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Abstract: Heavy metal contamination in agricultural soil could cause the accumulation of heavy
metals in plants. While plants suffer from toxicity of heavy metals, they could also operate avoidance and
tolerance mechanisms to resist heavy metal poisoning. This paper reviewed the research progress on plant
resistance to heavy metal stress in terms of root exudates, subcellular structures, chelation,
osmoregulation, and antioxidant systems, aiming to provide reference for further research in this field.
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bl ZAEMAIARA R, AN ACIEAVRZ RS, N5 KR  [ER b R HERR KR
YT SR RGO [ R L s G R V5 4 (B4 %%, 2016, 2017; Liuetal., 2018; Shenetal.,
2018). —#pEEBANEYAEKIELTE TR, W, 8. 8. i kS, RS ERKE e S5
PR A N, BRI ) e AR A B AR (Patraetal., 2004; Rizwanetal.,, 2016;
Xieetal.,, 2018); J—#br NEMEKVLFE TR, WS N Y- EFFEH, R,
B BE. 4. #%5 (Miiller et al.,, 2017; Bhattietal., 2018; Erdemiretal., 2018; Xieetal., 2018;
Hattab etal., 2019),
SR 4 Mgl (D SRFRBENE, (20 SEARGERR, (3) 5 ADP/ATP iFMEHk
*M%@Zi%.%é‘, (4) BIAAHNHET (EEEHE K. Ca. P) JHIIRHEMIA N E RS MPrEL
R4, PR EMRRAERE, EmERETRE, NNSBHEKREKREKEAR, PEMGTI T,
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FEE NSRRI (Patra et al., 2004; Rizwan et al., 2016; Xie et al., 2018). £ YK HILE
4 JU B PRI PO B T P AL RN VAT A o SR P L A AR AR A i AR 2R S WA R 4
RS SNIE S A, DD S R AR N (Javed et al., 2017; Fuetal., 2018) , LUK
MOBE . A AR O RE B A XA E A (Kupper et al., 2000; Wang et al., 2015) . M HENLH]$EE
YE S AAEERNESEEFOIG, AESIER. B&EHET. SR RSESE (Anjum et al.,
2015; Liuetal., 2016; Rizwanetal., 2016; Kovadiketal., 2017) .

MR R WY WAL EBESYR. BRI AN RAE T LR T HEY =
< JEB T PR P AL PR SRR e, DA O 7 TR S IR AR 3R I 2%

1 iRARIT WY

1.1 BHEE

HAEESEMET, WATR. FFER. FERR. EORMIETRSA IR ERn. Al
A — A MRE, TSESEREESERERIGENEY), BRI NERARN Javed et
al., 2017; Fu et al., 2018) . Chen %5 (2016) MIBFFLR, BATHRRWIIA HLR T 42 m L 356k
Fgshvm e, BERAR B 7ol SEVE RUTTE, R e e g, B AR R, B SCEE (2018) (1)
W RN, ERAETR R R R R S E 0 S A R4S . a Ptk RER &
A HUER W S BN R BUR AL A 1) 1.76 ~ 2.43 £ (Fuetal., 2018). AR S PR R AR, &
B 208 7y ik B B 2 v TARBUR AL A (Xin et al., 2014) o fEARMME T, /KRBHEEE 27 - A AR
Sy uhEE R E N, AR AR IR AT UL (Banakar et al., 2017; =&, 2018). =i (2018) HIWF
FRM, ANEHIN 20 - BAAEARRRIE B KRR RIRCK =R T, REER S EE, 5R4,
BT R R BRG], B 550 B TN BEAh, AR R W A HLERIE AT A A 3R (B R
S8 A AT T R[] 080 B S L E T M, T SRR R TR AR R X AR RN (Xu et al., 2018;
Yuanetal., 2018) .

