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Abstract: Glucosinolates are important secondary metabolites in cruciferous plants, and their
derivatives and degradation productions play a special function in plant defense reaction, formation of
special flavor and cancer resistance. The glucosinolate biosynthesis is complex, including side chain
elongation of amino acids, formation of the core glucosinolate structure and secondary modifications of the
amino acid side chain, involving BCATs, MAMs, CYP79s, CYP83s, AOPs and other gene families. With
gradual revelation of metabolic mechanism of glucosinolate, the transcriptional regulation model has

become a hot topic in metabolic mechanism research. In this paper, three important transcription factors
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involved in glucosinolate metabolism were summarized, among which MYB transcription factors
(MYB28, MYB29, MYB76, MYB34, MYB51, and MYB122) played major regulatory roles in
glucosinolates biosynthesis. And MYB28 and MYB34 are the major genes on regulating aliphatic and
indole glucosinolates biosynthesis, respectively. bHLH transcription factors (MYC2, MYC3 and MYC4)
have regulating function on glucosinolate biosynthesis by conjunction with MYB transcription factors.
WRKY transcription factors (WRKY 18 and WRKY40) synergize with CYP81F?2 to negatively regulate the
biosynthesis of indole glucosinolates. In addition, the responsion of transcription factors to exogenous
abiotic or biotic stimulation, and the regulation mechanism on glucosinolate biosynthesis are briefly
introduced in this paper. The research on transcription factors can further enrich regulatory mechanism of
glucosinolate biosynthesis and provide new idea and method for molecular breeding, high-quality
cultivation, biological control of cruciferous vegetable crops with high glucosinolate content.
Keywords: Cruciferae; glucosinolate; transcription factor; secondary metabolism; transcriptional

regulation

AR A FEEE (FRIARER T, Glucosinolates, GSLs) MRRIFFiME, & T FfeRHa i — KK
A=), BRTC KL 120 RFh, FHrb o s R i+ 740 B gk S B Rs XU 1) B 22 Bl 7
(Fahey etal., 2001; Yuetal., 2001). Bt HEDERATAEY) AR FRER . A2KR. RNER
MR RS RA IR, IR AN AR R EE : AR MR AT AR RIE AR, B vl 4 IR
W 05 BRI A e R T (Fahey et al., 2001), g HimEAaE 1. B arrat 5t &< 30,
Tt 7 A K At P2 ) B A e um 1R 5 968 PO U 1 (Valgimigli & Tori, 2009; Dinkova-Kostova & Kostov, 2012
Huang et al., 2016), [R]iFXf#E & 1% B LU IR B 21— € B /e ] (Wittstock et al., 2003). it
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Fig. 1 The general structure of glucosinolates

¥ [K-¥ (Transcription factor, TF) WA AAEHE T, & BEHskAE S 5D 5 )1 DX i
AAEH TR AR A EAE R, IR0 IR DR e s R aa AT WA 1 — KB A i, 3 DNA 4551X,
e iEX . SERMALE X EN S S B ARM, MYB KEXR 25 7T HEDRENR
W RSB ML B 5 R UL IE NS ARG, Horh R2R3-MYB # sk K12+ 74k
RHEYIR T & B 9 E 2R F (Hirai et al., 2007; Burow et al., 2010; Ambawat et al., 2013); bHLH
FH 5K ¥ (Basic Helix-Loop-Helix) 75 MYB 285435 K724l R U B &K, 6+ FAeRHE P ek
R & R R EEEAIE/ER (Zimmermann et al., 2004; Feller et al., 2006; Butelli et al., 2008);
WRKY 5% 5 [R5 AT DAY R A o< B (R 1 428 g | R R I 1 () A= 06 e (Schon et al., 2013),
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ASCGER T FAERHE YRR & G 1 Z IR I 3 83k K1 (R2R3-MYB 2. bHLH
A WRKY 20, AN T HAESNEAED s AR EYIRIEUE RN R, &2 5 E A A L
By GG T A RNRSA R D RE o> AR HUFE S B D, SR 1l A SR N TR S e T
BER & BANYUR BRI AT PERT B ZEE, DU BES AR I P el 1 D B AN vy U SR PSR
BB AT %

