008; f18kx 5%, 2017). - IEHHICABE
B E, s RS ERREDENE
5, BRNEAE B FA I E RS T, S BT
B, HEHNEERG . HERG ARG 5
PR, XF N A R i R = B (Lalor, 2008;
Clemens et al., 2013). H T Cdxf & Fh¥R$5 I APk
IR E R, H O o2 tt2 0E 1) 5 S (Nagaj-
yoti et al., 2010; Etesami and Jeong, 2018). A5t
RY], YN CATE R 4 — RIHI BN, 4
AR, BEVE TEATRE (S S 5 (B A B )k
i, FPOCERGRZM. FUBS A, ARHI . B
TEVESCE . BT . A TR . DNASG R
A%, AT M F AR B AR A AR R, A AR K
Z 340, EAFET(Sanita di Toppi and Gabbrielli,
1999; DalCorso et al., 2008; Nagajyoti et al., 2010;
BIEE R X4, 2016; Shahid et al., 2019; KA,
2019) (&l1). LN, DN I8 A 8 — AR A
o I R R D) 4 A (SRS B A A ST, 2019; B
#245,2019). HAl, EAASMEBDR IR R
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AN 32 SR R 7 AR I 2 T AR 2R B R T L
i 55 5 T AT K BB I, WA A 24 4 e
(¥ 2 EACETE RE R L R R A SCERA 1Y)
M 7 A Y A B A A AR 1 S H N LA, iR
NE @RI NI . DORE YIRS
W, BARRAEY B RAIABE S B AR

1 EERISHEFEITCdRME RN B

1.1 EYEEE LS

111 KBRS

Cdkl M AE YA 2% B 2% 31 & B A A1
TETE SRR G E AR, T AR A 1) D' i
H, GUIFREN, LR ERERCHITE, %
P KoK (Zea mays) -4t K a. M4 ZbFIZRTAE |
F O E(EMRZY, 2010; Anjum et al., 2016); KAEHY)
Rk ) A O B Pl 1, 5- — 28 R A% T A 7R 1L 1 (Rubis co)
R T2 0 T = T4 T PR #R 4K 1§ (phosphoenolpyruvate
carboxylase, PEPC)E 1, 20 %t CO, i [
E (5K %%, 2008; Zhang et al., 2011). 4k, Cditr]
AE I O 5 o T s S AR 2 5 ik TR AL e (o
Rubisco) i 4 (Prasad, 1995). Verma#flDubey
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Figure 1 Response mechanism of physiological and biochemical metabolism in plants under Cd stress

ABA: Abscisic acid; IAA: Indole-3-acetic acid; SA: Salicylic acid; JA: Jasmonic acid; SOD: Superoxide dismutase; CAT: Catalase;
APX: Ascorbateperoxidase; GPX: Glutathione peroxidase; DHAR: Dehydroascorbate reductase; GR: Glutathione reductase;
GSH: Glutathione; CBS: Cystatohinine B-synthetase; ATPS: ATP sulfatase
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(2001)WF % R I, 1008500 pmol-L™" Cd(NOs) kb3
', JKFE(Oryza sativa) e B g . 8 11 7% 10 Big A0
JRE W G T VS e, 7 R R VS M R B . LA,
Cdy5 e ik 23 i - SR A I K RN AR T, 2ok A 56t A
JERABCRTE FFHES, 4T BB 36 43 (X B B 2 (35 7,
2018); M40 M A SRAR SR BEAR R4, SERY RIS H
¥ n(Vaculik et al., 2015), M ifi S0 /E 0 26 R 4k (1)
AR OB TER

FE 4 & 4T M 2% (0 R R 7™ 8 5% 0 A0 1) O B T
e, CAIE I 52 MR 16 B B S BRI 2 R0,
BRI B3R . HIFF R, Cdla(3 mg-kg™)
FEAK T /N (Triticum aestivum)(Fi e & FE . KL
SREL AR AR K M 1) S AL BRI B (Guo et al,
2019); &K Cd (50F1100 mg-kg )il S5 E K
MR R E R TR, AME SR m, SR SR
MR T ROR A, BEIPIOE R T & (4R R 5, 2010).
K Z45(2008) W 5t KB, CAE T F K K K6 &k
SR 78 s 6 R PRAR, eI s R 7
BUR B CARe (5 B 38 97 f) R K B W46 5% 6 (Fo)
B, ORI B (Fn)s WA 5E(F,) PSIFITELETS
Y (FulFo) R 6 BE 36 AL R (FulFrm) N %, R B Cdbhia
N PSR LI P AR R 4R 8RR TS o Fron Fos
FulF SEFRYEAE i F 2w (@pen) F AL 21 K R BT
(QP)BECAH B 1 Tt v M FAI (B 32 45, 2006). Ekme-
kgi%(2008) th & B, CAALFEREA T T KHIF/Fy, ff
FED S SRS SN ASRENR AT, T 85 MR A 1)
R

1.1.2 FEEEMELE

% P % (reactive oxygen species, ROS)Flif 4 %
(reactive nitrogen species, RNS)Z Y74 i) B A
—EDIRERITENE S THEY), YIS PR AR ALY
FEFTTH . IKCE BT, ROSHIRNS 215 55
“¥(Romero-Puertas and Sandalio, 2016); it £ &
Ja, =i FEYE LA AT, A
Wi 7 KL ) <48 $E R (Das and Roychoudhury, 2014;
Nieves-Cordones et al., 2019). Cd# E & W%
A 5 T IR RO N, i 4 ROS
RNS (Romero-Puertas et al., 2019). ROSHIRNSZ
[ 7775 5 2 7447 (Delledonne et al., 2001). ROSif# it
2 M SORER A, LA IR IR RN Y R A B R A (L

