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Molecular mechanisms of isoflavone biosynthesis and
regulation in soybean:a review
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Abstract: Soy isoflavone, a kind of plant secondary metabolite, is a group of 3 — phenyl derivative synthesized by cinnamyl -
CoA. Soy isoflavone is referred to as phytoestrogen, for it reduces blood pressure, alleviates menopausal symptoms and has numerous
other features as well. To provide a reference for further research of isoflavone biosynthesis and molecular breeding of soybean with high
isoflavone contents, this review focused the research development on the enzymes and genes related to the biosynthesis of isoflavone,
and highlighted transcription factors and their genes controlling this biosynthesis pathway based on a brief overview of QTLs influencing
the isoflavone contents in soybean. Some questions and future research avenue of this research area were presented as well.

Key words: soy isoflavone; phenylpropanoid biosynthetic pathway; transcription factor; QTLs

0 3 =

RE (Glycine max (L) Memill) , HARE, RUFHAHPN, SR REBM—FAFAR, T
T, T 5000 4 by s, T E AR R m R LR RS R Z —

REAMUE FEARMIRIIR, ©&5AF 8RR EFZMESRMY. Hh, REFEM (Soy
isoflavone, SU) PIEAAREIML I FEAR MR B . ot AR IAHIRE ) A2 S AF A 25 A S5 D RE, T B4
PRI o TR, RUS S SER, BERE R, RARREEWERYR.

20 {22 40 ARAR, VFZMPNPE IR R R EAE R T E & S SR B = S BT — RS AR G )

ks H#. 2020 -08 -10; & HI. 2021 -01 -25.

HEWH . PEREE BRI SR L (XDA24030403)

HAEERAN: Bk (1997 -), B, Bit, FENFREDTEOFEMRHECHS . E - mail: chenhengl9@ mails. ucas. ac. cn.
WM RBkIE (1962 -), 2, BI5E6, FENFREGFRITEM M AEERAIAICHITE . E - mail: zhangqiuying@ iga. ac. cn.



£28 B E%: XEREWMAENMESHSAENS FIHTRER 127

B, X —HG 5 T % Bennetts 25 12480, ABIFFS HRTE KK 57 SR ELAT R DMESCR WOVE A, AT
FHERMERMRTE . ZJa, WIEEN MR IR BB A4 sh 4 . W4 28 3l W i A Bt A5 AR AL R 520
UL, < R T BR EA R M R Ve MOLEF I Bz 32 . BT 21 4090, Lamartiniere %5
WFFERIE T B0 R S S T m) A AR AR S AR S LR S 7, IR SRR i U — > L AR i U A
&2

BEEWTIERISE— 2D IR, K S5 o T Y PR 1 Jo i e A tE R, WIFSE 3R WY, RO S5 i D 1) 4 3
1.239 grem ™, Wi SH7E 367 °C (760 mmHg) 7247, KEALE 4 KEFEE, 0T oC (Aglycones) |
WHTF (Glycosides) . ZFWEEF (Acetylglycosides) FIPY —HEMET ( Malonylglycosides) ' ; A5 12 Flr, 435
K. KRE#HZE (Daidzein, DAI), JuRlARZE (Genistein, GEN), #E#ZE (CGlycitein, GLY), K& #H X
JG (Daidzin, DAT-G), JuBIARF (Genistin, GEN-G), #EEHEEH I (Glycitin, GLY -G), 4Bt KkE
BRHIC (Acetyldaidzin, DAT - GA), CPEYRIARTE (Acetylgenistin, GEN - GA), LB H 8 R H T
(Acetylglycitin, GLY —GA), P ik G EIC (Malonyldaidzin, DAI—GM), P§BESRIATE (Malo-
nylgenistin, GEN —GM) LIKN _B# S8 E 10 (Malonylglycitin, GLY -GM)"” ™,

BFAC A1, 9 BRHE ROUATER (DAT-GM. GEN - GM, GLY - GM) S 4l = 2 17
FEIB, (5 RS EE (Total isoflavone, TIF) [f) 82.5% ; Wi1F2% (DAI-G, GLY -G, GEN-G) ., 7T
2% (DAL, GEN, GLY) M Z BEHEH 28 (DAl - GA, GEN - GA, GLY - GA) & &5 & TIF [
16.48% , 0.88% F10.81% %

CADIFIESS, HYARNZRRABIRIE R R O 5 R & s F & e, mYh, —DIE RN
(990 A e Pl 2 P R A Qi A B s A A o A AR T P A B (Flavone) RT3
(Lignin) SFHESAJUCAEAN ™Y, fEREH, RERR, HEHRMPRIARRSE 3 MH IO 5 5
A AR N E IR IR S RS R, AR RIAY R S5 s, D2 iz Al W is i 22 s R SIS, RiRiHe
SEAb s RSk A B

RNB IR B AR AN AR (Phenylalanine, Phe) , ‘EAEZR N A M Xf# M ( Phenylalanine
ammonia — lyase, PAL) /EMH N4 W AAERR (Cinnamate) , 2 AR -4 - B4LEF ( Cinnamic acid 4 -
hydrocylase, C4H) . 4 — F 5 ik CoA #HH[F (4 — Coumarate; CoA ligase, 4CL) fEfLAE B FF =Mk CoA, It
Bf, #0070k CoA 245 /R4 B ( Chalcone synthase, CHS) F1%¥ /K i i4 i ( Chalcone reductase,
CHR) HEALEA R H B R (Tsoliquiritigenin) o 5 H FERAE AT /KB 52448 ( Chalcone isomerase, CHI) i
WML, AERHEEER (Liquiritigenin) J5 Al AR RGBS H BRI AT 48— R0 S5 ml A il e &2
R 7w St CoA A /KRG AL 5 v A= il EZ 3R (Naringenin) , 12857 85 B (Tsofla-
vone synthase, IFS) AJA: ekl "2-1