1 BE Y& R R

E A RAREE R BN E A, BT AL R R R 1A BOS AT MR . R IUEE ) E
i OS5I AT R MEEIEHE, 3 ) BCATs. MAMs. CYP79s. CYP83s fil AOPs 5% M3k
K 2% (Senderby et al., 2010b). 7£ R fUIEE 1) EMH BT B, RS 5 TR 20 S 28 FE R % %M (Branched-
chain amino acid amino-transferase, BCAT) KAEMEIEIEHN, AMES Z N & AR, F&EFmk
FEASE R IR A N (Methylthioalkyl-malatesynthase, MAM) HEALHIZE A SN 57 TR 3 3 SRR S 44 B

(Isopropylmalate isomerase, IPMIs) {# {4 (1) 57 #4 £ S B A 7 R 22 32 SR i 20§ (Isopropylmalate
dehydrogenase, IPM-DH) 4k (15 AR VE FH ARG RN, K FR R A (-CH,-) AR INTE
AR MMEE . (Senderby etal., 2010b). TEIZMYEL, BCAT4. MAMI. MAM2 Fl MAM3 gk
LR, oA MAMI TE F SR I B A PR 48 6 SO (1 A MR EZ/E A (Kroymann et al., 2001;
Bk, 2011), MAM2 U/ER T4 1 ANMEH, 111 MAM3 BeAEH T 42358 6 MG (Field et al., 2004;
Textor et al., 2007, EHF&HF 4, 2018).

i AZ O S A R E B9 I CYPT79s Al CYP83s JERI KR, H A4l P450 (Cytochrome
P450) ] CYP79 Mg 5 5N A e A0 i AR 2 B PR AE L A i (Hull et al., 2000, f5%2 CYP83s
FRBHEAL T BN B FR e IR U L A% (Grubb & Abel, 2006). CYP79s F1 CYP83s FKjik
o [&] e A 1) B A R S, Horh CYP79F1 A1 CYP79F2 AL B S B ATT AE 1 JIE 7 7 20 % 15 (Hansen
etal., 2001; Chen et al., 2003), k5% CYPS3A1 fiifb AL B A AL IE BUAE 25 4L &4 (Hemm et al., 2003 );
CYP79B2 1 CYP79B3 A (0B A ik 3 - W[k - £ 15 (Hull et al., 2000; Mikkelsen et al., 2000),
JG % CYPS3B1 LA BRI BN 3L L A (Bak etal., 2001); CYP79A2 AL 28 Y & MR A2 i 05 7
B CEENG . BEAN, TR OSSR B & b & SURI . UGT74B1. UGT74C1. SOT16. SOT17 A1 SOT18
L (Piotrowski et al., 2004; Grubbetal., 2010; Mikkelsen etal., 2010).

T 425 WA R0 A P P P 3 s PR T R S (11217 (Hopkins et al., 2009), %M B FEZ i AOP
(2-oxoglutarate-dependent dioxygenases) Z55Ef% (Kliebenstein et al., 2001). H I EIR,
TERR W B R MBEAE 1L FEF, AOP2 WS AL 3 — FF L U Ak P AR EF AN 4 - L DR E 1 0%
H CF MNRED RSB R R, AOP3 REBSMEIL 3 - R W AR N M 41N 3 - BREW
P, AOPI #INAZE AOP2 1 AOP3 &IFHIMH RN, HINReIE T i — P& (Hirai, 2009;

M 4, 2010).