1.2 FEBER

HEEWIET, EHYRKREER WS WERENN. tKERAERAR. B RMH R 5w
B R A R B 3G N BN (Fuetal., 2018) o MR REEEM WM AN . HiE. BERFE
R 200 T S AR R i A= D R AR R, JH v 0 R R FH S i AR R A AR AR 20 4R
Il (BEEZH 4%, 2011; Wangetal., 2018) ; FARFIEANMIEE L1 2 B nl0h4 . AR AR 7 AR AN F]
FEPE AR Bt s Bt o R 1T 5 4 S N T AR AL e, B G B S SR AR (Elsamad et al.,

2011; Sallah-Ud-Dinetal., 2017) . MADER ST WYB T HIEEELSEREESIEN, SZFES
JEBINEEEER (Xieetal., 2013; £3E X 25, 2018) .

1.3 FLRMIER ZHELER

AR ATV MR i B S IR E & B A VIS, 400 pmol - L ARAFE S, KRR RIRA
AR 2y i 5 T 100 1200 pmol - L AR AREE (ZEHTE, 2011) . Zu %% (2015) BFFCIUESE,
Pt A FEE P 8 I [ v TG o SR 3R 40 W) b nl i MR SE In. A /N AR R VA e i S I
HHCTE . A AL BRI N IER DG OG 2R, LI T W e 5 M AR o R A ) T R A A P
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RELSEMSRANEE (IE %%, 2012; Zuetal., 2015; Wangetal., 2017, 2018) . Wang %5 (2017,
2018) i, AR RN B AT [ 2 ARMRAE PR B - 3R A o BRI ZR A 40 AR B AR 119 350 1 T 2 R R4
AR N EE &%) (Johansson et al., 2008; Yuan et al., 2018) . M4h, tWEWFREKH, BRHW
(] VA PEREE T BB SRR TR LAY (Weigel & Jager, 1980) o WIS R 70 bW hids 1745 2
MZPERE (Marschner & Rémheld, 1994) , Al SEFVEEE G 77 K8 . WESEE TES
AT B AE 3, T A RR ) B < e o T A AR RIS (Cunningham et al., 1995) .

2 YHAuEE

2.1 #HAEEE

MEE A AR PAER . RIRIMGEAREMR, HRmMAARE, BE, BENBESY
gl TS5E&EE TS, REELSEMEREZ (Kupper etal., 2000; Chaietal., 2018) . 74
B, B SR 0 AR B S AR ST 1 71.08% ~ 80.40% (Wangetal., 2015) o Z:f&ifiE
S MRHBEE . B, BAMAUKREERA AR a4e R, RO ARMpEE R ERET
BT b R RN, R AFYE R RGN M BE R A A B T I R B (BRIEE %, 2012)
LR ARG B ) R IR A e R 0T S8BT 456, KL XBREg AL, #faa g% (Kupper et
al., 20000 o AL, IKFERAMEE SRR &R AR E S, WA E (Xiong et al., 2009) .
AR it FH 2SR A P e G AR A B R R e AR e R R RS R, AR KRS AR A R 1 i 52 e )
(Douchiche et al., 2010; Chaietal., 2018) .

2.2 ApERE

AR b Er2iEErn, HP5ESEKSHXMEA T EaR:. E48F ATP B
(heavy metal ATPase, P-ATPase) . —WRZE A% Ii2 8 (ATP-binding cassette transporter, ABC)
FIPH S F#Ei5E3E 8 (cation diffusion facilitator, CDF) . Sasaki 5 (2014) 5% B, P-ATPase
F]— NI HMA FIER AT OsHMA3 3 Fik 858 7 K REHR KRR 32 1. (5 NtHMA3a AN
NtHMA3b 3 335 F0 5045 3 O R (N 52 0, T ABC #4512 85 1 78 00w 9 ok 55 35 b B A 51 24
H (Chang & Shu, 2015) . Sun 5§ (2018) JHIFTEY], PABCCI i 3B 5 14U I+ AR 0] 7R
[N 52 P o AR T4 AtABCC3 1321k 1] 2 5§12 PC-Cd E &9, H5afE MR 14514 (Brunetti et
al., 2015) . ABC ZJiH AtMRP Hil AtPDR 355 B2 A AMET AT, Hrd ArMRP3 1F 4 i
RIS R AR e BIWEARAT, ArPDRI2 AR NETAMER, K 2 S HE 4 (Bovet et al.,
2003; Zhuetal., 2013) o CDF S8 0% il 4 45 8+ HE H 2 BT A4 Bl 4 Jo X S5 o At 2%, B8
BEEWF (Tsunemitsu et al., 2018) . Zhang 2% (2018a) 7EFFEHF LI T CDF K it MTPs
(Metal tolerance proteins) 4 &M %25 H, @45 CitMTP1, CitMTP3 #| CitMTP12; 1E48%. . HiA0
EMHE R, CitMTP TEAR A A R IE & 1.

