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WIS S AR T AR IR 1. WA ST E, HAER A 0.
EHOAE . AR E R HHA EEER . NSRRI S, ARSI A i
ERGORY PR UM R PRI BT R 2 55 2 25 BAE A (Quca et al., 2020).

SIESRAL P2 A A TR R R ZR IR (A FART B 3 )il = pBEiE M s C6-C3-C6 4
1y, BIBL 2- K5 SRR Z5 K N BZ T BRIAL S50 RS =B (CI) M AL AL AN B 34
(3 $E A7 B AT R, RARI SR IR R AL & W m] i — 2B X 7 9 3 Bi B (flavanones) . 3%
(flavones). # i (flavonols). 3% M (isoflavones). 1t & (anthocyanins) il i {5 &
(proanthocyanidins). #%¢-3-B#(flavan-3-ols)%. Moo, &R, SEEIEE. S is 2 25 FAEY
LG RGP B 2 R, R AR ST A SR B = 2K AL & ) (Santos-Buelga and
Feliciano, 2017) (& 1).

PR SAY B B B SR 9 T B B R AR RS | e s TRl R A DA R R SR JE R . L
FW AL P8 I DNA F AL 2 R B L G (050 5898t G (AR IR T B 1, R20 RNA
REBEME R T 545 DNA 456, #EMS 5HF0RTE . MR SiE B> (Jiang et al.,
2020; Chachar et al., 2022; Khan and Abbas, 2023). # 3% /5 i#5 % @it IncRNA (long non-
coding RNA) DL {5 n] 48 B 5 ¥ 55 4+ 45 5 PO Y5 miRNA (microRNA) 7 3. 1@id miRNA H#%
51 FUIEELFR mRNA (messenger RNA) T X, 2 533015 . A SCHkaE s> (Lietal.,
2024b; Zhao et al., 2024; Yang et al., 2024). 56K iR 0 45 6 A pliim B L
PR BT, s B e s, I R SRR S5 - INcRNA Kz miRNA 12 5380
WAL PR R S R T . AT e R FUBONIR A, JCRAAETS R & B PRI T4
WL, (EX R, SRR 7RSS =R S A BRI P RO D, AN SRR
bR =SB A R PR s AL A
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HEAFLEY R3S R7 R3 R4 RS WM& RS R6 R7 R8 R3I R4 RHEMLGYRS R6 R7 R4

iiZ# OH OH H OH H JrEEER OH H OH H H OH “HitEE H H OH OCH,

W&k OH OH OH OH H #HX¥EHK OH OH OH H H H Ko#E H H OH OH

#ifzx OH OH OH OH OH AREFEZ OH H OH H OH OH RklAE OH H OH OH
T Rut OH OH OH H fbAk#x OH H OH H OH OCH, #MuEi##& H OCH, OH OH

1 BIHSAL S OB 2R A5 K S . SRR . s R s i &
Figure 1 The core skeleton structure of flavonoid compounds and typical compounds of flavones,

flavonols, and isoflavones

1 BERLEDEDER

A RA SV G B AR5 A B SE R R AR AN i AR BOAS [R) 58 0l 2 A 2R A S W Ry S
Yooy sagit. Bl FRAe AR A SR B, TR R g A A LA AT A i —
XA GER A, R IE RIS S E R G IR E Y C6-C3-C6 12 -Laif. TilfFks st
Yo SO AR M I A=) 5 OSBRI AL 1 SR A AT WS BE AL S8y e R A R T P 45 1) 22
MBS Y, RIS, ol fEH R UALEIERE R she-3-I LG
P(Liu et al., 2021).
1.1 REE L EY LS RER

PR A B E S s R a4 (1) KW kiEe: IR (phenylalanine)
TERRCIEED), TERNE IR 2 M (phenylalanine ammonia lyase, PAL)fE AL T4 S X
W RZ (cinnamic acid), B )5 75 W ERZ-4-F2 (L (cinnamate 4-hydroxylase, C4AH){EH T ##
FeHAL, BN A S (p-coumaric acid), o fE 4-F& SIEAHAE A 1L (4-coumaroyl:
CoA-ligase, 4CL)1EH T4 pxt & S EE 4 A (p-coumaroyl CoA) (Barros and Dixon, 2020;
Gho et al., 2020; Kim et al., 2021); (2) FESRLEWHILE KigtE: — 707X G BE i
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A F1=4rF T8 B4t A (malonyl-CoA)7E & /K & if# (chalcone synthase, CHS)IfEA T
4545 A0 S A A ZE SOkl B2 2 25 2K B (naringenin: chalcone), BifiJ&, 1 25 /Kl 5 #4/§ (chalcone
isomerase, CHNEAL FEH 7 IR L, TE AU 2 (naringenin). il 52 2 & BT A Bl 254
BGOSR, R R S ORI LRI AT (Liu et al., 2021) (& 2).
1.2 RS M TTIRE