2 MYB ¥ KX R H A R A 324 H

MYB s BE R L NERE T —, 25 7TRERE. fESEmS sk, F5
UL R N 4% (Ambawat et al., 2013), LA R b 2 BIRE AU N o &8 = B AR
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SEIF DNA S5 & 25188, MYB #sk R P45 R4 EH 51 ~ 52 MR, HPh &6 3 M HHE
HI e R R IR FE AT L A BRI 21 40 FF, i MYB 1 DNA 45 & 25 /301 I8 e - 4 - 12 (HTH)
TR . MIBEBHEEFHIIAFE, MYB 55 H KA 47 4 4R-MYB. 3R-MYB (R1R2R3-MYB).
R2R3-MYB Hll MYB-related 55 4 FhE8Y, 73l s 4 A~ 34 2 M1 AEE P (Katiyar et al.,
2012). CAWFFIERN, R2R3-MYB J8%% 53¢ K1) i iy 1 R0 Rs| Wk e fim 7 1R A2 40 5 R B A =1 B i 4%
YEF (Burow et al., 2010; Gigolashvili et al., 2010; Senderby et al., 2010a). 7ELFEITHH 6
R2R3-MYB A (AtMYB28. AtMYB29. AtMYB34. AtMYB51. AtMYB76 F1 AtMYB122) 2 5%
WE G, Hrh AtMYB28. AtMYB29 R AtMYB76 % BR Wi bR B A& 1, AtMYB28 N
FHFEE (Gigolashvili et al., 2008), AtMYB34. AtMYBSI F AtMYBI22 40| WE i B 0 A9 &
B, HoAr AtMYB34 NFERFER (Frerigmann et al., 2014).

2.1 MYB £ RE T AEHERE S KRAEE

LT, W ERIE MYB #5213 K AtMYB28. AtMYB29. AtMYB76 0] S0 H & 1k
FKEEFENF LiARIE, RN R B (Gigolashvili et al., 2009). HH1, MYB28 EHgNi
TR A B s i e s PR R, IR IR I IR & B 76 myb28 BB 7r AL,
KBRS W R 1T & B 835 N % (Hirai et al., 2007). £ myb29 FARGMRIAZ AR, Ha 4k AR g
BT N PR R AR R 50% 54, A EE N T R EC ) AR, IX SR AtMYB29 A
F B AR T EAR T A A (Senderby et al., 2010a). AtMYB76 X i i et £ & B
YEFE S, 16 myb76 BARIRR AR, AMYB76 WIS I A MBI IR R A R, SRS
E L B4 (Senderby etal., 2010a), Ti7E myb28 Al myb29 iR FAS AT, AtMYB76 R i
TFHIVE I INGE, X EB AtMYB76 W] LLAIKHR AtMYB28 F1 AtMYB29, B A5 ST 35 e Wi b -4 %
[1)ZhAe (Senderby et al., 2010a), [FBIERE /R TAEMTEEALERE, @i R TR INAEE S DR
FIENBE T . RO, MYB76 TEUREM RN IR MR 23 (8] oy A 7 TR EEAE, R MYB76
TEiEf e P B EEH (Kimetal., 2013),

I IR R A St e, i ERIA AIMYB28. AtMYB29. AtMYB76 ¥ 7] 7 5 g 105 i
o B IE R MAMI. MAM3. CYP79F1. CYP79F2. CYP83A41. C-S lyase Fl AtST5b It i35
(B2, A, FRGEEESEREIE. W AIMYB28 M AtMYB29 33 ik %) CYPT9F2 FIfiti# #5 B 1t
R F R IATR LB B s T AtMYB76, i#t— 303K AtMYB76 XTI I 1 it HF 1 8 428 A3 ke il Bh A FH
(Senderby et al., 2007; Gigolashvili et al., 2008). L4k, AtMYB28 Fl AtMYB76 755 BCAT4 L
RIS, M AtMYB29 Wi ik AR I ZIE R 1) FRERL, HMR K E, AtMYB29 WL RIE T
S UTG74C1 1 AtST5¢ LiRFIE, 1 AtMYB28 Fl AtMYB76 FA4 58 1Z 3L K Fik B 1 B &2 (B
2, A) (Gigolashvili etal., 2009),

