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Abstract: Heavy metals, such as cadmium, are increasingly polluting soil, and they not only interfere with the life cycle of plants,
but also reduce crop yields and even lead to plant death. Consequently, plants have evolved a series of defense mechanisms to resist
heavy metal stress for themselves. Plant transcription factor MYB is a key regulator under stress, which can be co-regulated with
downstream target genes in response to heavy metal stress, thus conferring tolerance to heavy metals and reducing their damage
to plants. Understanding the molecular mechanisms by which plants cope with heavy metal stress (especially cadmium stress) is a
primary goal of plant biotechnology research and agricultural breeding. In this paper, we mainly review five aspects, namely,
identification and characteristics of MYB family members, functions and the mechanism of regulating target genes, how MYB
regulates target genes to participate in heavy metal stress response through photosynthesis and hormones, etc. And we will deeply
discuss that, in the adaptive mechanism of plants to heavy metal stress, MYB transcription factors combine with target genes or
promoter elements through signaling pathways (reactive oxygen species homeostasis, abscisic acid signaling, gibberellins signaling,
photosynthesis, etc.), which are involved in the regulation of uptake, transport and sequestration of heavy metals in plants. This paper

provides a certain theoretical basis for further development and utilization of MYB transcription factors.
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EYFRHAEY . B ESESEOEYRERMHARKIBRE ., RS A SRR A, [,
TED AN I SRR S5 A AR AR 2 S OGS VR T FRARE 4, MR A0 AR ek 5 4 10 23 1 th e FE UG, i,
Cd XF/KREMIAR ) & AE AR BB RRAIHIE AP, Btk z #h, Cd A1 Pb Al fgid i i F PR i . i B A AL
Fifg 55 1 0 4 42 (reactive oxygen species, ROS) 117 4 31 51 & 8 Ak RN igle 7,

% 5% K ¥(transcription factors, TFs) & SIS R, FEM YN A B e 7 N R, g1y
IS VIR ol A D P B DR AR (0 e TP X Skl A, TR T B R IA . MY B 343 R F A A v B K I
SREFFIEZ —, WRABERRT 50U, o Ko 75 AR A A 10 558 e e 37 77 T AT 5 OGHEE . MYB
W5 (E SR R 1T EAERA R KE RSB, O 20 i R 4 R o DA SR TR A S
FLIEBh S Z ISR R YRS R T, T A R s e B0, S B, MYB Al 45 AR R
T TeiE, i s E U 5 (Reactive oxygen species, ROS){E S5 14 0 52 T 43 J& (1 84k S (1120 | g
MR ESBUCERRESH TS, & 1E M2 Sy B2 55 e (5 48 i %) .

AT ERMIFR, EENHET MYB KK A S5HRHELL K MYB M4 % ThEE, Bt
P T MYB 1 2 B0 D5 82 5 4 S e (1) Ik RERIAILAR, 55 5 2 HH 4 S F et A DG AT T R A77E (1 ) REURH o
SRR R TG 1. ASCNBE— S IR AF BB IR, 5 T/KF el E SR male, 5
BELIRWZ ALY, AU E SR T5 YT RIS R T HERE.

1. MYB ZKi&ak 53 £ & 5 EHFHE

1.1 MYBRIERERE

TS Af MYB # o K 7 IG5 Th RE TR Z BT 9T, AE e 42 T i) DNA 4555 H, MYB
SERIR N il 5 H SRR LSS, C it MYB 850k 1 8 (R i . BT, MYB # 37
FRCAAER LS DR PR T2 EE, AREY, MYB HxHTHREEAFGE 1).
=1 EE/LMRRMEEYINYB SRR RS

Table 1 Distribution of MYB family members in major representative plant species

Yk LUEETAI MYB #3% [H 130w EEBEN
Species Species Latin Numbers of MYB TFs References
FUREFT Arabidopsis thaliana L. 198 1161
IKFE Oryza sativa L. 151 1y
y =1 Glycine max L. 304 18]
W Spinacia oleracea L. 76 [19]
B Capsicum annuum L. 172 120]
e Solanum lycopersicum L. 139 1
B3] Morus alba L. 128 22]
RN Daucus carota var. sativa Hoffm. 146 23]