ASCFIR TR G5 B A AR R b A G, T SR T SR S B & i QTL s, S B
HIAEYIS BB R P A Z T R AL, DL SRR AR PR O Tl 28 55 R 28 1) P S DR 1 ARH Sk [T AR T 5
Ji&, VAN R G B 5 800 5 ILHRIBETE b S B R L R F S it iie 2%

1 ®wmATLRHEEGEN QTL L&

— A R R S S A R R TR IR FE R A ((Quantitative rrait locus, QTL) , REARAE
B (Maternal genetic effect) ZEFRH KRS RE S &R EERERE, BN (Embryogenetic effect)
X R S R o R e o 2, MBS, ( Cytoplasmic effect) X HFZ WA TR . o TIAEW

KGR E IR | e RIABORES:, FrLh O R S i I S e 0y & i QTL Jeik e s &
LI, AR SN QTL #4r LAE, ISR 1 h! P2



128 Tt &8 5 £ 9 £10%

®1 XEREMHEAXHESEKERERE

Table 1 The quantitative trait locus of SI

WMR#H HEALR B PRI R HEPRE
Researcher Recombinant inbred lines  Quantitative trait locus Linkage group
Meksem Zg[15-16] Essex x Forrest 12 #3.5.9, 11 F12 Sk
Primomo 251171 AC756 x RCAT Angora 17 B1.3.5.6,7,9, 12, 13 16 f1 18 SYefafk
Zhang %1% Xiaoheidou x GR8836 22 #3.4,.7,.9, 10, 12, 13 F117 S Y@k
Pei % 110) LHD2 x NHZ 24 2.3,.5.7,.8,9, 13, 14, 15,16, 18, 19 f120 Jefafk
Cai 220 Huachun2 x Wayao 15 #2.5.7.9,10, 11, 13, 16, 17 f1 19 Yefafk
Wu Zz(2!] Zhongdou27 x Jiunong20 37 H1,2.3,4,5,6,7,9,10, 12, 13, 14, 15, 19 f120 Jefa ik

QTL i, KZRAMWHTELH AR (Recombinant inbred lines, RIL) 77, HAGEREARTH Y
B[] EU A T 25 LK 22 (Near — isogenic line, NIL) FlIyfafk F Bt & ( Chromosome segment substitution
lines, CSSLs) T & &L, HEMMIRIER F2 Z&. BISSHHAFXCRAEAEREA (Double haploid, DH)
SEME . TS IS, 2R I R JE S TR By s A AR . BRI A R G, 2
LT SLAF — Seq oA fdifo Rl 1 A adt A 1ML 2 25 IR B el 0 P R A R %, HRT, 300 e A
AR ERBERENT, P 45 R d e 2 SsoR i i B 00 P iy 17 35t 0% P R A A i A 26— ik k. ARG 201
PRcBoR, FERRWITEN DI A B B2 5ARIC (Restriction fragment length polymorphism, RFLP) Hlfi]
HHEFFYIFRIC (Simple sequence repeat, SSR) ZEAric; 14, HAZHIRZEMFRC (Single nucleotide
polymorphism, SNP) FEAFHARE R | /0] 12 Jas i 16 e 5518 200 A e 2 F 58 & 9 5 ko T Bt 00 e
I FARCERI PR R, EERH KK 3 (Genome — wide association studies, GWAS) £ R ELHF5E
AN RZE TG 2, XA TIEBUER . B R B IR S RE D B W] N TG R s R0k, WITIRTE QTL
(O P E SR, FFBUR T (Linkage analysis) 2757,

R ELHY S B & 1 T BB B IR, HAFE R0 10 8% QTL A i, T H., Hi a2 | 22 57
BOR, @R MAFTERORZE 5o B, WEFEAS ] ot P 2 o DR &2 5 B0 25 it 9 QTL & A AR AT 85
KES . mH, AREEFZEIA R QTL LKA 1 QTL WA, #eAlh, QTL &AL X [A] ks 4k,
DA KA iR 1 5 PR ARG 5 i S R AR B AR . ABME, BEEEMIME B An L, X TR S
ORI SEE

2 REWEREETNAEREXLR

SEEE G R, FEARNARE RS R G BRI B, B 2 EE i, R,
RS B AL A TR
2.1 REMEMEZPIIEXE
2. 1.1 ENARRUHERNOCHE . PALs RN ARG i E L R, Tl A 7E T4 A ) f LR
Ha 24 Koukol il Conn 2 fl by T A8 N & R A= S A RERR A1 NH, (B SN, 40 85t —Fh R 2 g, REWS
A L - N R L LU . Young 2 A N %G Z WAL (Tyrosine, Tyr) [, B4, PAL i
OSSP ali b f oy e, HAP T2 240 ~330 kD, J2 iy 4 A [R] 0 3644 il Dy SR 44

C4H B2 RN AR UIE RN R Z —, SRR AE7E NADPH B, %6 ] A Ak S =X AR R 1) A ik
AR, HFAERST - FEMR, C4H EE T4 € R P450 — K8 B B fin %% ( Cytochrome P450 — dependent
monooxygenase) CYP73 SJK"* | JEALH) 1 & BUITE WA 55 (0 — Bl LR PASO B 48 >~ P450s 2



£28 B E%: XEREWMAENMESHSAENS FIHTRER 129

R AERE, T AT AR AR R R, TR, PASOs KRR RS 5 T1F 20 A A
AL R, RN T RO R B S I RE . BR C4H 4b, IFS A58 2 - ¥24LH§ (Isoflavone
2’ —hydroxylase, 12'H) 1)@ T P450s %, {H C4H MFEAER —F E )iz . W LISE, P450s &
e EEA—KNE, 1 CAH MR EH >,