2.2 MYB 23R E 73105 R R H & R A EIE

TR MYB34. MYB51. MYB122 %55 [F - B P8 5 | e T B 1 11 & B35 UIAH G (Celenza et al.,
2005; Gigolashvili et al., 20100, KEMIERFDIEEIUERE LW, EMFEITHEdRE 4eMYB34.
AtMYBS51. AtMYBI122 33 5| Eem5| a5 0 2 e, sk SRR I SR I i 1 7 & B 3 BRI
BB BN, EMESEEEY, AtMYB34 . AtMYBS1 I6EHIEEIVE - 3 - 4 (Indole-3-
acetonitrile) FI5|HE - 3 -~ FAE (Indole-3-carboxaldehyde) & Fig 4% H s A i _L i 21X (Malitsky
etal., 2008), L FIEmLFEI, FEMEHEREFHER (Malitsky et al., 2008; Yatusevich etal., 2010).
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SRTMITE MYB34. MYBS51. MYBI122 M| & Ot #2 4, = FH AR KM IR k. 8l
X RNRE I AT B TR B R R R s —rBR, BRR AR B IR AtMYB34 32 B TR TR A Wi
BRE G, AtMYBS1 32 SR 2 A rh SRR A G 0, T AtMYB122 it AtMYB51
X | R T A S TR A E

UeAlh, MYB34. MYB51. MYBI22 W\ WERAR H 4 0 b — @ HiE 2 5. AeMYB34 1EH
WIEME I AR R YA R (Bender & Fink, 1998), i3Ik AtMYB34 ] i SA% & I 2 G &
5L Rl 4SAT (Anthranilate synthase) [ FifERL, [FIB @& it - 3 - B (BM) KEHR
(Celenza et al., 2005; Gigolashvili et al., 2010), 1M myb34 B FRAAH 13M & & B % K% (Celenza
etal., 2005). AtMYB51 T REFIXFFIER BM S EIEEE, R ERIER 4 - FEHE - 5k -3
- LR (AMI3MD A1 - AR - mlik - 3 - R (IMIBMD & &ERFH&, 1 AIMYBI22 5
AtMYB34 K50, i ERIEFEIOER 13M & 212 E T 5.

TERLRE S| e A R FE R, B IE AtMYB34. AtMYBS1. AtMYB122 Y57 55| Wi hR
H A N BE R TSB1. CYP79B2. CYP79B3 A1 CYP83BI LiZik (& 2, C) (Bender & Fink, 1998;
Celenza et al., 2005). ANEHIFE, MYB34 Ml MYBI22 WS ASA1 Bk, T MYBSI HIidRisH
KEIHIZIER FiREIE (B 2). AtIMYB34. AtMYB51. AtMYBI122 125 W ehh 17 414 1) 22 ik %
WAE, UGT74B1 A1 AtSTS5a 9wt 11 A BEEAL 13M & i B J5 28 ) B (Frerigmann & Gigolashvili,
2009), I MYBS1 (i AT FERIA, HXT MYB34 1 MYB122 ()i ik o e v (&
2, C) (Gigolashvili etal., 2009).

2.3 MYB EERETFXRE S REEHINERIFAI N E

HATWH e s, HEYEN . A o] m B PR A A AME I, Wdiifs (Wounding)
HKAMRFEE (MeJA). KR (SA). BVEIR (ABA). LM (ET) LALKJENE (Glucose) %5, i
@AM N : MYB REE DR 7 N AN RIS, 3E— 2815 S el BCAT4. MAMI. MAM3
S H A OB R 2K, SRR A ) IR [ A el i+ (B 2) (Frerigmann & Gigolashvili,
2009; Gigolashvili et al., 2009; Wu et al., 2019). % THEHYAMNE MeJA R¥# )5, MYB28 1 MYB76
Fik BB, B NREERE FE DR R ER A R 1 MYB29 Rk FIRIEEAKR, Xk
Y MYB29 W RETEM . MeJA AR 1 6 i 5 IR EEHLAL (Gigolashvili et al., 2009). #RJE MeJA
AP R A R, AFEZ, MeJA 7 5SRFRE SR MYC2 456 /5, IR MYB34 Mt
W% MYB51 (€2, B) (Dombrechtetal., 2007). #MFHAGHIE)E, Y MYB28. MYB29. MYB76
I MYBS1 3550 350G FIFERIE, b MYB76 Ris & 1] 50 &4, XKB MYB76 110 N 4555513
Ja BB H & R K EEEAE R (Gigolashvili et al., 2008, 2010). & 2 Fizx, MYB34 il MYBI22
R[S AN ABA BB, MYBST IR ANE SA ET LU R B RIS, 15 V205 s R it A A
DA =R A 56 A7 ol 8 095 i T 7T B 41 SR ( Agerbirk et al., 2009; Schlaeppi et al., 20100 1th4F,
— R AW ILE S 5 SRR, W AtDofl.1 (OBP2) FMEEiHE AL SEA IQD1 AEiES
MYB51 PRI, @it S TR R i 2Rk DU kg Wk e it 1 A1 3R (Skiryez et al., 2006; Levy et al.,
20100, fi7skeldE SLIM1 SO E 72 QR ST, [ 0% MYB2s 1 MYB34 HIFRIE/K-