DU 3N, 167 Beli-3- 12 1L (flavanone-3-hydroxylase, F3H)fE AL T — 4
1L Z5 %3 (dihydrokaempferol), — 511251y o] B #2485 B i & B (lavonol synthase, FLS)f# 1t
B il % T (kaempferol) (Roy et al., 2022); 7 78 25 3% Fi -3'- 32 1k i (flavonoid-3-
hydroxylase, F3'H){EH A4 sk — %24 5 2 (dihydroquercetin), 4 FLS fEALTE it b &=
(quercetin); Bk 4k, — % 1l Z5 Wy th T 76 2% 2 i -3',5'- # 1k i (flavonoid-3',5™-hydroxylase,
F3'5'H){E F T~ 4 i — A % HF 2 (dihydromyricetin), FE4 FLS 4L K i & (myricetin)
(Chen etal., 2023b). LA I B HRRESR AL G Py n] ik — D AENE R4 #2 i (UDP-glycosyltransferase,
UGT)&Mi A4 AN O ATAEY, a7 T (rutin). 4t E (isoquercitrin) AT L 23 1y -3-O- 74 %)
PEFF (kaempferol-3-O-glucoside)4(Xing et al., 2021; i3 224%, 2024) (K 2).
1.3 BREHSTER

A B ) B DA B 3O, 72 30 & B (flavone synthase, FNS)fEAL
A RO 2 (apigenin). T AL F3'H R AR UK R B 2% (luteolin), BRZE S5 -6-F2 14 il
(flavone-6-hydroxylase, F6H)ff: i/ i 5 %% (scutellarein), /54 UGT ki
H (scutellarin). AT FNS 730 AP T2 4041 T4 P a1 FNS 1l (Fliegmann et al., 2010)
A EBAFAE TR FNS | (Lee etal., 2008). 4k, #%5(Scutellaria baicalensis)R &k 17
TERFRIES: HARFE ) SBENS 11-2 LLFaJ& 2 (pinocembrin, 4'f JoF2EE) NEYIE B %
(chrysin), £ F6H At 555 3 (baicalein), fe#%i@id UGT f3 HBEIEAL LR 517
(baicalin) (Zhao et al., 2016, 2019) (& 2).
1.4 REME RS TIEE

S EHA G Y AR, 0 LUl B 2R SR (liquiritigenin) N RTIA, JE#H &

B A SN A i CHS A /KERIE 5 i (chalcone reductase, CHR)fiEAL i 42 it
HE K (isoliquiritigenin), HL/E4 CHI fEALARCH TR il e ZORIH B R H ) 78 57 B W & il
(isoflavone synthase, IFS)H1 2-%%55- 57 5 i 25 it /K B (2-hydroxyisoflavanone dehydratase,
HID) AL T 28 B4R K 2 (genistein) FK & 36 35 (daidzein), #7 #HE R4 IFS fEnT4E

J 3 L 3 (glycetein), = AIAE UGT HEAL T A2 ont SLAOREH, BIGLRIRT . KREH. BT
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1 (Anguraj Vadivel et al., 2019; 2= A£G ZEL, 2023)(K 2).
zi I, FLS. FNS Ml IFS 435 A2 5o AT . TEEH AR 5 i 2BV & B R 2 B i, A2
AH I B R S AL B ) % S5 IR - VR 9 1) B R ]

B3 (1Ecmmmsr) X [z
lCHS chs chsicHR
CI \ ) [gafﬁ ]%
Ct CHI CHI
{ mﬁL ] R ([ mmx }2
‘FNSII—Z lFNSI!—l‘ 1”""‘““ 1 & p5/ D |\FS/HID
‘ : w 23 u wt u i AR % %
l e { UGT
WWOW’O WW“\Q;IC“WO mxd@w%c@%ﬁ%
Hal
UG
‘ WAL K
WO j?f mﬁ %*Wg o W W\ﬁ %,
P %\Q
e ‘Q II pos
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1L, FLS: TERARE & Rl (FS: 58 & Rul; HID: 2- 8 5 0 ot i it 7K il