1.2 MYB YR ALEMFFE

Y MYB & (45 /I8 E ARG A, 502 DNA 454 X (DNA-binding domain) Al 5% i 1 X
(transcription regulation domain), %% 145 [X 35k B #3% [X (activation domain) A1 171 14% [X (repression domain)ZH
Bo MYB B K175 N R & A i BEARSF I MYB Z5f93(E 1), XN MYB 258 — k156t B 1-4 DA5E
EELFFIIHN, FNEEFI—IHY) 50 M EE R, R 18 MR S AL 1 DM ORI A,
HAAFREIENIERZBUK, BhT4eRmzssmi e,
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DNA-binding domain: DNA-binding domain; Transcription regulation domain: Transcription regulation domain; Binding sites: Binding sites;
Promoter: Promoter; Target gene: Target gene

1 MYB E ARG S 5 A
Figure 1 Basic structure and classification of MYB
MYB 5% H 7 KR AT iR G MYB 24 el iy 5 Bl 43 e DU 26 (B 1) 2399108 1R-MYB. R2R3-MYB.

RIR2R3-MYB Fl 4R-MYB®), JLHHF 5t i) V2 (2 s K 1 — AN Kk R2R3-MYB. i, 75 S 5: K 41
4 70 > R2R3-MYBP®, 7K CL4E /) 252 A MYB 45 244 /> R2R3-MYBP, R2R3-MYB & A 45Kt
& N i) DNA 25 G453 C 3t RSP 450K, R2R3-MYB AT ERE. Z254EKEKE . N
WRMNBEMNZ 5T HESE, 1 MAMYB16 7E5MEDE R i@ MAMYB1-miR7125-MdCCR AR 4% 1 7 P4
SERPEE RRRR R A A &P, Su PR I H I BrMYB108 RS ILA L R G T~k ROS, T H
B ERARR B R i . RE 1IR-MYB R — M Er MYB Z5i938, (HE e N E A AR
e ATy A FE A £ . W OsMYB-R1BOITE R BL Rk 2 ol i Bl Ib R Goi 19 S B B R ek, s T &
I RPN ZEBLE],  [FT 7R TR PEG/ T RS a8 T 32 1% . 1 RIR2R3-MYB 1 4R-MYB 7E1H
VIR AFETERD, B FCER A A A 5L R R 45 e B

2. MYB BYINRE K VB $E 5 (Al Y4 %l

MY B %% 35 [K] 738 W5 A1 i B2 DR 37 s P TR AR S &, 30k T st i et B8 PR 2R K
i LA AT B AR oAU, JE R & R AR AR M e BA . R LI AR (D)MYB 38 I i AR SRR R 1
RILRIR TR B BTG - (2)MY B 38 I 1 5 T S8 Bl 37 1 e LA A PR 5 B Rl D S A I 3857 R
Hid77, AT B R AR AN E . (3) MYB B U ABA (5570 T oRYEFHEE SV, AR YR
WIKEHE . (4)MYB 8 1 HE T E 8 A SORB TR0 E BT RE /1. K 2 5105 T b EE ) MYB
IR AEEE A DI fE -
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Table 2 Functions of important MY B-regulated target genes in plants

Wik MYB HEELN L gk

Species MYB Target gene Regulatory mechanism Function

IKFE SiMYB3013! OsGOGAT2 BRI AR SR I AR R AT SRR ()
FIE TP MR IR GBI 8 (R 52

63

KT OsMYB844 OsCOPT2, OsHMA5 Wos B e R A G A PEESR RSN, R KR &

N TaMpc1-D4% DREBI, DREB3, ERF3, ERF4b 4% T HEE R 5 JE I TR AR e A B A SR BE R
FRIB e BEATG o B R R Mo 5 1 i

Z
EN ZmMYB-CC108! ZmAPX4 WA UG RS T W EALIRT, HaOp B AR, $H50
Tk AR RN T S AR i 52 P
KT OsMYB10237] AtCYP707A3 ABA {55 [ BT ABA 55 M IE G T
- 8 I BARI h N