LY R SR P B AR B AR AL T FEERE 349

o A ) ) B R NS CdEE R, AE A i e
A ROSHIFRAI A bt Hafh ., i Al 48
Ji 5 LA % 40 4445 (Romero-Puertas et al., 2019).
ROSH# B2k 254 (single oxygen, '0,). % [ H 5t
[ &5 -1 (superoxide radical, Oy")- i€ % fk 5 (hydrogen
peroxide, H,O,)f1¥ 2 H H %5 (hydroxyl radical, -OH)
(Nieves-Cordones et al., 2019). EBRROSHINLHIE
SR HUAAA R AT SR B SR BT A R(1.1.377) . ROS%:
XTHEBT  E B HIDNASE ALY 5 18 B &, A4
M se s, & FEAIfAtT: (Das and Roychoud-
hury, 2014). ROSYE NS 5 73 F1E 2 FiAE arid B2
FHE B, ARV 0 AE AN X AR P A
A=V i 1 e B (Mittler et al., 2011).

WS PEE(RNS) 3 A HE— A AL A (NO). S-TAF 2
BilE(SNOs). FAEMYI(NOX). HHIEEkIE &A1
W EL AR 2 (ONOO) 55, i &EIRNSHR.
BRI A OB, 5 B4 g4 E (Neill et al.,
2008a; Romero-Puertas and Sandalio, 2016). A1,
A INO— H =4, mier SROSIMEEH, =4 K
HIIRNS (WINOy), 4R 5 & fif Jy v i BR #h 116 2 44
(Neill et al., 2008b). {X/K-FFINOR T HEMHI K B,
T AE M8 26 A N AR A 277 4 K EHINO (Rome-
ro-Puertas and Sandalio, 2016; Liu et al., 2018);
NOK FE i fa WY (A, 2 5] 4 f A 7
H:ZE T (Arasimowicz-Jelonek et al., 2012; Sami et
al., 2018). KK EENOfEREME YK, 1wyl S I i
A K, H 54K & (indole-3-acetic acid, IAA). 4
Mz, REFR. Bk (abscisic acid, ABA). 7.
5 . % 1 B2 (jasmonic acid, JA)FI1/K # i (salicylic
acid, SA)tA — & 3 BAEH(Sami et al., 2018).
Cd fl I8 i B DR P R A0 5 5 A P R P, 4 3 A L
WAL B AERE 0] 7)1, AT 3 ZROSHRNS I 74,
H.Cdg@ i i B i HE PR AR S B v PE(Ekmekei et
al., 2008; Romero-Puertas and Sandalio, 2016), &
FROSHIRNS AN GE 1 [ I i Bl & B A, w4
5| 2 K ¥ E 3% N B ) N (Nieves-Cordones et al.,
2019). #hiti%(Zhang et al., 2019b). 7 (Wang et al.,
2020). #f(Wu et al., 2020). £5(Li et al., 2021)F1tE
(Vaculik et al., 2015)5 )& FRuE, AR %
TR & & AR AT A A BT 1 % e is B A
RKILEEH, WRECINHEMNEF, HIMNEEFY
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J7i X ROSFIRNSH ERE IR 7 )5 B4R &K

1.1.3 mEALRHERES

VPR RGO FERERREEREE BT . BESR
A5 A W) B 1k i (superoxide  dismutase,
SOD). il % b & /i (catalase, CAT). i % 1L
(peroxidase, POD). %+ Bt H Ik it J& i (glutathione
reductase, GR)MIH{ K IR it & 1k ¥ B (ascorbate-
peroxidase, APX); = 53ERHE & B Pt AMTIE £
. IR 23 Bt H Bk (glutathione, GSH). HiiA LR
(ascorbic acid, AsA). ilE. A Hm . KHE M FEAM
BIEEAS, REHEMFITEED RN A, A R0E
7 RE Y 2 B 8 I KB RE ) (Etesami and
Jeong, 2018; Shahid et al., 2019). {H&, YA
A5 451 22 G0 xeF C A 1) ma 1. BRI Py S R OKS TE
Cdffpia &, 24 fsE 34 K, {RI B CATFISODH
PEFEAK, PODYEYESE 5%, P E& (malondialdehyde,
MDA) % & b Fb, 4l i A K 52 240 1) (FL AR 2R 25
1999). Ekmekgi%(2008)ilF 52, CA¥k fE 1 T ot T
K% SODFIPODYE M, {H 4 vk & (¥ Cd 2 i il
GRAAPXiEHME . Guo%5(2019)#F 5t & Hi, Cd (3 mg-
kg™ )AbEIHE T /N MDA B % SOD. POD
MICATIE M. 222007 Rt R I, BEECAALFEMK
FEW s, KM SODVE % 17+, CATYE I T B,
POD& A LA —.