Figure 2 Biosynthesis pathways of flavone, flavonol and isoflavone compounds

PAL: Phenylalanine ammonia-lyase; C4H: Cinnamate 4-hydroxylase; 4CL: 4-Coumarate-CoA ligase;
CLL-1: 4-Coumaroyl-CoA ligase; CLL-7: Cinnamoyl-CoA ligase; CHS: Chalcone synthase; CHI: Chalcone
isomerase; FNS: Flavone synthase; F3H: Flavanone 3-hydroxylase; FLS: Flavonol synthase; IFS:

Isoflavone synthase; HID: 2-Hydroxyisoflavanone dehydratase

2 [EYREHL S A R REFEERR

ek AR N —Rae e e vh 455 DNA PRI E A, ERERNEWAEY & ik
PP RIEFAZ ORI BE R, 2 A s B3 (B4 MYB. bHLH. WD40. bZIP.
WRKY . AP2/ERF #iI NAC 4§)JL [ 2 5l ML & V)& BUE g, b MYB R 2
FEAL I S5 K FI D RERFIE OB SBR[ 1. ARl DNA 25 5180 458 R-1E, MYB
FIWEFT 43R 1R-MYB (f1#% R1/2-MYB Fil R3-MYB). R2R3-MYB. 3R-MYB il 4R-MYB ]
KK, H R2R3-MYB HIHAFA KRR K T RER P I RGRKE 5, T
(Arabidopsis thaliana) R2R3-MYB ikl 73y 22 AN, 45 sl R4k &4 6 il i) 7 5 i
A S4. S5. S6. S7 Fil S19 %:(Kranz et al., 1998)) A s B AL &4 & BT i B E Z A
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To (HFEREIAE, MYB. bHLH 1 WD40 =43¢ TR g MYB-bHLH —J5(MB)s
MYB-bHLH-WD40 =t & A& (MBW) I Al 4% s B30 S0 5 i

WIS A VIR R PR, DIEE R R0 B8 B (Chen et al., 2019; Yang
etal., 2023b). FEEAFAE =R (1) MBW Zn 8 &R BT K& b B4 gL i
B, BREEE: MBW S&4BEENSHEZH RN IERE, KRZadEH THRERS
& [H (Gonzalez et al., 2008; Riaz et al., 2019; Chen et al., 2023a); MBW & &1k B/
S FOETE, OB AR R GG BOE R R R R A MR E R AR, ORI (Wan et
al., 2017); MYB fiifi#s MBW &2 &1A, 45 1R-MYB F1 R2R3-MYB, i i@idH: C sni
JEFF B0 MBW 2 &1 hfE(Dubos et al., 2008; Albert et al., 2014; Li et al., 2020b;
Xing et al., 2024); tt4F, #4> 1R-MYB K C it iR, Hilid 354 k454 bHLH & A
M MBW R &AL, MG & & (Albert et al., 2014), (2) k& MBW & & 144t
AFE{E MYB 4% (Huo et al., 2020; Wang et al., 2022b; Jiang et al., 2023; Wang et al.,
2023c; Zhang et al., 2023a). (3) HE# LK F(bZIP. bHLH. ERF. NAC. WRKY Z)h
% 516 K% (Ni et al., 2019; Duan et al., 2021; Zhang et al., 2023b; Li et al., 2024a).
AN e SRR R T R W 0 e R VR B, 48T R U E T SR

3 BREIEE & AR BHE B T 2 iR R R

TR B SR AL S W e R ST OB IR N, e B AL ) T A = 2R (1)
R2R3-MYB #%s R 7l NE BRI REEEA, ORI, A iEmaesy, EREE
FAEGIE ST, S19 W, MiAEES T S4 WRIE; (2) B R2R3-MYB #h{H & %K 1
AR, 3% bZIP. WRKY. AP2/ERF. NAC 24555 7, AHGIE. fmififadesl; (3)
TAEMBERE, UDESCHRE . 01 MYB 5 bHLH — e &R (A0 TS Z R UE
POt MBW = a8 & UAmR). Fil =0T, 8% Ardi 2 40 s e 45 (4% 2
WA I 22 A P I AT ) A S P S 42 (Ol S M A 42 TR I 5 B P SR B 73 SRR FLS 1Y
RiE, BPK FLS W4%). BEIEAG DR R (0 T S AR RE S B 1R UGT 2R B, A
P2 2 A G BOE I ) B RE R ) = 2R E AL AR . BeAh, B 7 EEAEH T & Bl
BRFEEER b, S A AE U I GBI  OR [F) T 52 5 A B 7R il e sk R 7 R 1 2 [
Sha i nR eSS S AR R R B T RIS A, AL e S 1 B i A A LR e B )
THRBNT, BETHE R ey HARSERE R f 3608, 2 s R 2 ) M Ss Fth s (nie s &=