ACL AR Z YN EREZ —, BT ENERER SARZRS BRI S -, ik
DAV IR K F Y AR A SR R A A g At R 4CLs BN 2 2K, T4 BIRSF
AMCLL | A4CL2, Zefify Pld4CLL | Pld4CL2 FI PUCLL, H 3 PR A T 22 LA S HoAt A T s 2 A W i A
Wit T2 EEAHE: BT AMCL3 S PUCL2, H R BAEREE 2 e A k. KEh, 112
i o e A
2.1.2  REFICHER N DGR, CHS &5 /& L I B B E 4 (Polyketide synthase, PKS), J2%
HEHRA AR SRR, AL 3 4> TN T - CoA Al 1 43 T4 & Tl - CoA 454 K A /REA A A2 .
A REAVE o R | S B M AE TS R B A R R & R R P a4 S 2 R AL
BRI HEAT , IAHE A BP0 BT S MR A 5 B, CHS 2 (U P> 40 ~ 50 kDa 734y
SR TR BRI, BN LA B AL A, T = i I A P L AR T . CHS K A B A L
aBaBa MIEEH), X—4ittft B - Bl ZHE AW (B - Ketoacyl synthase) fySIFHAE™ "

CHR A5 5 B A S5 BB AC S O TG, &5 CHS LR, Welle 455 MK & 4k 35 i Fif
Harosoy63 Wi Yk /085t CHR, I B L5 75 R 4 B DR )/ F A AL 7 5 — CoA AR H B85 %, CHR 2
—N 318 NEIEMAR IR B, 4r T35 kDa 76455 H T AES5 M0 & T (45.28% ), o - 12
i€ (45.28% ) FMIREK4E (10.38% ); =4E45H) x, CHR £ & —4 AKR 4543 ( Aldo — ket — red do-
main) , P i EL A TR SRR 1

CHI J&—Ff 24 ~29 kDa [ 15, FEAEASURSME, ERE . M M T RSV S & B T %
B, {H CHIfRSPVERLAR, AILmR 5 RN 50% 445 . CHI ZEMM T/ 1 BRI A, 7EoRHEY
w1 A LD CHI [ A AE s SR b, JLF A 1 8 CHI; 7EELE P, Wffqe CHI iR, —
Feks HLE SO 2 . CHI FEE Pk A e 0 B R S SR AL A i B, AR A RS A A rh o 3k CHI 3
P, BERAL S 77 ik X BR 2 IR 5 T 48 350 79 15077

IFS S 45 K o S5 B B |G . IFS 75 NADPH 1 0,i03 5 F, Al AR 10 05 7 A T HE R 7
ESRZ R H AT AR SE AT, ET LA 52 12 TFS AT L AL YRR E R S E & U, B
PRGN Z R B R LT R KRGS SRR B . 5 CAH —FE, IFS tj P450s f—Ffr, {H
JBT CYPO3C Zi™ ™ . HBR IFS I4 A g CAH T 5 H AR 32, fH IFS PR P e A 5 2R i AR i, T
(SR B R e B TG AT A T

L5 TR, R SRR A R &R R R R I & R A B, 2R AN, 1
NSRRI, PAL MR MR, CAH BRI 4CL -2 5 0 S5 55 B0 A 1A 0 4 Tl Fr S S 5 17 6 28 2 T
AR, CHS i, CHR [, CHI {5 S8l i A R S DA SE , TFS WM B2 15 S sl 1) 43 o

A 5 EREE R S ACHERIR BT AE—Se kiR . B0, £F0F “PALs fE N RN A R R FRERE" 1
VLA, WAWATISY, M ERAE IR TG, BRI PAL SEF ) mRNA FIRHE 1244 50,
(E7E S B R4S R B AR B BB TR A TR, i e T RE A LA A B 2 5% R L )
BE, —S0R IR T AN . BRI IFS A LI B2 5 & 0 S i 7, R4 A 753 1 YA 1FS JE A
) 1 I T BRI A S e B F) 7 AR AL, RO SARMEM IR SR S E M S—Smi, e
BT IFS ARG R 22 ik i, LI SRMEY MPTBERE 117 RN, IFS o n] 76 HAb At )
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B (IR, URIITSE) FRIEA R, e R SARMEY T i R 8 T (i) Bt E bR
— M EEHA R R
2.2 FAEXEREMAHNEXEE