(Maruyama-Nakashita et al., 2010). H I F0IE KR I, i 7 60 5 A0 05| DR e it 1 11 & A7 7 56 5+
RONE, 4REYDSZ B FER B, SRS S MYBS1 FiE, FEEIVE R A R LS 5 YR R
B IR 7l 52 % ( Agerbirk et al., 2009; Schlaeppi etal., 2010), [FIFELHIHE] CYP79F1 F1 CYP79F2
(I IA LA I 7 R EF Bk (28 25, 2013), 1 MYB28 i ik (e 3R Wi e i H AR B A (R, 10



FEME, W OB, WA, BHEE, Al A, 2Rz
AR SR A W S U DGH SR D R AU R
i & %4%, 2019, 46 (9): 1752 - 1764. 1757

il 7SR IR A R, IR REUKRRIEAE IS s MR FTIRIEAE ISy GRIEME, 2013).

H g IR A i c
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B2 WEHEARBRRET MYBERETREME
A: JRUTBEBE G SR MYB # SRR 7 i4%, B S5 28, 29, 76 FoR IR Z MYB28. MYB29. MYB76 %3t [A T #:
B: MYB ¥ FE T ZAMNERIER N, C: WIREER 4 b MYB # 5: B 7,
B EEH 5% 34, 510 122 FoRiZBEHE 2 MYB34. MYB51. MYB122 #H 1%,
Fig.2 Regulatory network in glucosinolate biosynthetic pathways with MYB transcription factors
A: Aliphatic glucosinolate biosynthetic regulatory by MYB28, MYB29 and MYB76, and 28, 29 and 76 represent that the gene expression was
up-regulatory by induced by MYB28, MYB29, MYB76; B: the response of MYBs after exogenous stimulus; C: Indole glucosinolate
biosynthetic regulatory by MYB34, MYBS51 and MYB122, and 34, 51 and 122 represent that the gene expression
was up-regulatory by induced by MYB34, MYB51, MYB122.

2.4 MYB EEFREFIRFAEMHRE & RAEE

HAl, 7 MYB #sgHF RSB & o7 st b, FEED T EERBEREY
MYB28 1 MYB29 [FRYETLRE . FE AL AT RELGAE . FRRATSE (2017) RHAAMGEE¥ETE, %
5 T HIEAME (Brassica napus) 3¢ (B.rapa). HIE (B. oleracea) T+ (B. juncea)-
MWIF (B. nigra) 5 NEZIRESEAEYIN MYB28, @it 5 EExt 43 45 H 5. 34 3. 4 A1 2 4> MYB28
[FRFER, A EAE (ORF) KEHR, HWER 3 MR TFHM2ANET. o kil
JEBRAEY) MYB28 A s AR & B IR = A e, Phia] 1) [RIR I A7 7 i T-Fh N RIEME RIS, Wl e
PR R 2 B I B AP N = A5 A0 J5 . O TR DIRe 44k, MYB28 R SI HBL T 404k, i sk A
Tl MYB28 B[R HEAN o