=1 YD RTCA A i B

Table 1 Responses of plant hormones to Cd stress

ARty 2 1 S A R ZE AR P . Cd e i 7% 4
HEEEEEM. ZHES2015)FF 7 &L, Cdra FE
VAN Z S B i AN 2 i r] B R oK
WITTHIAK, AR CA i Xt T K gh T AR K A
#il. CAbF)E, T KAHEMIMEAR S &S m; HEE
Cd i e 18] {28 K, AsAFIGSH &y i P& AR (8 % 4%,
2007). FEBEERSE(2014) K I, Bl CAik B 1T, 4
7T (Arabidopsis thaliana)%h i Bl . EEZE. 16
o FAF . BRVAVERR Y 3E . GSH UL M A Y %4 ik (phyto-
chelatin, PC)& &340, MIiiik/bCdx B £ 1 fE 5

1.1.4 BEPIEEXHE
Cdffa F, PLiiH G Y (WABA. IAA. SA
FIIAYE 2 kA B E AR, B2 ma i E e i & o
RHE R g it A R R Rk (K1) . 2L Cd
Jir i W] SR A N IAA. SA. ABARIJAS E45 1k
(Liu et al., 2016; Bashir et al., 2019; Song et al.,
2019). WRINERSMEABA. IAA. SATIJAZE A 22 iF
CdfiE X A 1 fa

ABA%E 5 [1)NAD P H % Ak iy 7= 4 1 i S Ak &
(H202)EABASE =5 % Sid i b R EEE R, AT 55
SHEALBIE RS H 5 5 (Hu et al., 2005). ABAKLHE
A HKTH CA s 5 M JEEE R P A A A B S AL B 2R )
JRPEE) . B, Li%E(2014)0F 70 % B, ABALL B I 2
f2im T APXHPODE 1, Pk 7 SODMCATIE M:;

BR W G R AEME R

PUE L PRI G ig i i B R

ABA NCED3#H1Glyma17G242200 AsAFIGSH (Hu et al., APX.POD.SODAFICAT StPCS 1 (Stroin- IRT7 (Fan et al., 2014)

(Bashir et al., 2019; Song et 2005; Stroinski et al., (Hu et al., 2005)

al., 2019) 2010; Li et al., 2014)

ski et al., 2010)

IAA Glyma02G037600.1 (Bashir GSH (Hu et al., 2013) SOD.POD.CATHIGST SODs (Pan etal., Nramp. IRT. HMAF!

etal., 2019)

(Bodova et al., 2013; [ 2020)
2 2016)

ZIP (Korshunova et al.,
1999; F'¥F, 2017)

SA  Glyma02G063400 (Bashir et [i#fi% i (Krantev et al., NR. GSHIGOGAT (Za- SODS. CATSHI OsLCT1. OsLCDFIZIP

al., 2019)
7%, 2010)

2008; HEGMEFA woznik et al., 2007; Chao APXS (Gill, 2015) (Liu et al., 2016)
et al., 2010; B4 H 4%,
2013)

JA  PtUMT1HIGlyma11G007600. GSH (Noriega et al., CAT. SODHMIAPX (No- SODS. APXSHI AtIRT1. AtHMA2HAt-

1 (Bashir et al., 2019; Song 2012; Zhao et al.,
et al., 2019) 2016)

riega et al., 2012; Zhao CATS (Keunen et HMA4 (Lei et al., 2020)
etal., 2016)

al., 2013)

AsA: PURILER; POD: %ALY, GST: &Mt Hk-S-#4#505; NR: THIRIC)REE; GS:

ABA. IAA. SA. JA. GSH. SOD. CAT 1 APX [l 1.

BRAM N U, GOGAT: BARE il .

AsA: Ascorbic acid; POD: Peroxidase; GST: Glutathione-S-transferase; NR: Nitrite reductase; GS: Glutamine synthetase; GO-
GAT: Glutamate synthase. ABA, IAA, SA, JA, GSH, SOD, CAT and APX see Figure 1.
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fFASAK T E, FHWKE T CAR BT 2 I GSHK P
F#AIK . Bashirds(2019) 78 £ 1, FHCACLIE M Ak
FRFE Y)W i ABAS B3 K (Glyma17G242200)K 1%
P, WIREABAKE TR . SMEABAIRS T HEYIE A
JUK Bl 255 ] (StPC S 1) 1) e sk 7K ¥ KA 2 5 IK A s g
(phytochelatin synthase, PCS)i& 14, H 5236 % ¥
ABAZ 5 T PCSHif# (Stroinski et al., 2010). Fan
£ (2014)WF FLR B, it FH A IR ABATT I8 /b UL e 5t
CAR R, X 5|z 1 (iron regulated
transporter1, IRT1)/~ S CAWRILH K.

Cd b B 1) HE 0] G AR S AT - I A IAAK BE K 4y
MHEBKZER. CALI)E, IAAS & 3 K (Guo et
al., 2019), IAA G i R R 18 T i (Bashir et al.,
2019), IAAFALEE VG PEIG R, IAALY)E RO 73 AR
WL FIA A (Hu et al., 2013). Bb4h, CAiE T,
HPIRIAARE 2. 35 42 = SR AR A F A, Bf
Kt EFICA S &, HEXRCAEEH M ALRE, B
F AR A MIMDAFIGSH & &, 5 K4 w A
SOD. PODMICATI M 5. & i (W b 2%, 2016).
IAAS 1832 BN H0 B, 4ot hn A2 K A5 5 3 i 7 20K
EELR TR, ATEHANHEI10 ymol-L™! CdiE S IR &
HEKRIHL 0% 4, (HAHIH160 umol-L™" Cdi% 5 IR
ZAKHH,0,774:(Tamas et al., 2012). Cdiia |
0 IAA, BT B0 2 B H K -S- % #% [ (glutathione-
S-transferase, GST) ({EHE %) 25 2 kg G HE 1
FH )i, A4 B8 i b K A2 NI Vi (Bocova et al.,
2013). Cdpia~, JansMEIAAE A &2 $2 = SODs
FRMRIL, BEACHO & &, MM s> Cdoxf 4 ()
##E(Pan etal., 2020). E& BT YL T, SMNEIAA
A 3R R R PV AR OG B R Al i R B B I NRAMP
(NATURAL RESISTANCE-ASSOCIATED MACRO-
PHAGE PROTEIN). IRT. 4 J&ATPRZ i A
HMA (heavy metal ATPase)H 4k i 15 & (1 3 K]
ZIP (zinc iron transporter protein)ft#i%, =Y
HI$tCdgE J1(Korshunova et al., 1999; ¥'¥5, 2017).