il 2R )5 LS A G il AR R DR ) 4 , AL v DR R R TR ) 5 B2 38 221 5 BT i) U E A AT

P K S B A RS D o, B R R R AR (IFS) , B AR K T R YRR R
ARG Hk, VA ER RN CHS, CHR 1 CHI 45 3 AJEP, X580 10 & B MR A, 4k,
PAL, CAH . ACL %5 3 NHEREY TR BACH RO RE , L2 ik 557 B A A
2.2.1 HIEEWKE SIS RN . IFS SR =Yy, H AR T R YO AR 2 10 U R
PR EEAAE T E2EP, EEPEIELE 1 ~3 20, SNXEA 1T MAET (4135~218 bp K), cD-
NA J3:51 5 BEAR:5F, 7E 400 ~600 bp Fi1 80 ~ 120 bp [X Brsg &Af R, Hi cDNA #i i) 8 [ &L BT 51 7 I vk
1E£92% ~97% 2 |f], Subramanian 25"V /387 T K5 IFS (43 sh F454, &P IFS J3 21 F 1 TATA box Fl
CAAT box {£ =125 bp il =264 bp A ZEAEM#F (Repressor) , TMifE — 537 AbF1 — 887 kb AEAE R T (En-
hancer) . IFS JH 8732 UV, KAGER . RATERH BEFIE R W 5 . KE W IFS JEFEA W, 5564
O IFSI MIFS2, — %@ ERIR, A6k AP e Uk, IFST 54 —4-218 bp N & T, EEAEKT
MR P IR; IFS2 A — 135 bp (NG T, FEEEIFIRE PR HAl, A% IFS T
CAWHRIEA, BAEFEFZEEEREY, IFS 59 &AM S s, Hilin, Jung 25 fef
AAMYWEST (IE TR FR A R a3k IFS LR R I Y B AR Z 194 i; Sohn 256 36 /K 7
PEAT IFS JER 56 AR SE R, 45 SRR MUK R R AR R & B w1k 103 pgeg ™',
2.2.2 KEEICHLEE R A CIE . Sommer %7 T 1988 4E 3RS CHS JERAYFS, H i C K15
2 70044k CHS WFERFEF, T2 AEAE AT ([RURIER N ud | lapS | lap6 %5) 70 0 KFE (A
P LOC4334901) " FK TG, CHS JER—Ji i 2 MR T H— A& TR, W& Tl ALER—4
I ERR A s T TR 2 AL 0] o ] P PR A AR ST A s, R ) R SR =2 1) ) A R [ R —
JBAE 80% L) - Anguraj %5 FE A SR ALY B N2 T 21 A~ CHS fii 5, KB CHS JENILA 14 7, R)
CHSI ~14, Hrpr, CHSI FEApsgt ik, CHS2 FRAEFmrh 3Rk, b FERIKME CHS7 Fl
CHSS, CHS ik HA AU SRR R bk, ELSZRE . eI M B R n RG> > 3f
H, WiFRRN CHS XFhFEkM 2R, KREBAYEA L2 0 CHS 517" . Dhaubhadel 25" F| ] cD-
NA R, BIER GG R &R CHS7 . CHS8. IFS J% PAL 45— w6 5 5 3 45 B 6 3L Y 6 3%, 18
R IGS5 70 KRB EE KSF, X5 5 EERE IR A T OT B AR Bt R R — B0, B E IR K S
Fh 1) S SR 24 B TSR s ELZE S0 5 b4 RCAT (5 57 B0 44 ) 5 Harovinton (I 5 25
fhFl) H CHS7 . CHSS Fikik 225, KB RCAT 5 Harovinton 5 2R & 22 RAR K AT fEZ Ky CHS7 |
CHSS TiFh T A BIRMFE R RZEFEHRNS, EFRIE T — WA,

Li 258 ZE KRG B RSB GmCHR SEIH . FE GRMEYH, CHR LR 2 DL/ R 50 5 S 24 DB
AAFAE . MATRARE bR, BT RBL, CHR SR 1 K 54540 A 445 ek, i H LSRR i e ik it e
P Bt e . TS AE T i e 3 A CHR RIRMYIEIN, fEARI P Fh L. XM CHR JER 1%
IBTEAEMI RN . P E AL 22 e 0 A s i RNAT I 554k 28 Wil CHRI 9353k, RBIKE
TS SRR T R T 38. 7% , 3%y CHR S0 5 3R 14 4 B % 2 BHARAE T J1iiE 4.

CHI $: 1 ¥ 31 o1 Mehdy 25 )k E B B ks, ZJa, B ET KRR FRY o e
W CHI Y RIFSEDR , BLE RS 1 300 45 CHI [A1JRAER . AnwiSCimk, CHI Fs N 150 1AL % I 25
(FFHETHEET), [FFE CHI ENFEHM A WA 1A WAL MRS, CHI H& R 5% 18] B 5 4 ] U1 458
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1%, cDNA F[RIPRIE—BEAE 42% ~65% ] =%

2.2.3 FNRBEEPAEEERE . PALJEFFHE 40 K G, IR FUKFE S LRy h g, ©
M —AN/NEER Gt . TS, PAL PR 3 4>, J30ilanss hy PALL . PAL2 Fl PAL3 . X SEHE PR 33577
TSR L, FEM b, AL PALL 3355 TEMR R PALL, PAL2 Fl PAL3 YJR] KiE3R3K; TEAEHET PAL2
IR ERIE, PALL Rk AR, PAL3 JUFARFKiE, PAL ZIREER2MAK, & — R ()i S0, 206k
ORI« B (KR RS ES, BAEMREWAARE. O, M BZRRE R SEYH
FWAT S PALs SERI A,

TR SCrA, CAH e —Fh A Y PASO B4 NE, 1 P450 2 1 Z Wt — i UL T 2l 1y JHF Ik 400 i
EFRIMAREA . HAT, 2920 Fh C4H SEHRC WM. 5 PAL LR, ©h—A/NEE SRS, 76
Py ¥ DU AR AR R . BB R SR 1.1 kb 245, IR EA BRI, B fsr, fihn,
ok B FOKRFNE E 3G RPN B R IR AT AR C4H 133K — M S5 AR i AR B AL A BE A G,
FEWCTH, C4H RS R IAER h RIA T, TR RE M ARGk, 76— T0 DAL R I R X 4 1
FEH R, MAMIEAE LA ARTUET, C4H FERFRIRIKBNE(E . Mo, C4H I Z WU 1 By BT R 55
SRFIRBERIRER, X5 PAL A

TP, 4CL FER LI/ R K S 248 D RIE AP (e, B SR B R mth. BRI R
RZ BN R E MG 715, XSS PAL, C4H 25 R A3 R JC =80, (Hih T 4CL figfer)
A F AR BRI M4 AL, FTLAEIIZIA S PAL, C4H U AT, Hu 25 FERF5E 6 F 20010
W ACL B 2B, ZAEY P AFAE IR 4CL JER (PACLI F1 PACL2) , BT 02 5 AR MRS R, =
22 ARIB ] LA R RN BB AR W AR B . Hih, PHCLL F22 SR N 2R &R
HORIRE AW G BX —5r 3, FEIEEREWMARBTRAL h Rkt m; M PHCL2 285 57085 PR
B A 4 4 IR S A% (RSB A AL T — 430, PRI AE 2 B it rp A iy 7
2.2.4 SR SR S A E R R . BR T BRI K S il N AR B R e R AN, A
S it A T LA 3 3 A1 ) R N BRI AR ) At 4y S, A A R g A ) K S S B A T AT ]
n, el -3 - #4ElE (Flavanone 3 —hydroxylase, F3H) bR &5 84S B2 W g4 A G RIE . F3H
IR ALK G B A BRI AETRON, AE MR N AR, il R A 0
FiE ( Dihydroflavonol ) [ 3 ikA%, SEMANE & ik, HEMISZMaA K 28 & GEN X — /3 3k, &
SECTIF 84k, Yu 267 08 T RS A FORFIEILE CI/R ik, Ti4s4a F3H BLWIET 2 145 ks
(The anthocyanin branch pathway) , 53¢ TIF /K330,