Augustine % (2013) 7E7F3¢ (AABB &) %% 1 4 > MYB28 WIRIEEER, 2 ldr sl
BjuMYB28-1. BjuMYB28-2 BjuMYB28-3 BjuMYB28-4, . BjuMYB28-1 1 BjuMYB28-2 j2J5iT B
FERIH, BjuMYB28-3. BjuMYB28-4 j&iT A JEKZH, BT HILEAT K BjuMYB28-2 5#)FIF
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AtMYB28 [FJETE R (83.1%). KETFIE 4 4> BjuMYB28 4y WIAEML B Itttk it ik, 45 51 Bon g i
R SR B R, RS 4 NEFY B AR DR TS R, REIFEEH T AR
AT I 2 R TU AR 0 T A e B 7 IR 5 ) % BE 77 o Seo &5 (2016) fEH IS %55 T 3 /> MYB28
MIERFE R, 25 %N BrMYB28.1. BrMYB28.2 Fl BrMYB28.3, LK 74 L Xt &I BrMYB28 54
FATT AtMYB28 [FIIETELE 81% ~ 87% 18], JEALRS 7341 {278 BrMYB28.1 F1 BrMYB28.3 3R K R,
BrMYB28.2 Il AtMYB28 SE% 2% 254, qRT-PCR $#i Bor 3 NERN RIS R H R &AL R 2. 76
Bk Rk ik 3 ANEVERER KRB, BrMYB28.1 iE FRiAEMR BRI S E EIHRER K, HIE
Wi W RS &SR . (HSIRE IR A & B SR LA R A2,
i RIE BrMYB28 5l & o B IE K BrdOP2 FRiL &) 2% N BrGSL-OH )52 L/, &
MYB28 Xt AE A& i) VR LB T B SR 0 A [R] T A7 7 22 72

Yin & (2017) fEFFMEHfE T MYB28 WIRNRIER, 44N BoaMYB28, R T AL &I
BoaMYB28 57+ AtMYB28 [FIYFVEIS 84%. TEFNF I+ H 70 ik AL FNPUER BoaMYB28, #5R IR
i RIS KB R DT R S B R E T, MR TS B2 N %, R W] BoaMYB28 1
TF SN W G A O AR R B IE DhRe . 3P AR K I, 7E BoaMYB28 i R IAFEMRH
&SR MAMI. MAM3. CYP79F1. CYP79F2. CYP8341. 5TSB 1 5T5C ¥)ii2% Fii%
1%, X BoaMYB28 it 155 FIRFE R A ik SHLTG D7 e i B 1 & e 4z . B (2016) J8d
YR ST BE (1) 715, selE 1 4638 iR D e i B & B 2 3% R MYB28 1 2 AR YR B A

(BoMYB28-1. BoMYB28-2) F1 MYB29 [#] 2 N RIJEZEE (BoMYB29-1. BoMYB29-2), R:[H)F4IL

Xt KB BoMYB28 F1 BoMYB29 43 | 54\ FG 7+ AtMYB28 Kl AtMYB29 fR-FF B i [E IR o 40 B AE SRS
Frat ik ik 4 DNIER, E BoMYB28-1 Al BoMYB28-2 i ik tikkh, N ER TS ER
EZHn, MR ERE RS BT UAEE; /E BoMYB29-1 I BoMYB29-2 it FRikfivkrh, fHHE
KB g 07 e 1 & B BN, X7~ BoMYB28 F1 BoMYB29 1£ 5 4% S g Wi e 15 & Bt A2 b
HA AT

FEG AR YIE S S 00 E A BN B SN AERIEOT , Bk (2018) KIL HEMFT KA
FI SRR Je, MERRBR T S EIGm, B B K 2 EAES, AR R BIMYB28 Flfi
A KB R (BCAT4. MAMI1. CYP8341 %) RIAE W ERIN, R B H3% BrMYB28
AL N AR S AE P REORE S R R B ERIE, R A DA B A