HMIRSAT] M ROS AR S AT A MG R G0 1,
2z fifk Cd W 38 717 >k 1) A F § Wi (Zawoznik et al.,
2007). Jiti insMESAR] {3 (Brassica campestris)
W B R AP i 9 i 2R 2 T vy - MIDAVER 2 0k
A, JFR B I K, CAT. PODAISODIE T, B
BEMCAEBEATEMES /T, 2010), SALLH R %

Ty A R SR P ) AR B AR AL T FEE RS 351

8 58 F oK i b SODYE M, % (% CAT F1PODE 14,
I ek % Cd X APX G £ 1 #7 #i1) /F H (Krantev et al.,
2008). 4k, SAM T #IHIROS T & 7= A S fECd 5l
KA H145 (Zawoznik et al., 2007); it #MESA
AR /DA R HROSFIMDARI AR 2, i3 i Jf i Cd 5 14
(Liu et al., 2016); #MESAH AT/ SNADPHE (L=
4:H0,, PARLXF CAMit 51 2 i) AL i (Chao et al.,
2010). BFr H 5 (2013)0 Fi K B, S{UHCARL
FKAALL, FI50—250 pmol-L™" SAKLEE oK HiH g2
B, WL JE B (nitrite reductase, NR). & Bt A%
# R (glutamine synthetase, GS)FIA &R & ki
(glutamate synthase, GOGAT)i&PE & E T &, AER
RS R 4P, FKIR R HKPODIE (K ({HPODFI
SODIE M 5 T CAAFEMI LL T B 3 % 57), HFFIKT
Cdila i B A R 15 - (HAMESAX Cdlia
1B ARAE 2R E K, RIKEFISARA
RIFIAEE SR, mRERSARITEE T A BR
(G S B 1, i FOK B AR K (BT H 4%, 2013).
HERPIET, JNESAR R T 1EY)SOD. CATHIAPX
A LR ) 214 (Gill, 2015; Song et al., 2019); 27K
I P RO Al R SR A B #6081 R R (OSLCTT)

JKAB K CdIEk Kl (OsLCD) AN ZIPH I 75 %34 (Liu et al.,
2016).

Cd el 7 2 JA S B R (Bashir et al., 2019)
NPT E A B A RS ] 1) 5% (Keunen et al., 2013).
IR BEJART ZEARCAE . 1, FH20 pmol-L™" JALL
HEATA R0 CA i 3 1 AL N, AR L 2 R
RPN HaO FO, AR R 9/D, fGSH. CAT.
SOD % I 41 & %A B (HO) i 14 3 5% (Noriega et al.,
2012; Adhikari et al., 2018). W5t &M, FiHli(Sola-
num lycopersicum) JAGR K 575 7k %F Cd ¥ U A 3
iR, 5EERMXSEH(ERRaZRER. BREGISL
BRAECE . RIAR Sk 3 9O 5 iR KO L Rl & Tl
VB FRAK; AHXS K & vl VA WA i R & B e
W IR Rk s S A B BORT Bt A Ak AR (RS
H.O,5MDAA % HifiEFiZIR. SOD. APXHICAT
5 M) 99 (Zhao et al., 2016). 45 = Fi B2 H fis
(MeJA)il i AL B TFAR R AN ZE b i CAIRE, T
W2 5CARIFIEHIMAURTT. AtHMA2FIAtHMAA4
FERRIL, GARCAT]R IR H  JAS S ESE ]
AtAOSZRAE FIHAHRTT. AtHMA2RIAtHMA4%5: 4435
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B AR RIE, AR AZE 1 CAIRE, $Em LR
TFXFCABURTE . Ak, MeJAFEARCdH A iR I
A F INOIKF-(Lei et al., 2020). 4@l Y
FABA. IAA, SAFIJAZ [A] A ELAE FIEAFIRAIRE