R REAFESL R A& et i, nld st BiReE Tl = F Ths A RRE, SEEER
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AP FARE A & OV & BRI K), IEFEK, KPSEALHI T kiE I H 2852 21537E .
3.1 HEEZ IE BRI R B F s B ER
3.1.1 R2R3-MYB ¥R E-F B B

SRR e S R % T B =R R AL (1) ZRE UM . MYB B 81 ] [ IR 0 3
Pl P2 P 2% 22 A 25 R R 208 S it it B R AR 1 4 Bl % (Nicotiana tabacum)NtMYB12

THE CHS. CHI AT FLS JEAZRIAR I T #1 % (Song et al., 2019), T4t NtMYB184
FIEW CHIL F3H Ml FLS FRikPEML, FEEaImE & 2 P4 (Song et al., 2023). #ilEF5E
(Epimedium sagittatum) EsMYBF1 7E/HRLE Rk, nl0E F3H A1 FLS ik, W35 38
Fe Z AL £y & B (Huang et al., 2016). &1 & (Cicer arietinum) CaMYB39 & it 43 CHI.
F3H. F3'H. FLS %&iA, {2dk iz, il =Mt 210 & 241 2 (Saxena et al., 2023).
WKk (Juglans sigillata) JSMYB141 Tl #i% PAL. CHS. F3'H. FLS ik, {Li#aie Al
FITRLR, JSMYB170 M@t 4% CHS. CHI Al FLS $2 = Ll 23y Mt B 2R T 1 & & (L
et al., 2023). 1L##k(Carya cathayensis) CcMYB12 i C4H. CHS. CHI Al F3H %ix,
4 hn S WA EE 2 B2 (Wang et al., 2022d). Ik, 5GP+t (Paeonia qiui) PgMYBF1 (Zhang
etal., 2023c). 7#i%;j(Vitis vinifera) VWMYBF1 (Czemmel et al., 2009). ###(Citrus sinensis)
CsMYBFL1 (Liu etal., 2016). ## 1515 (Medicago truncatula) MtMYB134 (Naik et al., 2021).
#% JI\ (Cucumis sativus) CsSMYBG60 (Liu et al., 2019; Xu et al., 2024a). % jii(Solanum
lycopersicum) SIMYB12 (Wang et al., 2018b). %!(Pyrus bretschneideri) PbMYB12b (Zhai
et al., 2019). 3 (Malus crabapple) McMYB4 (Hao et al., 2021). 5% 2 (Solanum
tuberosum) StMYB12 (Lin etal., 2021). #5%% (Fagopyrum tataricum) FtMYB6 (Yao et al.,
2020). FtMYB116 (Zhang et al., 2019). 475(Ginkgo biloba) GbMYB11 (Liu et al., 2025a).
¥ #§ (Morella rubra) MrMYB5., MrMYB5L . MrMYB12 (Cao et al., 2023, 2024). 7%
(Fagopyrum esculentum) FeMYBF1 (Matsui et al., 2018). 7 % X 1§ T (Muscari
armeniacum) MaMYBF (Wang et al., 2023b). /N & == (Freesia hybrida) FhMYBFs
(FAMYBF1. FhMYBF2. FhMYBF3 Fl FhMYBF4) (Shan et al., 2020)  th{7.7£ 2 5 # il
ZAN G EE R IE P R IE (B3R 1) (2) FLS 5. FLS 1E RS EE & ) S Bk A, I
RikKP EHSE SR R . i RIT AMYB21. AtMYB24 Fl AtMYBS57 iiiid i 4
FLS FiA it # B A& i(Zhang et al., 2021). /&% FAMYB21L2. FhMYB21 (Shan
et al., 2020). 5 MdMYBS8 (Li et al., 2020a). MdMYB22 (Wang et al., 2017a). <

(Astragalus membranaceus) AmMYB35 (Qi et al., 2025t #sil it i#3i% FLS JAzh 73K i%,
© 0000 Chinese Bulletin of Botany