23 R

HEBEMET, B HERESREE T, FRABEFT SRS FIRE, IReEEDNES)R
PRI 52 P o S 2R 3 V0 T DAL 58 KB %%, 18 22 S 38 A I i 8 T AR B K B 194 & 1 (Saier,
2000; Thomine et al., 2003) . BbAb, #FEIF. KFE. KEAE NRIEE FIEFER S 7t
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HH (CDF) & JEZE 1 (MTPs) FEHRIR G, nIHHase. & 2. 5%, FRRgii)nd 4
JEETRRE, #FeEE TR & D BrMTPs RNWA§ES S T8, #l. BB B FRE T
(Kawachi et al., 2008; Menguer et al., 2013; Lietal., 2018) . Tsunemitsu 5§ (2018) &K I MTPS.1
P40 S T R SO, /KRR AR E B R K 2 — . R FIEfEE S 5 H &R s
) B 41 i 85 [ (natural resistance associated macrophage protein, Nramp ) ZC % i 72 (Thomine et al.,
2000; Peng etal., 2018) . TEGREEMIZZMT, WET AtNramp3 i FIEAA VA5 B 1 IEHE = 58
#5214 (Thomine et al., 2000; Lanquar et al., 2010) . Nramp2 Fl Nramp3 TEZEHAR R i Rk
SRR BRI 2 M (Zhao etal., 2015) o 54k, K/NEr Narmp5 & NV E I+ ] $2 4l B 77
TR ERFIES R 527 (Peng etal., 2018) o FIEFFFMIEME B HMA SRR AtHMA3 JBE N
a4k MHX #5525 W0 48 A0 £ 1) B8 25 AIX AL 7 H (Elnaz et al., 2006; Morel et al., 2009; Takahashi
etal., 2012) .

3 EH1EH

3.1 &RWMEH

HYMEN S 5ESRESERMNEEZGHARUEY: —REREELAEY, fBEEmEAD.
TS IRAE JE R H K 59— R AEmEE IR &Y, T B AR A LR 25 R A BE % (Anjum
etal., 2015),

LB (metallothionein, MTs) & —RE FLERAMRMIK ST TREFEFWHED, ELEFEE
BT RESMENIEFE K HTHRREIEN, HEEANDRESESRE LSS, BIRHEEkASI
(Panetal., 2018; Yuetal, 2018) . &EIMEEA 7 MLL L EIRERRIRIEA 21, W HILGE SR
BT (Ryvolova et al., 2011) . &EWRE DN 4 A MT1 (R a, b, o) , HEERFIELE
R E T3 MT2 (W8 a, b, ¢, &) , HEFFEEZERAELS; MT3 CER a, b, ¢ , fER
KR G B SRV R AR B, MT4, HERFKIEAEE T FFF (Teixeira et al.,
2013) . Pan %% (2018) WKW, %S 16 1 BnaMTs & (AFKE, KEH0METH. WRAMT
AR5, HoA BnaMT3c 765 W B SERCPUI e ORI E AR B . R Y. FAES TR
SEBRMEA G, #HMEREREST, FAREERAN#EFEEH (Ryvolova et al., 2011; Teixeira
etal., 2013; Duanetal., 2018) . K ZmMTI 58T¥ GG Jifm, HUGEHMEE (Duan et
al., 2018) o —ANEKIFHFRIEMMLE MT2a MORFE NG AR MT1 F0 MT2d FH G5 596 s
YRS MIFE R SR BE N 55 MT2a I MT2d BB 56 MT2c MR KR R (Teixeira et al., 2013).
PSR R SaMT3 BRI N KB, B58 7 AR A HKPtee /) (Niu et al., 2018)

32 EYEAK

TG IK (phytochelatins, PC) & HEMZER . A 2R H ZBRA LI 7T BEEN I Z IR
W, MRS ERE, XWESEEMIBE (Jacquart et al., 2017) o 48 8. K. #h. &5, 4R,
Bhy 4. B R BRI OIS S FORFNE S AR E G K. AR E S B EE SIS
NAE, KRS HEDESIKNS G iR, OO, BE. B R R, b 1. 8. S8
(Grill et al., 1987; Jacquart et al., 2017) . . . $SAEME T, KEEERAN 7 EKEEY
BEK, Eaa T, EYESKEEEE R TR (Gupta & Singh, 2017; Yuetal., 2018) .