BUAN, SR 2 1 S i R ot S R 5 A B R . Wa 2521 1L 200 AN K R AR 150 AN
YL A BCF N IR, AT 43 P AL SR A AT A B A I R, qISO8 — 1 5 Ye itk A7 7 — A~ I A,
qISO8 — 1 £ BC2F5 BEARAEANE N T 99. 5 Tl X 38, Wifil435) % SSR_ 08_ 1651 £ SSR_ 08_ 1656,
qISO8 — 1 (1350 BE A hy i 22 24 S 16 AL 2R TR ) GmMPKL, HL AN K AR GmMPK1 2 456 5 5 88 i &
BB EMEEY L MU, XA LB, 1A GmMPKL 5, KE B R m g T

L5 EPNR, RESBEN G sz 2 A5 s, Hrb, IFS 2520 5 505 il dx 3 235 i
CHS. CHR i CHI 5§ 3 M2 4y E K PAL, C4H. 4CL 555 DR 38 i A4 0 48 0 s B AR 1Y
SEPRR M K G B A e BAh, A —LEEDR 0 F3H, SE 0 R SRR AR 1 o 43 Sk R 4
SR SR G . X SRR AR e R ok, DIRE R IEATIE A . (b, 5 JLASEAS O,
WORN E R A R L AR A R Sorp Rk it 22 5, BOMIZAIHE R R0 73 SR R L)
AR EBESBARIGEN, F REIEPUR . bUs LPUEREE 2R MR, Wi & i M AE s %
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FRAFMRE I OC . Ptt, n LGB A A R AE AN R T b A () HRIBRMZESR, 45
FORE R, . RIS A BRI SR A SR IR R R A T 200, R T A M7 i Rl 20 RO B RIS 5 Ak, TRl E
MR ST o3 — AN EERIDTTE T 1], X LETE DAL R RO AR A7 AE XS B Rl DR A, S 2545 He ek
W PSR 22570, TR IR RGO R A i — S % . PAL, C4H . 4CL 254t 5 445 0
AR LR AR AR B AT B, FER R T PRSI SR N AR AR AR )
HAFIRIIREABIE ST HG DA BRI AR . [AIRE, BERE I SOR R U 2 it — 2 A i, ARREA DI 4
SR Bt 2 — M ARAT A JR 35 1) U

3 FWMAEREMAENEFTETAMRER

UTHA, SR S DR R0 R B 15 J 1) S e 0 P S2 B8 1) G o AR SCRR 1) C1/R gl i B AU 1)
i SR IS . REFFH X 2 DB, v IS MY R SE N R & BURTRAHOC R SE A, AT
SIEGRA R A FOR G322, 10 TIF A 27—, 2 5HYPE R E B EhE 1
BRI, F2A MYB K80 H bHLH 28811 .

3.1 MYBEREFRHEMBXER

Klempnauer 2578 25 Vol ok F BE 40 B985 7 (Avian myeloblastosis virus) H—@E3EHE (B V - MYB)
METEAM A R PR AL (B C - MYB) i3 5eke; ZJa, MYB Ry [a L N SCARGR e B HEsh . R
(Drosophila melanogaster) I AKH &L, U1 ESCHE A C1 FEHGLE MYB JEH 5 0%; Biedenkapp 2™
WFREE RN, EERV - MYB [ DNA 455454450 (DNA - binding domain) A —BE# R <1 i) 2 BK vt
(N K¥f), X3KEH MYB/DNA {2 MYB AW EZIIRE. LA, MfTe&ZI T V - MYB 0] DIRe 50
5" — AACGG =315 = AACTG =351 (Bl— ikl MYB 454 5" — AACNG - 3')%%1) , HiX B
SITEAh sy JEH, S5E &R DNA 454 8 HLH Fi Zinc - Finger AN[F], MYB # [ 1#%) DNA 45§
PR TF N RS, X MYB U —Fhpi2e Rl DNA 25481 0 MYB B E 1 ~4 1 R 45,
M R 5K 5 14 HTH (Helix — turn — helix) 4544 24 &% 1 ME N B K#%.L> ( Hydrophobic core)
ARk H: (Tryptophan residues) , HTH Z5#4—f% 2 5 DNA G UGS 8, Mg K A%.0 F 2D RE A 7 +F HTH
gER e o,

R4 R 45k H , MYB HE#r A 4 28, IR-MYB (& 1 R &) FEEINRE MR Y Ak as
B, e REEMmRLSEE I A 3 D4 A R S50 MYB & 59738 FR A RIR2R3 - MYB 4R
-MYB, HiEEMYRMER TR, MadE REMREIT . B D80aY hefe, HFREARA, &2
A R 25K 3801 MYB 25 (A FRA R2R3 - MYB, AP0 & i F | . WHES 2 MYB HiH, F%5S
SWME RN A BURHTAURIERSE A S R, AT Y PR N A R R AR i SRR T
Z—