3  bHLH # 37X & i i1 A

bHLH %% R H A bHLH 45 Mk, Z45 a5 50 ~ 60 MR, Hha —MKE RN 10~ 15
ANGIERR IR 2 F TR XA 1 AN KT 40 NI o - W80E - ¥F - o - BRHEX (HLH XD, B ft%
FEM AT bHLH S5 BLHI N - 3, B DNA HIRIZG S AL (Ma et al., 1994). x5 FFJ& bHLH
s R I 7L 2 DA, i JUAEERE Y I RE B R 2, PEHED LR T+ B A 5HED
JKFE, 94 bHLH ¥ 5 R (140l , & 8% A5 28 Hh 51 22 1) bHLH %% S PR 7t AH 4% < I, #8470+ bHLH
N T FiEna ¥l 32 A% (Carretero et al., 2010).

bHLH #5[H+ (MYC2. MYC3. MYC4 %5) 1E+FAERMEYIN| W em 1 196 it #2 7, did
5 MYB EERKTFHREAR SR KFEEENHEDAE (Zimmermann et al., 2004; Feller et al.,
2006; Butellietal., 2008). HRiAIHTFTE R, bHLH 285K T myc2myc3mycd =K RANE 5 E
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AERUHEL, BRSO R TR i R) BCAT4 BATS MAMI1 . CYP79B3. CYP79F1. GSTF11. SURI .
UGT74B1 fl FMO-GSOX3 WFRiXx =R E TN, HEME SO AR 1%. Bk,
MYC2/MYC3/MYC4 #55% [Fl 1 & it 1A+ MYB RS R 136 skii 1, A IR i m & ol 72
Fp OB 3 DR 1 B 2R 08 DU AR B B (Schweizer et al., 2013) . Hid, MYC2 Al MYC4 5 MYB28.
MYB29. MYB34. MYBI122 HAEMERE, M5 MYB51. MYB76 EAFEME# 9, MYC3 5 Fik MYB
H 3 R 7 BAEE % (Schweizer etal., 2013). B4b, Frerigmann %5 (2014) I8 FEREXRA
Jiik ik, UESE T bHLHOS 5 MYBS1 3[R Y45 400 mg I v (R il Wk e tm A B, RN & 3 bHLHO4
bHLHO05. bHLHO06/MYC2 it 5 HAh R2OR3-MYBs #% 33% [K 1 Ht [F] i 45 1 (1 5 il o

TE A RHE A FE b, I8 3 SRR T A B LA B 55 A ) Filn i A0 A AR 4 W 8 PR B I 9T 9
.2 A MWiE (Howe & Jander, 2008; Erbetal., 2011). WFFC N, BT & R a1 5 R IR A i 7%
FR15 5B FRAMNERIE, Horh MYC2 ¥ N o #2 v B s ot . IR, W IT
H MY C2 AR an i SR Y B A A AR i E S T A (Kazan & Manners, 2013).
Fitth, KA MR AR EED F, RINZEFE T MYC2 JB, [R5 5 2R 0 R e 9
PRl ——& 52 R A 5L vSP2 Fi#ik (Verhage etal., 2011), %45 Bik—HR B MYC2 7E0 3
ANRAEYI I8 S A AR m PR /1 R EE )RS (Pozo etal., 2010).

BRAER (2017) KI, THEERGESEAEINE S, MR amE S G N, g wegem 5 i
239.4%; AN T oA R ERRFIR A AR ESHE &G RFERREMN ZE R &
R, Horb JA BN IER (J4Z9). JA EFER (MYC2. AOC3). BitF& MR (BCAT4. CYP83AI.
CYP83B1. AOP2 %) ¥J.3# LKA, RUFH BN EWHREYHRE N SHPEE R, Hd MYC
TEMR 3 56 H e i SR A i R R R AR .