KA SiMYB56(38 NCEDS, ABIL2, P5CS1 % AR FRAYIE A ABA {55 il R AR ED S A ABA {5
SIEEE YR T R R RK AR BRI

R MYB433 HMA2, HMA3, HMA4 CULLIN-RING E3 ## A RS Wi ¥ 40H] HMAs S #0l f 7+ox

AT 52 4
IKFE GmMYB81 GMSGF141 ERFEESRE FERFH RS R E KR ES
AR IE ) R 18 £ 23 A0 R e
K& GmMYB183[41 GMMATE75 BRI IR IZ A 8 I HEFTAR IR h 10 20 WA T T
Al iR 32 4%
K& GmMYB14[42 GMBEN1 EHRKER R U UNER b7 St N R A= o )
ik

MY B %% 53¢ PRl ] 38 ek St ol JE R G 0 5 R (R kL3R IE, SR S A it b RN 32 . Zhang %5 B3
WKL, IERIE SIMYB30 R R i % B R /KR it 8 403 v £ = P9 A BB A B B R IR 3, ks
WRIEA . 2RSSR, B EMZEES. MH, SIMYB30 AMYUA E# 5 OsGOGAT2 I HE) 1454, i&al b
T 3220 5 RSO 2 L ) OSNRT1. OsNRT1.1B A1 OsNPF2.4 (335 L K 5 R Rl AL H 52 L ) OsGOGAT1.
OsGOGAT2 Fl OsNIA2 FjERik, MITTHY5R 1 % ik R PR OGHIC 0B B R A RE /. 2K fblih, OsMYB84 72
OsCOPT2 Al OsSHMAS ({55315 K 1. #£ 0.15uM Al 4.5uM Filik FEALFE R, OsMYB84 it Ak 1 /KA
PR RIS RIS 32, 3 T KAE . AHR, OsMYB84 JRAFIK AR 1 A5 1 h A4k g 134

WEZWAEN, MYB nll i AT HIA T RS0, S8 B S A BT 1 Sk 35 Bh AR A L6 35 A2 4 e
TaMpcl-D4 (13 Fik 5 BRI FE Trik Rt B = E s i, RV E S kKR, SEARMA & &
P T4 40%. fE/hFEr, TaMpcl-D4 FUTER 2 & B 58 T /N AN 57K E(RWC) . IR & = AL
BEG 1, I8 s AR SR BT AL A < 34 K] (DREBI. DREB3. ERF3. ERF4b 45)K 3 i 58 AR 44 /N 3 %ot
TR PR, ZmAPX4 J& T Pk MR A AL, ZmMYB-CC10 #& ZmAPX4 f IE % K 7 F¢ v i
ZMAPX4 ik, fEFEMB &M T, %k ZmMYB-CCL0 7] & 3 1 s 5P £ K 1) ZmAPX4 ik, [,
LR RS R HoO2 B FRE T 30% /A A7, PRIULnl LA ZmMYB-CC10 ] Gl it /b K ) S A6 45
A SR ot R P A P i 52 A

MYB JEi I 5 ABA {5 SR, Wi BAH OC Ik PR 20 R U i A0 0t 38 1) iR 32 1 . AtCYP707A3 Al