THEE, L2EF, KU, £ o#, ST
T PIHT 4 B A AU .
[l & %A%, 2019, 46 (1): 157 - 170. 161

HEEWIE FINEED Ty - BEW ARG . A MR R, Y% RIS S5 HEY)
Ak AR R IA B B 5 (Gupta & Singh, 2017; Zhouetal., 2017) o KF/NEHERRAA A 1)
TS IR R N TaPCST ¥ N, ] 2 2 32 s O B (T 52 1% (Martinez et al., 2006) ;

K HrEBiE VsPCST FENFENETE T, SRME R Z S R 7R AR R rh Rk, TERPERESRES
), SERARIMEER (Zhangetal., 2018b) .

3.3 TREABHEBK

BEHIL (reduced glutathione, GSH) 2 HAZAM (Glw) . AR (Cys) MHZAMK (Gly)
B R EFERATAY), AR LS e s s, wENRR S EE B~ BB AER, FRIK
HEJBNFE (Gengetal., 2018; TKEE %5, 2018) . KFELH + GSH 7EMHE I & B8N (Geng
etal., 2018) ; A~} GSH Al {EE ATl i Mk i B & KR R, 58RI OGS A8t
fEXTEMR TR (T 4%F %%, 2014; Dingetal., 2017) .

34 BHERAE R

EYE P E SRR EASERM AR EZEARE. ER. SRR, BRAEARSE. AR
WHNENIRIE AR I ERE R T2 2R (RS, 2014) o R4, H. WMAESESREMIET,
UKERR W KR AR, SESBERILHFELEEY (Yangetal., 2001) o A T 55 R4
HHERR . FFERAERR S BN, irERAMMNEESBE ST RE A, Wl (el
PRAE K AN ST A A B PR S IR A I8 B 8 @ A K 85 35 /B (Morita et al., 2004; Sallah-Ud-Din
etal., 2017) .

HEBIIAT, R, &5 SEMHENEERNNS SEDES ZME M E K&K
W HESERERE T RESY), MIKESENEFEIEN (BElsamad etal., 2011; Dave et al.,
2013) o BRI ORI A2 1 S AR AR B E R A BRI RAHOC (Zhu et al., 2018) o 254

(20100 [OWFFLRIT, HMHE PR TAS NI R KRR IER, Hro b g, A o
AR S5 . MAE NSRS PR MR, WEE T, SR TR P R A
B (Dominguez-Solis et al., 2004) , FEHAR R RIL 9 M4 & & A G &AL HEAR. H
FIRF R M (Opellaetal., 2002; Kungetal.,, 2006) .

3.5 AEERR

EEEMEAT, AR N B (nicotianamine, NA) & & EF$ 5 (Ghssein et al., 2016;
Gupta & Singh, 2017). NA HHMEIZ S il (nicotianamine synthase, NAS) HH Mt iz 28 54 4 By
(nicotianamine aminotransferase, NAAT) fiEft S - JRH H % #X (S-adenosyl methionine, SAM)
Mr=4 (Higuchi et al., 1994). Banakar % (2017) BFFLR, 7KFRE VR 3110 1 00 I e 4 F Rk g 5
TR T, SWKETSLE, NI RY. Han 5 (2018) AERAM B L5 25 H NAS
[N MANASI, e NJHE A K I MANAST 1 323577 H s Ao 1 88k A 32 . MANAST e PR i
T NAS Fl NA & BCP TR AR R G &, SEMEkihie . sk, NA nJIRIOR R ia Bk 5 1 4 Fr
HHRANEE S, 2 8. . U ERN, NA 5HEKENZRNESERKEESERIERIETEL