1.1.5 EYEES
Ca” {E NN T RERI 5 (508, 515 &g
B R AR A A T . 55 RS AHECaT . 4
% [1(CaM)F145 %2 (Ca®*-ATPase). CaMJ&Ca® 11
7%, Ca’'-ATPase kit # Ca’ [t iz Hi(Sned-
den and Fromm, 2001). IEH &ML =# & B0 EF
FooE, WTAERFAMRIE R AR IIRE . RSN AR
AR, AR b Ca® R B £k 1) T v (Ca*
TS R I B A DN DN 2 R D 0T b B R s A )
(NUrnberger and Scheel, 2001; Liu et al., 2017). Cd
E R AR T B Ca® KT, TP EL R4 i
fJ 7K 43 IR It (Perfus-Barbeoch et al., 2002). f /i
Ca” W B 389 e Ho O 1 A AT B A R i, Ca™ T
WIENADHE LB ST, IR HOM & &; W
AT 38 I ) HLO, B v 1 R 1R AR 4 1 HoOL 7K P
(Yang and Poovaiah, 2002). *4ROS? &iffiidCa*
VA IR FEVE BRI N, e X R A R, 4 i A A 4
¥ B A A B o o AR A, B DA PR RN, At 4
MIFE T (X 102, 2008). Cd5Ca? i1k 241 AL,
C B A P W i i i 4 i A da Ak BI04 30 3 i i 22 AR
0, R I R OB ) £ E NG, — g
M5, Bt SRS B i vE M, PELES (S T s
SEM AWK ERC, HEFHDRK, R
L RAERAR R AEWE, s It TR 5
(Yang and Poovaiah, 2002; Wang et al., 2016;
Ismael et al., 2019). Cdik AR tH 5 T — 1k
X 5 8 A [ N RS E AR S 20 T, nCaMs.
Wi 4K 11 1 (calcium-dependent protein kinases,
CDPKs) il 22 24 J5 & At & [ B (mitogen-activated
protein kinases, MAPKSs), /4% 1 4 % 1 5 (1) Pi 1tk
(Danquah et al., 2014; Xu et al., 2017).

CaM /2 40 il b T % (11 Ca® 5 5 2 8%, 7Efihif
h AT A 5 SR . B BE S A0 T Th T s i Ca®t
gh A EYE R Ca®t-CaM, M 4% R £
¥E F1(WH,0,. SOD. GR. CAT#HICa*-ATPase)
s, [, CaMtl32Ca® % S (Yadav, 2010).

Ca®* ik JiE it s B 48 475 1 W B2 Ca Ay I I e K4 3
R =AW R 2 AR, £22 %M
BT, YRR A A BAR AN Ca® 4 — 5 Th e A IE
WHET, WO b Ca W B 1E 58 A5 BA% i3 5
M ZE AT, X3 EHECa® iz hkCa* -ATPase 5%
% (Snedden and Fromm, 1998).

J5 5 L 19 Ca* -ATPase BE fil & K Ji£ 1) Ca®* ik A
JE AR BR AR 18], A T A P9 B Ca® ST A AN 4
F5 40 i AR 6 A2 52 19 N 34 55 (Snedden and  Fromm,
2001; Hu et al., 2007). #X4-18%(2008)F A [ i i
[{ICAALHE F K, HCa®'-ATPasei 14 £ LA
2 6 o >V IEL IS L P T IR RS A R AR R . I LA B
CAAb 3T, A RFFAING PY Ca P, Tk 4 Ak
VIR R G5 [¥)Ca®* -ATPase i P 3 3 ; #  J& Cd b 21
T, Ca*-ATPaseifit: F[#, HBUQHHEL, £ K+
TR AR BT HAE KA. CaTiiAb B al i 2 P % &
(Lablab purpureus)# i f)CdfR 2, FiEit 8 %H,0,
Pt i A R AR RBE P S A A 75 92 Cd Ak B2 ) AN 1) 52
(Talukdar, 2012). #kBH%(2014) K B AMECakb #E AT
%1% 19 3¢(Brassica pekinensis)H Fr \ICd & &, Jfi#
it Ca®*-CaM {5 & 15 1A 1 WE K Hi S L AIAPX. CAT
FPOD LA K AR B K P A A FIGSH & &, 4E+Fnt v
ROSH T, /> Cdifs 5 14 B 7 18T, MM
WsRAE YN CARI i 52 P 5 5 HhiE i R4
KBHLRMELFE— DT

1.1.6  PRREHE

P J5i M (endoplasmic reticulum, ER)/&—/N 5 24 (4%
WH, REEEARANR. &5 SRS E
NS (Xu et al., 2013). AT 434k 8 A A1 KR 4 I
B WA RO B M B S A N (S
FEsAb . FRfb . TR0 RN AR AR T RS ) 3 E N
RAREAT (A5 FN18TEE, 2018). U2 BT 5. Sl
LA &R MA G, I AR R L. Ca®
P47 AL B RS R B NI R K E
AT RTENES, FB0N 5P EHE (Kleizen
and Braakman, 2004; Beaupere and Labunskyy,
2019). Cdi53: PN o I 238K, 5038 P o 9 45 7 T Joit 4
B ROSHFEFES R T 2/ A H7 & & H(Rajakumar et
al., 2016). > RS 5N R CAPra iz . BiP
(binding protein)J& T~ #/k 5 & I (heat shock pro-
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tein, HSP) HSP705K %, & N Jit I i N & = AR =i D 40
FAEAE, 25 Wi M e (Kleizen and Braakman,
2004). P, FEVEGHAE TR ER Y45 B -
YUHIAE T S iE s, BiP@ET Py i M B -4H i B T2 15
51 R E M CAiE S BY-2 (bright yellow-2)F2 /7 1
BET-(Xu etal., 2013). [AIRF, PY 5T 04 /2 3 R 3k
HEYHT. Wang%:(2018) & Bl GmHMA3w T Z AR
W Rk, P CA A il BE IS i AR N W, &
PRI Cd MR ) 25 638 . bZIPS A TR 2 7 I
VRIS BE IR, LR UL R T AR A P T S
3 rp i L 24E ) (Deng et al., 2013).