AtCYP707A4 5 Bi7& R (ABA)EW) & ik 2%, /KRG MYB102(0OsMYB102) Al #iE ABA (55 M, Nl &K
FRRAA T 2 BRI B SRR [FRE, FRBMNA T, RIE SiMYB5S6 LB KK ARG A A
MDA & 8K, KFRESERS. 7 2.5uM M 5uM ABA KRR, HILFUKFER KR R N IE ABA &
i T EPAEAY X AT AR T SIMYB56 L ABA A ORI R AH DG KL R R IE AT IR T i DR A (1 B i
[38], CULLIN-RING E3 JE#:H§ 1% R 40 (CRL) & & [ i Fae M (1 GBI R 48, HMAs 2 HE ) Cd #%ig &
H2Z —. Zheng 2 \BVL I MYB43 @i 4] HMA2. HMA3 F1 HMA4 Sk FEARIL R 7+%F Cd i 32 7%
Her, PRLL A CUL4 IE AT HIEGF-5 Cd fditE, PRLL A LAMKHS CRLAPRY E3 i 5 MYBA43 A H.AE
FHIFHE A B AR, TGN HMA2, HMA3 Fl HMA4 [f)315 . HMA2 Fil HMA4 38 5 A J5 544 45 25 1 (Cd? ) AR
PIRIRR SIS B 1, AR R Cd a2 M. th4h, Bian SEFOVEHL GmMYB8L ZTEF T K
R O A KRB SR AR N R R A ) TE R AT . SRR I GmMYB8L fE4NTT . ARFIET K
Fi S B BE E Y. FEEE T, EERIE S PEE K FARM R, B R R E R ST
AT R PiE FHRE, BREIA 90%:; [FR, @it BIFC( 4+ %t H AN S5, GmMYB8L L /Hia i
A F GmSGF141 AHEAE R, - FT RE Wk ) 52 00 A0 %o e ) i 52 12

MYB & TR (E S FiE RS BRREMaEEFE S, 10T DUt ThaE S B & BORIR 71
VXt a I HRHTRE /T . GMMATETS & —FhédmidiT iR R s e . MR ARG EMRF, GmMYB183 1]
B 45 G GMMATETS Ja3 81 P3 v B IX 4k, 1% 8 A RIAER T GmMYB183 H Ser36 & H: 1% & {1
A GMMATET5 JH 31 P3 H BEH A MYB A7 5. i3k GmMYB183 A i ik % 3 (R0 B I P AT AR R 1) 4
W, PR AR R, SRRt Al T 32 1R, Chen 2P B, N AMET S 4614 GmMYB14 7] EL#%
5 GmBENL 454 . GmMYB14-OX o GmBENL Rk i, SEUEM 2= & R MEEES BEIFK. bk,
GMMYB14-OX fEK R I H B AEAREE A, MR A R B R 3 — e R ks, 7
FE (AR 36 N AR 3R B L B 0 PR i 2

3. MYBiAIZRE AR S5 EEREIMBNE

NT RORE S B, BB T SR E S RERAE, WES R, . SRR,
DG 4 R O FE S MIYB 76 8 2 00 5 e w7 e p 6 E A €, e B 725 3 IR W o
VR FINLA B 32 Yoo DRI, T A3 AL LA R e 1 0 1 56 4 e 3447 U135 JE o S (1 2).

EALRIEI . SRTT, T HOE X R A RO, RIBEOE TS N I B R AR, DARPUEALRIRIE
For Tl RN, R T SR A L G R e DA AR A a8 R AR T AE I s 2 — e,
Britz b, HEDME e RIS R R ARKE, ENPRASGHW AN EREZ. WnIRAT22EKR,
YAV G U N RIS



MYB: MYB 85 HF: ROS: WGPE%: ARS: HAMNRS: SOD: MBEMSILE: POD: A PIHE: APX: FUYR MERIL 55
Target gene: HEJE[R; ABA: BVEFRIE; GSH: &AMt HIk: PC: M AX; Flavone: 2K#%MEd; Anthocyanidin: 75 %K
Myb. MYBCORE. CTGTTG: MYB M&& ot Ay W OH k3 om BIRAH EAE SR E ), BEOs LRoxMslER, Basikfn LHET
1ER
MYB: MYB-like transcription factors; ROS: Reactive oxygen species; ARS: Antioxidant system; SOD: Superoxide dismutase; POD: Peroxidase; APX:
Ascorbate peroxidase; Target gene: Target gene; ABA: Abscisic acid; GSH: Glutathione; PC: Phytochelatin; Flavone: Flavonoids; Anthocyanidin: Anthocyanins;
Myb, MYBCORE, CTGTTG: Binding elements and motifs of MYB; Blue arrows indicate direct interactions or activations, black arrows indicate inhibiting

effect, orange arrows indicate up-regulation and down-regulation respectively.