&%) (Deinlein et al., 2012; Banakar et al., 2017; Gupta & Singh, 2017).
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4 PEMRS

4.1 EBIRERS:
4.1.1 HEAMNE

Pra LB = EAFB A YELEE (SOD) . A LERE (CAT) . 4Ll (POD) Hlf
MRS EACEG (APXD , TEMEY)Z B ESBIIAR, P iREE R ERe. mEiha s, IF
SEAEKH ) SOD. POD 1 APX 3 PE 7, HmHHAIIF 32 1) APX Al CAT & M F R U B i Fl (2
Z#E (Bauddh & Singh, 2011; Maitietal., 2012) o FiEALEGE VLN 5 48 e I B2 A 16 n &
DL LT ass, (EPaRE T @, R RS2 BN, BEE M R (Dixitetal., 20015 Liu
etal., 2016; Chaabeneetal., 2018) . HAAIGHIIEEJE AL —NERIVEIHDNLFE, ZH
IR, EERIREMMNRE L Y. WEPNE T, N POX M APX FERERS, H
SOD & &% AW (Ozfidan-Konakei et al., 2018) . milgIlEE I+ 4PX7 BEH, M4HHA T CAT
il v 1 S 2 T, (RIS RSN T A B H KRR 2 G S AR IR R R0 I ABC #4125 1 AtPDR H
FKILNFRIL (Lietal, 2017) o
4.1.2  HI o BR— 5 R H K 1 3R A8 X B

A IDEH R M FRAE A AH ¢ Bl 3 22 A FE I A PUIA MBRIE 5B (DHAR) B EAPUIA M ERIL
Jil (MDHAR) « B H KA (GST) « Bt H IR 5B (GR) « A H I Al (GPXO .
AT, SIAR R A MDHAR AT DHAR Bgvd M5 25 32 &, m 0 i) 5 i S Bk if g (MDHAD
AL IEH B2 MDHA 5 DHA &N AsA, fRAFHEYIENE AsA 58 (MR %%, 2014) . {H
ANFEEE R, AsA-GSH HAHREGRE /K TF2G R Zzn, #he T, KEMEKAEN MDHAR.
DHAR FI APX RGP 2 & Tk e FRi& & (Ullah et al., 2016) o E#EEH GR iEHEIEEEHE T
BES R, %L NADPH /BN PR, AL ALY B H R (GSSG) i Ji pleids i 28 23 e H ik
(GSH) , W77 AsA-GSH A B iERRIE 4 (Wang etal., 2009) . f@Mr AR % S HEARAE TS GST
TR, TS BR B P E A S R AR BUL R e, [FIRT T AL GSH RIS FUR AL 245 5 T B BE
VRGBS AE VR B 7% 2 i AMA, kR 4B 1 FE F /EH (Dixit et al., 2001; Lyubenova et al., 2009) .

4.2 IEEBIRIERRRS

B TE R RS EBEARETIRMER (AsA) . EFEASHEH K (GSH) A% MR, HERE.
KA o - EEMHEPLEMF (Dixit et al., 2001; Adrees et al., 2015; Rady & Hemida, 2015,
2016; Ferreretal., 2018) . F-AEMIA TN, HYIANK AsA F1 GSH & EEH S (Wang et al.,
2009; Dingetal., 2017) o AsA W ECGHHME T IEREESN ISR s KERN T SN
AsA TG B fR R AN IR R FEAEH] (Ullah et al., 2016; Kovagova et al., 2017) . GSH
ATEBERIE TR E, A SRR NEK GSSH, GSSH il GR /EH Al LXK GSH, X
FERIEIR AT A R0 B R AR A A (35 PE 4 B %% (Dingetal., 2017) . Ding %% (2017) #F 70 & BLAMA
Wi GSH, "It EmM &N MTPI. ABCC3 il NRAMPI.3 (3% &, KRk B fEMR SN, Wia
REXTER AN 52 V. B IIE T2 IR REEL G S ERER S, nTHsGERETEE A B (3
K %%, 2012; Muszynska et al., 2018) . b4k, HEEE. KiHE MR, o - A FWMEEHERED A
S 4R 3 b e %5 BE ] (Rucinska-Sobkowiak & Pukacki, 2006; Adrees et al., 2015; Ferrer
etal., 2018) .
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5 BiEAT