4 WRKY 55 K15 H A R a4

WRKY K TR —HEH m R WRKY B8 E A, 1ZE ARS8 4 60 AN 2=
PRARIEH R, FErsdE (ND) Rl 7 Mirsra Rk ZE WRKYGQK, ##8 WRKY 45 #4358 1%
0P, HAR R S 3 DNA M4 ATEHERIT B 2% K (Maeo et al., 2001), RIEEARuIEHEHR
BAZERE (Zine finger like motif) £EFEA K HEA AT Bk 1) H 2 1) /E A (Xie et al., 2005; Zhang & Wang,
20050, fRIE SR, WRKY18 Hl WRKY40 7E 8500 S HitE 7 i B A ELEH . 5E AR, W
¥ wrky18wrky40 XU K FAZ KRR I H R B R 5 IRE R B (Golovinomyces orontii) itk . it —
WO TR, RO SR RTE B R A IR OB B R AR G 12 h 5, B & o R CYPSIF2 3%
i, B4 240 )5, aMIBG FREE S THAER, R4 72h )5, 4MI3G FEE TEATY) 25%,
X B R WRKY 18 A1 WRKY40 J@id B [F] CYPSIF2 fiifi% 4MI3G K&, LA i xt B B e vy
IRy B B 195 TLRE /7 (Schon et al., 2013). %A1, +AIERESE/EYIH AR LI WRKY 5
SEEF A 0 B A R I ARIE .

5 R¥

BEE B SACH P A 2D RE B IR, TR A ROR S SO e RHE Y R R A
S N 75 T RV RIE T R T2 — o AR & B SRR R T, ORI (1 O B ik DR AN S [ 145
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DAY e FIIRAIE, 33X NS AR AR T B o i B 2 B V) & R I R R T S8 ) S8, [RIEE Dy
AMETATE TR A R BE T HR R . SRR A O FE A S AR, BRI . TR T
JeHRL PR EFEDREAEAE IR RS, BN R R Y REIESAMRER, LA Rl
IR — AL REHFE. Fk. MU AERBUTYSEZ Z R E ML . 5 ETra s
Z NAN R T 5 BB & 2 A LR S S T A RSB, T A 53 OR -7 M R4 MR 0 72
W, R EARIOVE F CAE R s A TR B B A 7T . AL, BRI TS I NG A RS E
Fopth FAR B A 3L RIE T, 7EAN RIS RIS, S s I ] R R AR BRI AR
X A ] S (1 [ B R R T4 7 2 AR (B R A N 4

SRS, R EYh C 5 e 1 MYB28 Fl MYB29 ¥R TE 2 # IR . @
X R TUAR, BERAEWITE S 210 B e B mT AP 5 SR 1A, it A 2 4 A 1R
LR EBIBEE S . AR SAEYE & 2 AT YT, e rp A e 7 I L 0 B A = A L
BEEAEYEYE, WE MR PR ——% MR R TR ERRIER, KA A
OO PGS R . BT MYB28. MYB29 Fl MYB76 % iR /EYn & FH#s B b8 MR A& ik,
AR MR T E AR B S E 7 7 B RO R R SR AR B A . A, K ARG UE S
T EIWREBR R LR N FR B EEAEN, HERRER 2 NERE TS JA. SA. 4
il ABA EE5@EIT RO, Bl Ik s ED e B ik R 5 B SR sl 5 8 12 Yy 2 18]
M EAEAL] . BEVEY) G o] B 2 HUHCE B SR B 12 R, B e el ok W s A2 4 FH T B 1 5
SN 2R JE A e] SR R P IR S e X PP ELVENLERIR I B, AT B S IR A, R AT
BRSEAEY S B A VIR IR SR AL ET i B A Tk

G FRTIR, B R SRR A R R A E R, AT IR EEI T E S R . TR
T 1R 53 DR TE T AR R B8 SR 0 ity R FH AR o IRUIR T St A % 973 70 e I P 47 A B2 A o st &
TG AR 3 KRN (MYB 25, bHLH 25, WRKY 25 [BFFC, 18 W5 %K 7 1 AN
B EHLEI RS SR G R LR, S b E T SR RN, A SRR
BIEAEM I F BRI RPRE . HARFAEYP G IRAEE S R, SEIFARRE, 1+
FACRIESRAE DR & B R M R 2, T B KR TAE WS RF R IEA T PR 2 L 4%
HLFE
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