MYB %% 35 R -1~ 3 2 98 55 R AR T R A A v 11 2% A i PR 1 5 Sk, R e Al o AR A i 1Y
i 1 S R B =) & dt . B, K9 GmMYBI2BI2 (MYB [R5 5t MBI CHI, CHS .,
IFS IEVAFERER , TR C1IER R FIH )RR s A TEA R . R R . AR
HEHLRA PR A K ME & o Pei 25 FFIK SRR LHD2 I NHZ R RO BEAR, 8 75k 5.5 #0751
FHOCH 24 4~ QTL Hr, A 13 G MYB B S R F Ry JE R 32, X R WIVF 2 MYB B 5% X 5 B 35
A HEIEMFE . P, FRAT AT DUAERE DR K P3G 0 m o b — e S PR - 45 DUER, AT SR 208 o H iy
PIRER

FEK TR, MYB [ [ U5 5L Rk iy 44 GmMYBs, 4l GmMYBI2d ., GmMYBI2a F1 GmMYBI2B2 %, Du
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SEISE AL T K2 700 A~ MYB AISEHY) DNA JF51, Zead ik . LeXE R )G, #5507 2 4~ 4R - MYB 2 |
6 ™ RIR2R3 - MYB Z [ fi1 244 4~ R2R3 - MYB & 3L F%] . ILAh, B4 26 4~5 R2R3 - MYB #{¢19
SEHPA, AR TS R E N KA 8 IR, S Glyma09g37340 HARHA MYB JL)7
FISERE I FFHCTERE (Open reading frame, ORF), {ERE 5K BI4GAE, o HERR7E MYB JE[H 5% 2
Hho 1% 244 i R2R3 - MYB (15 — JEBHEIX. (5’ - Untranslated Regions, 5' - UTR) #7485, 53’ -UTR —
BEARSPYERAR, T EATHY DNA 25 & 45 i Rt ™ .

BRItz Ak, Du 2SR %Ik g H4G 10 F R2R3 — MYB /i mRNA Fi{& ( Precursor mRNA, pre — mR-
NA) fEfE A FBT#E (Alternative splicing, AS) %, X 4&xih — Bt pre — mRNA &2 J5 81 (1 48 AR B
M A 2 FpOR [l 9 mRNA - HE i 15 2] Z FhOR R ) GmMYBs 25 [, 3 8 GmMYBs [ 250 % R o As, 4
GmMYBO82 f{)—~ 189 bp B ] 4% J3 8 71 5 ( Alternative promoter site) AF RS T 4 ( Frame shift) ,
Br— M) R2R3 - MYB 3745 {5 5 B K MYB (Signal — repeat MYB)

VFZ2 MYB LRI emai e ik, W C1 WK (40 GmMYB096 . GmMYBOSO %57 /~) A5 T #4 g
GmMYBs %[ C A (C —terminal) Fy2 NIEF 1, AMYBI2 (FURGIF A MYB JE[H) 25 H ) o
NEEETT CHS Fl F3H 1335, FEXF CHI (54 — &R UEE ™ 5 fiSCimd i £kb €1 32, K&
HCFEPESEP PeMYBI (BRFFH MYB SE0R) Rl AMYBI11 A] LLis CHS 123k 0 MYB RiEh R T
AHSRIBIE T (Activator) , [AIFFAETERLE 2 1 (Repressor) . AIMYB4 il L4l C4H (33K, Kig
FOTTERNE (—J R AN Y RS N IR AT R ) MBI R FaMYBI (BE T MYB 5
DR) AT A K0 AR 75 280 B R A A B o Yi AR Li Y RGE T GmMYBI2BI2 G o 5 K
CHSS8 JLIR [ 32k s & SR py A4 % Yi 21 5l RNA, (RNA interference) i GmMYBI76 (—
i R1 -MYB 3[R ) F£ik, T KREMR AWM CHS fyi5, WmES K S @M a3 n, T
GmMYBI76 a]E¥E CHS ik,

3.2 bHLH ®HREFRHEHEXER

Murre 20 DUNGUMRERE, #7387 2 B cDNA J¥51 (E12 f1 E47), BT R ILE IR F 5 0] LA A 1 b
HATWIEIEME (Amphipathic activity) 8 [, & T H 2 DMRFELEH (Helix) @i 1 AFROREEH
(Loop) AHZELH (BPIZHE - 3F — 125E, Helix — loop — helix, HLH), & [ HA —8f (Dimerization)
1 DNA 255 FTIRE. 25, Bk bHLH 2 ) RAHSCSE I ZE L . SR . /N BUR A g gy B
k. KZ bHLH 1574 5" - CANNTG -3' (E -box) MZ5G, A /D#srx 25 5 H 76 bHLH L7 5
WA — A RERRBEE (Leucine zipper, LZ) . Atchley %7 i j Xt 242 4% bHLH 2 [ 591 () R0 K £ 40 #r
$2 T bHLH ZE 1 A 8853281 (Natural classification) , Ff4 bHLH #5825 G001 . 216 & 72 R 5t
DR A 3 R WA B AR TR A T 5 AN, X W bHLH 28 (505 il B IR A 2 81— ™, SR
bHLH ZE ik — 2t , B bHLH A5 T 19 MASFIY R IE MR IR FE: 5 AR IR IR ILAFAE T 1750
5 MNEIERIRIETAE T —A o — Helix H1, 1 NEIERRIRIEFAET Loop 1, 8 PNRILFRIRIEATAE T —A
o — Helix 1,

bHLH % B A — BRI S5k, AT ARINSS 4 DNA, 2 5EAREAM . XLohfg 32
JUAFEP LI, Horp—AN 2 2 20 b SRR AR A B L), XRIE T bHLH (v IR R 454G E -
BOX; 95— LRI 8 gk SR S A, X (I T bHLH 28 (T LAAS 26 (A B AR A B — SR A7