5.1 MR

e H R EUEMAR N K- PR, 15 S IR RSN, 258 RA92E 7T (Clemens,
2006; Rady & Hemida, 2015) . fEFIEHIE T, KRR SEAERAR P IR ZIR & EBEE &8 ik
FERIBE N3N (Gohari et al., 2012; Majumdar et al., 2018) . Semida 2% (2018) K IH %R
12 TR 7 P4 v AR AR O A (1T 52 M . Miishra 1 Dubey (20060 FIWF LRI, FlZBRIE AT 1E N4
JEEEE IR AR AR E R, HKPUE SR A A B R (R . AR R =R T S R
TEREEEY), SR 4 JE Wi 0] i B SR g ) #0HE - (Hayat et al., 2012)

52 AAMEMTEMER

BHET, RIAR. SEFER R RAVERE S E R EIN (Jia et al., 2017; Suetal., 2017) . A[F
PERE AT PRI N S E Sy, IRRFEAIK S, 4EHF IEH AT (Abd et al., 2017; Zhang et al., 2018a) .
SRR 54 (2018) WEFEM], WE T, WA RN EtE A SRR E R 4EEERN
FTVE P B B A R B A B R SRR B N S BRI AR b . IR R R, FRmAsSERAMNE
R B ZRI5, SRR IR (1 55 35 RO 4ERR A K P4 A 4RO, B 48 e 8 K R AN
WA RS, SRR A WA A A, A REEE A (John etal., 2009; Shen et
al., 2017) .

5.3 FHIEW

HEEWE T, BRI RER S CUE 5%, 2017; Akhtaretal., 2018) o 18
VIH SRR A R R AR, TEAESEF N4 RS (choline monoxyge, CMO) Ik T A il =
TlE, PN SRS (betaine aldehyde dehydrogenase, BADH) ALAE Rl 08 (Chen &
Murata, 2002) . Akhtar 5§ (2018) [BFFLRN], FEEBRMHEAREL RGN, AR AR N R E e
TEEIN . I G A AR R A AN A SR A B, TP MR 1) EE T AR (Alyemeni et al.,
2018) . Farooq %5 (2016) HWFFLFH, HMMA T, AMEIG 0T AR (LS SN
B, EREAERREFEEM . AN &R T E i P2 = SOD. CAT 1 POD FERIA &, &
OHA AR E 1, R A E =2, SRR B R EIEH (Lou et al., 2015) o G
2 (2018) K SEHRmE I SRR K (BADH) % NAHFLH, (R AT MR P B SE0N & e, A R4k +s
M N B R, AR B T NRERRAR N, SR OE T Y TR . HMA3. AtNramp3 #ll
AtNramp5 %32 5 18 o CUAE A7 7 0E IAR 2 T i

6 [l

(1) RT@IEHLH . WEEAF PR ESE A IRA S WAIIR . IR, FEREYR, Xk
Y — RN E SRR B SRS g Jm s, @R AR Eemmil 5 —Jrmmay
NAEDRBCE TSGR . N BRI, XS R n] B R
W AR Y S R A & . XA i B G B e R Y R AU S e
ORI 22 2 ({384 . HIX D5 T (W SO I AETRN 45 Ja LN S AR B 7 M A R 70 o 1 4 5 AR
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Bl A 7 Dok B e B <R B T U TR T O T, AR SRR PR 2R i i 1 1l 70 SR BT 2 ol
0 e G < R T AL PR 25 T AR 5 ek AT T R TR

(2) RFMPEHLH] . B fm MAREHENEYIR G, AT PR A0 454 K 2R eAs, s
M EE 2 WAL AR TG EE, Bhm sk SRR L e)E s TRk,
g m e MG T, PRI b T B Jm & IR B RN E SR, SEiE
R EREABH . AR, IS 0E RS, SESRERESY; FREDEN 5T
FMRGASEH TGRS, Pk EER B A R EMSE R . KT EeE R
WE SRR B LR — RPINE RN H AT AE R, HATHEA RO W5k iy
X R IO PEALE], RO THIBE A, SRR E X EE R R, RS E RN
S R EPDHT il M B A
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