1.2 EYEAMERRIL

1.21 EPER

T AW S C A IR 2 1 S B e ds A s i
AL (R2). BB (2015)/F E &8 B £
ZZ(Solanum nigrum) i Al H 3 5 45 52 H 9N A6 A
ERFIBEH, WIEERGH. PimR, Gesf
P 5% o XuZE (017 R e &2 A0 E A R4
7, W N (Raphanus sativus)ii :Cdfria R i
ZERFIBEAMAT T, B R R A E
B2 55K G YA RE AU SBERBT 18 LL A 5
B R o F FH SR 5O 8 EPCRIESE 112N K g
B HLAH . 22 e 08 B I R IB B, Rl e — 2 5k

:=2 YR X CAA iR
Table 2 Responses of plant proteins to Cd stress
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KAV TSRS dH % I8 FI(E 5 i S A
KRB EASE T N CARBUT N 7 45 M 245
CA* 4L HEH MR JF S T LA RS 54 T (Ca™.
CaM. IAAFIJA)FI & )& iz B A 2L (ZIP. HMA.
ABCHIIRT)#IE, Wiz Cdih it JE @ s MMA N &
LIE R R4 25 (Xu et al., 2017; 2020).

1.2.2 HEYIRELER

Cd ik 3 5 M 471 A Ak Bl 2 Jo F A B 470 S A 4 o 1)
[RIZRIk . AR 5 CAAL R 1) R oK 4 1, SODKE A (1) =
kBt CAV L B o BT, i Bl A R T F) S K T
N BE; CATHE A ) 3Rk it & CAR BE 1) T v A AL #E S [R]
(1) S KB 1 5 (X - 5, 2008). =ik FEC AL R T,
PRI GR-chl. CAT3. APX-cyt. APX-per
FMMTLal)Z 1% Fif(Zhang et al., 2019b). 4iEY)E
ZCdriam, 4 & & H (metallothionein) k& A
MTs. APX. GPXFIDHAR%: %% i (Cobbett and
Goldsbrough, 2002; Tamas et al., 2008). y-75%
- bk 2 R & B (y-glutamylcysteine synthetase,
y-GCS). At H kA sl (glutathione synthetase,
GSHs). ik B-# i (cystathionine beta-synthase,
CBS). ATPHiFRILEF(ATP sulfurylase, ATPS). GR.
PCSHIZ, — % (glyoxalase) |FITIIZE L ik o 2 i 45
4 R i 52 Pk I e A i 2L K] (Yadav, 2010; Sofo

YR FERHT g e E DN
E|S2Y /N MT. PC. GSHHIHRK 5cdis, BEARIESMpmEET  Xuetal, 2017, 2020; Jia et al., 2019
PEA SOD. CAT. APX. GPX. J#/>ROSFIRNSZ:4 i (1141 & Yadav, 2010; Zhang et al., 2019b
DHAR. GR. GSH. CBS
FATPS
&JE¥i2E LCT. CDF. CAX. NRA- TWRsiZ¥iCds ¥, ey rICd  FEERE S A, 2005; Yuan et al., 2012;
=B35S MP. ABC. ZIP. IRT. HMA  # Z A%} Cdfimt 32 i Park et al., 2012; Mikkelsen et al., 2012;
FLCD 7kAr4:%%, 2013; Huang et al., 2016; Feng
et al., 2017; #IETEZE, 2017; HE AL
Fi 7, 2018; Wu et al., 2019; Zhang et al.,
2020a, 2020b; Khan et al., 2020
HFFETH  WRKY. MYBFIHSF 5DNA% &, 5z mitEtng  Ulker and Somssich, 2004; Rushton et al.,
R AR s N EFECARIR . g4 e 2010; Dubos et al,, 2010; Hong et al,

2017; Song et al., 2018; Zhang et al.,
2019a; Cai et al., 2020; Chen et al., 2020

MT: &JEBEA; PC: #4/k; ROS: i&1E4; RNS: #F1% . GSH. SOD. CAT. APX. GPX. DHAR. GR. CBS fll ATPS [

Bl 1,

MT: Metallothionein; PC: Phytochelatin; ROS: Reactive oxygen species; RNS: Reactive nitrogen species. GSH, SOD, CAT,

APX, GPX, DHAR, GR, CBS, and ATPS see Figure 1.
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et al., 2013). #fiffuBE KK (pectin)ff H & @ 45 & Hikd
HEAEA, MR ZEF A BE ) ek S R RS T
DT CAIFR R . T Cdab B, H g i BE 51 A A
KIH K SIQUATHISIPME1R 15 i, S H 3 g iy
5 B T (Jia et al., 2019).