CL & LAY bHLH 555 I8 7 5045 MR fiE: DNA 254846, 3L DNA 254 ShRER T bHLH
BRI IEIR TS, PR SRR T A R 17 LR A 5 S il 2 S R R S 13X AN 1 & DNA 2545 11
bHLHs (DNA binding bHLHs) , i /23F DNA %54 A9 bHLHs (non — DNA binding bHLHs) ., 75 I+ 7,
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DNA £54 %) bHLHs (2R FHIET 17 7, ~FREA 6 MRSk, mE DNA 254 1Y bHLHs JUj--
B4 3.8 1~ DNA 254 1) bHLHs ] #4545 507 s i ARTE], 530 E - Box 454 %) (E - box binder) F
JE E - Box 2545 (non E —box binder) . RBIEFFRBIH E - Box 258, E - Box 255 M X /K G - Box 454
% (G —box binder) FIJE G —box 4547 (non G — box binder) '™’

Hidyrf, bHLH #5552 R 7 R R PR R e g & B Li &0 DU LR JF FOK RS bk, BE4T
IR HT, %€ 167 A bHLH Bt PR AHOCHE [, Hirp, 84.7% S AN & ¥, HTEO0 ~4 MEH
o BISCHR R TR R BED, (R —FP AT I 22 9 bHLH 555 7 4 36 177, gl LS50
Ul (Cis — regulatory elements) Z54G, JRil A5 HAB MR, H4E 22 5HEF RBEGHER,
bHLH 2 [ B i Joik Bl 45 &5 DNA, {H ok ik 2 () UEHE 2 B bHLH 2 (SRl AE ey, HAT 254 DNA
MG . AL, FRSKIE Ry bHLH 7% 5% 7 HE245 & DNA TG A T e, B4R 2500
THOLT, bHLH 235 MYB 454 5 4L[F] 45 DNA 4% st #25 1i H, A BRI MYB B 4F X 4l i 5742
FMYB 0% bHLH f93i5, 3cuil] MYB % 5 7T RERT LLE bHLH SR s 517 1%

3.3 MYB 5 bHLH BE{E

iRHY R2R3 - MYB A] DL E#:5 DNA %42, A7 2E bHLH SR 192 51 5 DNA fHiE, CA %
KA HA 4 bHLH A1 MYB 8 (4 S AR ™ Y s ol ~, 8 TARRSS 805 & R2R3 - MYB 1
R3 45430 bHLH f) N - st ' ki, widh s bR T AR AR BL 2 40 LAY, HAEZENR
AR TP AEE MYB 5 bHLH Pifh & B 455 5 LR R MO0, Qe SCHr ik £k C1 By ™4
(R2R3 -MYB), <5 RIEF™ Y (bHLH) BAE, HRAERMWZS 5T Cl AR/ HTMEM,
B R - 4 8 . Hernandez 25" LIE K kH#}, it C1. R, P1 (—Fh R2R3 - MYB #3532 [H 1, F£] LAfE
TR EAMZSH TRERD CLIEERIER (C1 - regulated gene) | P1x (Hf P11 6 PNEILFRFF K C1
HOXS R B Y 6 A, AR C1 - P RE I, RN R — RMIRY ;4% PL - = BL P, RN R
- ¥GERAL) SE4 MR, BRI T C1EREYS R BEFRMEAERR, KM R HEE I — )58 &A1 iy
— PP C1 EEFEIER, IR C1 f3RiE . XL anRZE4-1br PRAN2 (MYB [R)JEHEH) 5
PhJAFI3 (bHLH [R1JEREH) 456 LhETSCH e iy s rh FaMYBI, 1435 bHLH 35455, Hix
bHLH 5 T ki RSP R J8

Bk T MYB 5 bHLH H#Z45G 4, “H B 58 =AHE A WDR (WD repeat) 454K 8 MYB - bHLH
- WDR =%{k (MBW), WDR X XF WD40 I, REBZAEVERDPRFEWEOREKRZ —, W
SHAEY RS THAE, FHENTRS 5EARE SRR . WDR K2 40 ~ 60 M L5
FER R, J2—2R 4 ~ 10 ANREPL WD B L5 (WD repeat domain) HJEE B, 11 WDR 25 #4502
F L8 S8R TR R R R4S R I R LR T 9 4 s o IR, WDR UFRW Trp - asp, Mt4h, WDR E A
N - R, A —AHER - HER K" . WDR A SR HAMALDIEE, (BB S ZME
FURAHE AR, #EA RS FEAZARMA SRR EZER " . WDR &A7E B EY 0% 1,
TR ZEaniG s ERIE B M6, A C EAN BME SRS Fiiss . 2 R U081 HE 0 5k
i, Y, FEAB . AN SR A AR R L IR H, WDR fEEE R A . Sk
HEUBIN. LT . ET . 6l S Gl MRSy it & 5 =A™ BT TT61 Xt
PR —F 8L ) WDR 25 (g, B m iR GV A& luER (AN AR —
A

MBW = SARTEAEY) i A 7E . I, FERIm TRl i N2 e T R B R, s k2
4 fff MBW & &%), f45 TT2 - TT8/GL3/EGL3 - TTGl (K Xf i & MYB - bHLH - WDR AY3E ), L&
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MYBS5 - TT8 - TTG1, TT2 - TT8 — TTGI £ 45 J5 A= ) 5 LA DR b Ak P B 22 4 €8, A48 o A6 8 3 U4
il . BbElAEE AR . TTI12 (Transparent Testa 12) . TT19 (Transparent Testa 19) . AHAIO ( Autoinhibited
H* — ATPase Isoform 10) %§3L[H; TT2 - EGL3/GL3 - TTG1 F# 845 BAN, LODX, TTI2, AHAIO 3L K
MYBS - TT8 - TTG1 £%2:5 DFR, LODX Wyil¥E, Mok, HEEFRBHEWZ MBW Z 5 Y HEY¥E, 1 PAP
( Production of anthocyanin pigment) 1/2/3/4 (MYB [flJE3LHE ), GL3/EGL3/TTS (bHLH [FJEILME ), TTGI
(WDR [qJJEFED ) (& 1),