2 MYB EIT$EEE N E E S RIMBRIHE X 2 FHLH
Figure 2 Molecular mechanisms associated with MYB regulation of target genes in response to heavy metal stress

3.1 MYB EIEHERBIMEN RGN EECREME

RPTREGN, HEYEZ E GRS, S SRR, SRR IR RS AS, T
AEAE TS L, AR AR R SR, (H AR ER T ESE T, AN ROS & BN, AT
IIEH AR, BRI, ROS M Az FIE 5 5 AL T 5 i A AR EE A 2 Hh ot 5 R . AR N 9T
ARG (ARS) CLIERE N R G ARG SN RGP ES 7> ARS B T 265 B E A Bl (SOD) %
LElE (CAT) .« JUAMEGEIREE (APX) A H kSN (GST) AL ASTA AL Il (MDAR) %%,
XEEHTEMNEES 5 O Ml Ho02 FIfFEE FIAI ] OH HITE BU(& 2).

LRI SbMYBL5 FEALEEI M & rf CAT A1 SOD HUiFERIEEE MR, FFb T Ha02. Oz AT H20 774,
DR, B B IR A A Cd FA i 32 14000, Gao 25 ABYURF SR HL, ThDIV2 it 5 ThAOL il ThAO2 JE 37+
i Myb JEFP&5 5, BERIE Y ThAOL Al ThAO2 3R iL . i ik ThDIV2 S EURICHT AR FEE, ik ROS
IF=AE, 3 AR I BRI . KRR SRl OsMYBA45 TE )3T Cd i, H IRk 5 EFAE RUAH H R I
HH B P AR S P S e v A AR R FE B2 MY B 3 i 8 42 P 3 S 35 TR 8 2 B SR A A S 3 R
FEI%T 4 8 (T 52 1 - Agarwal 25 A B3I 77 &k i AtMY B4 38 i 384 5 A5 40 % 5% S A 35455 A in PCS1 A MTLC
IZRIARIA Cd (i 2Pk, 28I, 33 IA RsMYBL 755538 [RAE Ak Hh 8 5 1 26 4 8 175 5 (1 i i 52 1k 3 TR
TR R LK, TR i 1 A A G Jm il AR RE /1. RAE 7 RsMYB1 Z 5= & & fiid
FIThEERY. OSMYB-RL [¥)5d ik RTEFR AL (R AR L )« FHE R 280 (ORI 3R A R L IR 114 22 e ik TR 23 ) Fl A2
L(MDA. il B ANE) /KT AR T AR, AN T T i A1 400 g 7 7E AN [ ¥ A A= 0 Pl v 1 i 52 41550



Ak, OSARML & /K H% R2R3-MY B B[4 3[R F . il i 4% As ORI %% 12 8 1 (OsLsil,OsLsi2 1l OsLsi6)
KT As (1) FRICFIRR B 221 i il AR, 7ERCHEAPIR TF . AtMYB40 fifl#% PHTL,
1EiA4% PCS1. ABCC1 fll ABCC2 f1#i%, H:f PCS1. ABCC1 Al ABCC2 I THEY As (V) it 22 1Ay
As (V) WS PRk 3 15 R 7570, Rl i AT DAHE BT AtMYBAO AT DU I 458 Ass A 5% 5 PR] Ft 2 a2k S 1 i 2 o [
LR T As T