1.2.3 BEYHEEREH

R & M g Cd S HAE YA N ig 75 2 2 A
AN [ 1) 7 45 i A s AR SR (MDA SR A MR RH B8 1 is i
H (low-affinity cation transporter, LCT). FH&F3 #
57 (cation diffusion facilitator, CDF )15 132 #
jfll(cation exchanger, CAX))Z 5 (Fhi3EF1JH 3 2,
2005; Yuan et al., 2012; R=iEES, 2017). X iz
RS T PSR T (zn®. Cd*. Co™.
NI ") WA L ) 91 s 2 P 2 T B 15 i A G
Wit R, #iay 4 ONE 48 2 & A (metal tolerance
protein, MTP) (Blaudez et al., 2003; Korenkov et al.,
2009). NRAMPZ e A W)k thMn®* . Fe®*. zn**
MICA™ (41 MU rh R A% B BRIl . NRAMP %
FRGCRE A < Je BH 8 132 2 4 L st o, NRAMP3AE
B E-I¥ (A halleri) 1 K ¥ 18 W 5% (Thlaspi caerules-
cens)ti %L, NRAMP1. NRAMP3FINRAMPS
E R W38 W S 22 F i i R IA (Kramer et al., 2007).
Zhang%%(2020a) 7E Cdil 11 R HH YY) 45 79 5t K (Sedum
alfredii) 1 531, SaNRAMP1iL ik B35 1 hn 7 JH 2L
(Nicotiana tabacum)Z: Al i [()Cd¥K & . Zhang%%
(2020b) £ °F & & 2% (Malus hupehensis) W K 31,
MhNRAMP1 {13 1% 8 F 5 — ARz T 20 I 4 i K 1
BEE, Cdira fiCa® # = % EMhNRAMP1LE R
HRIE . MANRAMP1T i 3348 v] 38 B & CAIRk £,
5RO CAmBURPE. CAFMIE T, MAINRAMP1id %
T B 7 3 DR B RN 3 SR (M. Pumila) B 55 4L 23 AR KR
B L E A R (WT) % . MANRAMP1iE 1/ 5 Cd R 1
AR R AR N TR, I Cds T rI4e gt .
PCSHIJ& b JH L I =2 AL A 9 LI B 46 J8 5 71
YSL (yellow stripe1-like)J& K Kk 7E# & 4@ 1 4 i2
i Ak % E B4 (Curie et al., 2009). Feng%:
(2017) &% L Sn'YSL3 % ith — Flt 85 B ¥ 1 J&) ¥ 4 12 £
H, B MeE-WEtzE &Y. Cdpian] ki
SnYSL3[1)3iE, F# W SnYSLITECMiE e & B4
H-.

ABC (ATP-binding cassette)i¢ iz Ak 12 %
SHMFET. ok, R AMRESEN
iz¥i(Khan et al., 2020), H1, BFABCCHizHH
(AtABCC1 fIIAtABCC2) & H E (¥ i 5 iz 44, il i
TBE B A 5% Cd it 22 1 (Park et al., 2012). ZIP
A58 4% #5184 (zinc-regulated transporter, ZRT)
A8k ¥ #4518 4R (iron-regulated transporter, IRT)%X
o MR, B AT AR RGN AR T 152 32 22
(AR FR R PR I Ak, L PTiE i K& ICd (Wu et
al., 2019).

H 4 8 ATPREG 2 K 50 (HMA) & 8 iF B 7E AN [R]
FAE PR AT AR 8 I Th e, A A T HMATE A [F]
HAhRIL, HEFHIBEMZ M. HHHMA1S Y
Zn LA} Cd [f] Kk % (Hordeum vulgare) 1 ¥i i) # iz
(Mikkelsen et al., 2012). HMA2FIHMA4 ] 1% Cd% %
FIABES, LMEMAR IS 2 XA, OsHMA25 /K7
YA A G ) B A B SO E A A % (Yamaji et
al.,, 2013), LK - ) OsHMA3K; CAdi 7 MR Rl
1, OsHMA4N¥s Culia =M R0, FREICAMIR
] 25 DA R (R 55 7, DT 980> CA AE 1 i (1 BB
(Miyadate et al., 2011; Huang et al., 2016).
TCHMASTE M Fr [0 3R 1A, K CdRf & 7E iR At
a4 SECAEIR R, B Cdi 52
P (Ueno et al., 2011). AtHMASZERL I+ it ik G
FCAf R R & LB A= A = 2-3 % (Morel et al., 2009).
XU s A A R N TR T A T A,
R T R & I 2 R B BE T, Akt
TR RIVE AR 72 A R .

124 HEYEFEFAHEAEE

¥ 3% [KlF (transcription factors, TFs)/2 —2SDNA%Z &
EH, Z5EMSMAERSRE, WREK. KB
H RN IS 5 5 T 505 A [R] 0 5 BRI 3% 5% DR 1 28 X
W15 (Erpen et al., 2018). & %[F ¥ nlimik 1)~
BE DN 1) R 8 Y CA e [ B2, A& CAfif 23 AR 32 6 42
W& Rz O sy . HAT, SR K2 Bk
(1 Cdfif 7 A 52 sk R - Hor, WRKY. MYBA
HSF &5 % 55 [K 78 1 715 /L4 Cd a8 i )32 77 T 2 A
EAEH . WRKY TFs2 i) i K I e s K1 K
—, A KIS D A8 (Ulker and Somssich,
2004; Erpen et al., 2018). WRKY TFsAMY A i i 1
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WY EG S SRR, &R H 3T
T YO B ) T i R DAL P SR A SR T BT R
S 5 (Rushton et al., 2010). Hong%% (2017t 5 & i,
Cdfihiti F £ KZmWRKY4%: K 2215 i, SODAI
APXIEMETH o ZMWRKYA7E T K H- PR 41 i J5 2B 4
HH 1) B B 3R 8 FTRNATFHL(RNANE— R B, ZmW-
RKY4 /£ ABA % S SOD RIAPX & K i 1 18 4 it 04
i, ZMWRKY4ZE R A SR (g 2k Bl T P de
B R IBFTENE, T ABATE 3 P A AL BR 1) KBRS
PERE 54 ZmWRK Y4 RNAISE K T 2R BT KT . Cais
(2020)%} K 5 (Glycine max)[IHF 7L £ W], GmWRKY4
HEAEH TATCDT1. GmCDT1-1f1GmCDT1-2, M
T 98 2> Cdl ) 5 B 5 R AR 8 15 6k Cd il 368 10 Tif 32 1
GmMWRKY142-GmCDT1-1/2 2 5k # He Ay [ A% Cd 7F
KGR R T T 0