T A A
AN 2B
|
i PAL
e e KHARER
T 4CL
v
4-PYREBE - BEA+3x L BE-H EA
CHS tt4
v
i 7 2 SR
|
CHI L 7%
112~ EBGs(3ZMYB11
‘ YB12, MYBI11
F3H¢ 1770} )
F3’Hi 17
— A R e
— =\ B HYHY
|
DRF i 13
v
EIRCRiALE
LDOXi 1tl8
----------- LBGs(3ZMBW
FAEFER BAERIAE)
]
]
1
v
WHEER

e BOAMBE T AR . TR . BT RN EY S &R Hrb, BiAEYSREER (EBGs) 2% MYBIL, MYBI2, MYBIII 453
AR TR EWEY A IR (LBGs) % MBW S G¥) R, WAL RE RS HN B, 40 CHS, CHI%; /NS5 EE0R
FHRLHE R, e 45

Note: The biosynthetic pathway for flavanols, anthocyanins, and PAs in Arabidopsis. The early biosynthetic genes (EBGs) are activated by 3 func-
tionally redundant R2R3 — MYB proteins (MYBI1, MYBI12, and MYBI11), whereas the expression of the late biosynthetic genes (LBGs) re-
quires the transcriptional activation activity of the R2ZR3 — MYB/bHLH/wD40 ( MBW ) complex. Enzymes are denoted in uppercase ( CHS, CHI)

and corresponding genetic loci are indicated in italic lowercase letters (1) .

Bl BEFHEFEFESEVERSRERE (Bxg Lig"))

Fig. 1 Regulation of phenylpropanoid biosynthetic pathway by transcription factors in Arabidopsis
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i LRk, S5 S B IS N R N T 324 R2R3 - MYB 28, bHLH 28LA K — 3 [7] WDA40
W25 G A MBW 2484, Hrb, MYB 28 B a] DUE SR A mACGHHE 2, M0 bHLH 8 F0i 7 5 220 MYB
EAZG)E&ZAEEA, bHLH GBI 25 5 DNA {37 fE—E il BARA SCHORIA T L 20T 1k
40 4F, (HIZSUATA Vi 2 TRl i R Mg o 4 bHLH RETR FAMZE 5 DNA Jf R 4E/E IR E 2T R 24,
{HHFRAKIHZENE . IS, HC IR -MYB, 3R - MYB Fl 4R - MYB (F 5t AR X 8 /0, i & 1R Jy s b 4h
EH, B TREROARSHNEZEN, XSG ARSI . PSR P R+
MRz MG AR E R TR S, ALY R EA R, BLE AR - MYB AT i aE
Boray b aiAe, RS A nl BRI T UM P IARRIRIIRE . AN, SCTF R2R3 - MYB X 5 5l &
JRH SR DR )l s L5 B A 70 S B 5 B B 400, R 28 S L M 218 S S T 1) i o i A
LT, XSO 2 B AR R T R
4 EZ

KRESEHEIATTE RO —E g, B TF S E R BRI AL, AR — B (h]
AT RE 2 BN AR
4.1 XMAEFHEMEEIE#H—T@EN

RESHEA 12 F, HAPHEICREHY RN QRIEE NI ER e &, %S RBRAEIT R A
BT, V2 RS A, AR AR N AR A PR B 5 PAL I, IFS WA AL R 0057 ik A B HE R BL
55, KLEHRR SR AR R ANISGER T R, JOh, ibA — Lo S AR BOE . P9 IR C R 1) R O 5 B 4 o
PRIER B IABERALA BN L, HATHIBETE A, XX S8 B 0 70 5L 1 AN TRA . iR i 88 77 11 14 iF
FC, AT LA RS B )Y 2 AT 2 A & BT T B SR A 1
4.2 FHERXEH QTLs HITRNEZHE

TR G5 B 5 s PR B P RO MAAR K, 3 4 5 ) R 57 B 4 ) AH G QTLs YRR AT R TARK
MR, PRI, X QTLs & {77 ik i it jee— I EE E A IFFE T AL, ASTR] dh Al Y QTLs %Ef7 45
Rufifezes, WIEZA MM P RGAER QTLs, KIBRAFAET AR S A g QTLs JEATARAT, ot —
WHEARIFT A TAE o
4.3 QLI mEERBEKXE

BEE P EAR S EYE B AR R, QTL E AL TARBOR BOR A0 MERf, (H QTL X5 g —A X, Lk
T AT REAFAER 2R o L, T4k QTL AL SRR Z MG &R, AR — IR E EA TR, X
e A MPER IR R, MR YR BaA kst kg, RN B4 G iu s n Tt T8, %
PRE]—E B H I, W 2AFE) RS BB BT, DU s ROt AT ¥R T 5 04T o
4.4 SREMAEZRMWHIFIRTEM

#H ATE AR R BN, BAAENCA 10 R4 5 s B R S A R, H S 5 s B R B e
TAROYAARK A s 6] o PR AR 70 i 7 R O dd b B e 5 B AR A o, (RDGE 5207 i, /e B
BERIA AR P R IR AR AR Rk, FRATAT LU 7 ey S B o0 AR, I AR Wi R S B PR A
BB R AT, 16 BFRSZASEA T 700 S AR > TR . R R SR B b, R TR
BT ER ST, e s S E RO 4 BB A e b, B R S R E S
MRS HRE R PO S EE A2 IR AR R E0R R Rl AL, b LB,
IFS, fEHAMAY) (AnFoK, PIRITaE) IR o nl A2 sl 5w s B, Aok, A SRME Y i 55 B 23
(BEge) B Rt — AR AR 1 S
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