B 7 Cd Al As, MYB sk H 2 58, 2. BEHAL TR ICRMNE . MYB72 1] 2 51 E I
SR T 5E ARG, MYBT72 [ RS bR 2878 fAtof o e = 4 ml ik o AURK B8, ik ok, 2246 AP (1) DWMYB2
TR AT AR AR R 5 R R A Rk AWl 7RI %63k DWMYB2 (R TR vk b, 3R 3 A gk i bl i A
s, M RS BN . BT R RS A B S R, W AR, BRI
T EEH_E A i b 52 ) DWMYB2 ISP, GsMYB7 & K E R2R3 AIff) MYB ¥R 1. ‘BIERRMEL
B R B, JEE R GRER EEIA. Rk GSMYBT R IE ML ME XK & SR HIHRIE R, JR R
A ARTRFR SR, T H K X R E Tt . S Ah, B4 T BRIEERIA T GsMYBT TR 1) Rl A,
H-HEWT GsMYB7 T AL _F i Glyma.12G187600. Glyma.16G164800 il AOS2(Glyma.17G246500) 3 X () % ik
SRR oK 0 AR i 52 1500

3.2 MYB BERREZXRERFYNEE S BB

TEMRERT, FP 28I A& R = A KB R A REIR, e 1E Z P BB Thag, U E 4 b ia b 62,
FP A AR N AR 2 — o AT EZ AR R YR 8 A AE T S AR b . 7E S 55
i, REEAENEEAR N BUANR], TER T Z AP a R ROS % 2 K3, 1875 =R B
2, BEBEENEGEEET, BidiER ROS KN H 48 SN S 5 10 A KB 2 gn fa st T84 (K 2).
Mg RF MYB75 I EF # /2  ROS TS MIEYE# G % (phytochelatins, PC) & &, FFEEMLRE T
ACBP2 fil ABCC2, 744z ERIIERTTA T, MY mlE Cd Bhaks, Cd S MYB75 @il EHE =N
T ROS A& A bt H K (L-Glutathione, GSH)#K i 1t & i PC. 55— 51, MYB75 EL %454 ACBP2 Fil
ABCC2 IJJA 3l ¥R iE ACBP2 il ABCC2 J5RIA, Bl j5idtAT Cd HIXRE, AT s ik D R R X Cd i i)
i 52 14881,

3.3 MYB iFiF A E B M RIES BN EESEIME

MY B #% 3 [K| 7 fit 18 i i 7% 2 (Abscisic acid, ABA). 755 2 (Gibberellins, GA). K #]MiZ (Jasmonate, JA)Z:
55 IR T SZ (K] 2). ABA £—FP IS bR PRI L BEDEE, S5/ FRIR. SILCH, =
ZREYG TR R A H b S A Y e AT B2 8, OrMYB2 R LLRESE LS A I'VHAGL Ja 8 T
MYBCORE ¢, JH[HI 25 ABA {55l K IF CACly M N A i 1 K1 i ph a7,

MZFEA GRMETIEE TE F 4> B MsNRAMP2 JE[K], MsNRAMP2 (#3814 2 kil B R A S 1.
MSNRAMP2 [ Feik 38 5 1 % BB B0 i B2k itk 1 H, MsMYB R IA 2 i ESE S . BR
MsNRAMP2 J& 3+ /& A T A H) ABA BTG, {H MSNRAMP2 Fil MsMYB #i% ABA A R M. BRItz 4,
MsMYB % [ 7] L5 MsNRAMP2 A 87/ “CTGTTG” I k4 & . K AT LAHERT MSNRAMP2 {E4ki%ia
HRIE AT ERZ MSMYB 1#%,  HLid &) MSNRAMP2 2kl 52 fit 1 i3 5 ] ik 5 8k 1) 6 is 2 A k681,

MYB i8] DA E % 2 AN SRS Rk, bl MYB49 AT DL B 454 bHLH38. bHLH101. HIPP22
I HIPP44 (1)a 37, MIfi ERETTEYH Cd MR R0, 1 H, B RE(R R0 R Cd W ISCRIRR 2 1
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