MYB# 5% K 1 #5 il k& FACHE, AR E
W) P 38 SR 45 X 2 R ) G B[R] 35 (Dubos et al.,
2010). Cdi T4 r I+ 54k M= 4 ROS, MMYB4
AROEPURA 1 R 4, $2 = SODAPOD A Hi A Ak
FlE 3 1, JF SR PCSHIMTs S I I F ik, M IR4R
ROSX 41 i 141 3= (Agarwal et al., 2020). Zhang%
(2019a)Aff 7t & B, MYBAQIH it B 7 5 3 A W2 Jiig - ¥4 -
12 i€ (helix loop helix, HLH) 1 %% 5% X 7 bHLH38 il
bHLH101 53 745 &, 1Em A RE, FEURTI
WO, MIRT19mAY— 2 5 CATR I 4 B ¥ is &
H. MYB49it 5 & & JEAH XM R NG Y & B
(heavy metal-associated isoprenylated plant pro-
teins, HIPP) HIPP22F1HIPP44 1] 5 ) 1 [X 18 45 4,
FECEAIFRE L, CAMA RN, sAk, 1E i
Cd7E A8 70 40 il o IR 0 AR 2R 1) e AL, Cd s
ABA L ABIS IR 1A, H & AMY5MYB49 H 1E,
FRHIER S AR B3 1455, > Cdr AR
2. ABA(E TG CALER Y R SFI R 2R 1 4
WML HMYB49E AR AEAE — KR,

HSP A RE X 470 RO SC 17405 5 DR B 40 i, Tf
HAEE TR S 4 PN 2 A7 AR A rp R 5
BAEH . XL R R T AEVAE R ) AT A AT
(Hartl and Hayer-Hart, 2002; Zhou et al., 2019). #k
5 %% £ K T-HSFs (heat shock transcription fac-
tors) A THSPI R IE, 25 & ARESK &N J7 (W
AV AR E RS AR ), dERFE AR E
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P£(Wu, 1995; Guo et al., 2008). TaHsfA4a L ik
(7K gt CA i 52 V3458, OsHsfA4a N iRIA KK
FE X CA P 52 PRk 55, 7E/NFZFUKFERR R, Cdiy
8 3 B HsfA4a Ll K 4 & i i 2R B Rk iR
(Shim et al., 2009). 4k, Chen%s(2020)Hf 71 45 F b
# W, SaHsfA4ciEid I AHSPH £ LA mROSIHE
PREEGEPE, BRI Pidite. Cdria T, HSF/HSP
2 5K (Panicum virgatum)1E ¥ & A R R 1) &
UL LN FE AT (Song et al., 2018), iX ik
HSF/HSP 3 ik 3 [K ] 1E i3k — 35 0t 70 1) 4% 326 5= [
DA A% CA TR 52 1

2 BEMREE

Cdi5 YL 43 08 HL s A5 fift v (R A 5% 1) 8, T JE A
Wxt Cdfih e i) A= B2 43 T 5, 1) BE A4 B Cd it
4B A AN, A BT 5 E H CAW MR B fg
BARHIVEYD, BRI CAM SO 77 50K IR R840 338 47 B0
BE R, XA S Cd i & WL 5 AR %
4= B B B RL SR ANE R B S S A CA it
M) I e — AN S % PR AR B AR AR AR I 72 . 4 Cdbh il 2R
W, MR G sh A AR AL g AR N, 3 BRI
HFFROSHIRNSIIR B AK T, FHAERE P BT, JF
B RPUE I . 515 S0 BER . WM T,
VA EE NS R R IR SRk . BT CAALBRIREE | &b
FRESFIA) . HORERS R] . EURE 2% B R A PP S & A TR,
TETEEL PUEI. BEN SR T s i H AR
[ RIE R & BAFAE 2 5, (HIX e oA HR 4%, AHE
SO, N A A R, > CAXT IR, T
PRI IE R

HAl, FR¥iin Cdee s i B O AT TR
W, HIEHIRZ TAETREF . B, Cdipaxife
Vg A E 2 K B CdrE S R ABA.
IAA. SAFIJAZER & BAITA EAEF o BeAk, f2 sk
U5, ANEAE YIS R N R Cdhia g — e AF
RLAE K HH BRI T 1) S o B FH AT St ] 2 — e s i
ORI S E, (HIX S f4 1 B 1 2 (A e ik [R14F A 2
XU R TR ER . T IRPUR B N R
FopIE 4 I o B 1 DR RO 28 S DR 9 R AR T Y
HKRIBHLI, WA CA I EEE, B UArSTH
T 58 1) EE BT 1) o
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Abstract Cadmium (Cd) is one of the widely distributed and polluted heavy metals. With serious toxicity, Cd not only
affects the growth and development of plants, but also endangers human health. This review summarizes recent research
advances and underlying mechanisms of physiological and biochemical responses to Cd stress in plants. We also review
and discuss plant responses in photosynthetic systems, reactive oxygen species and reactive nitrogen species, antioxi-
dant defense systems, hormones, calcium signals, and their underpinning proteomics and genomics mechanisms. We
aim to form a theoretical basis for future research on understanding the physiological and biochemical mechanisms of
plant responses to Cd stress.
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