AR A . (3) FEEMGEE DS . AR AR, MYB Gl VR B R A A1,
N B A SR VA4 o MU LA AR 4% UGT BRS04 UGT JE[RI7E P 1 2 A A5 R
R Fln, ST AIMYB11. AtMYB12. AtMYB111 j@id -1 PAL. CHS. CHI. F3H.
FLS &6 R R RIE, IR R Ihasm. L5 3-0O-2E& M & = (Luo et al., 2008;
Pandey et al., 2014), XULfE K 72U HL R RIS, AIMYBL12 EEER R EIEEH,
M AIMYB111 0| ¥ 5 7 M- #5 il B% & % (Stracke et al., 2007). AAEW 5 KM, AIMYB11,
AMYB12 1 AtMYB111 & vl I8 s UGT i i i3k 5 i i 1 (1) T B (Stracke et al.,
2010). AtMYB99 il il PAL F1 UGT ik, W35 38 hnia il & (Battat et al., 2019).
A PbMYB9 I UGT ik, HE 42 ¥ B B 17 1Y) & Hi(Zhai et al., 2016). 4% #
(Camellia sinensis) CSMYB12 i@l % FLS 1 UGT #£ik, 45 EHEE L 14 % (Zhao et
al., 2021b) (K 3, P 1).
3.1.2 HE#%REFRIMEFE

Hf 248 bZIP. WRKY. NAC. AP2/ERF. BBX. bHLH %% fiilik s K| 75 5 #
A A IE A, FAEFINLEIRT 0 9 LN =2 280 At R FLS . BRI
W, (1) ZH SR, Flin: #% WIbZIPC22 IE[F#E CHS. FLS FRisHm il & &
(Malacarne et al., 2016). E7%i%j(V. quinquangularis) VQWRKY31 #i% CHS. CHI. FLS
ik, (R EIEEAR R (Yin etal., 2022). F5R MdAP2-34 il % CHS. CHI. F3'H #l
FLS ik, & wiE & & (Han etal., 2022). &2 (Ipomoea batatas) IbBBX29 #i% CHI.
F3'H 8317k, 51 s E R & B0 (Gao et al., 2023). #E T AtWRKY23 #i% CHS.
F3'H. FLS (A0 S B R F 2 (Grunewald et al., 2012). #iti%H CSERF003 it %
PAL.4CL.4CH.CHS.CHI %X, #&5& 1 25 &S5 MR 570 & & (Wan et al., 2023).
R GbbZIPO8 1] PAL. 4CL. FLS [M¥:FIKF, #ml R & (Han et al., 2023), %
it SIbHLH95 ml s F3H F1 FLS JERIFRIL, Mahns T . #i & =% & & (Suetal., 2025). (2)
FLS 4%, B/, 75t CsNAC086 il s FLS [3kik, 5k Bl & =3 n(Song
et al., 2024a). ##f(Populus tremula x Populus alba)id #ix PtabZIP1L #]if#% FLS FE [
Fik, WINEMAEE & & (Dash et al., 2017). ¥ MrERF34 A 3uE FLS Rkl ik 5 iR i

W] 5 MIMYB12 LIt — 3 hn s i i A 2 (Li et al., 2025). (3) FEIEAL IR 4%
MAH NtWRKY11b 5 FLS. UGT S5JED A 2) 145 & I Mom ke s, A i is 2 & 19
(Wang et al., 2021). 33 MAWRKY 11 it i#id F3H. FLS fil UGT 3Rk, 0 7 o B

A 2 (Wang et al., 2018a). ## CsbzZIP1 JEILH#IE FLS il UGT Hik#Em il & &
© 0000 Chinese Bulletin of Botany



(Zhao et al., 2021b) (K 3, % 1).
3.1.3 EAKIERE

A% S I A P ) MR, (EAE SR IE D, BRI AL DY 2 8 R
Vs DL SRR R 4% . (1) 288 A% LR 7+ bHLH(TCP3) 5 AtMYB12 i1 AtMYB111
HAE, @it 1 PAL.CHS.CHI.F3H.FLS 54 s R 3Rk, 1@ i iE & 2 (Li, 2014).
B EEE#E ESMYBO 5 bHLH #5¢[K T-(ESTT8 ok AtTT8)M ELAEF, #2517 CHS £
ik, BEWIMY K& E(Huang et al., 2017). %l SIbHLH95 5 SIMYB12 M EAEH, i
5 F3H 1 FLS {31k, Bk % o i i & & (Su et al., 2025). #1 MrMYB5 Fil MrMYB5L
BN MrbHLH2 TR E &4k, BuE F35'H. FLS Rik, HILHREE I 1EE B35 57,
MrMYBS5L-MroHLH2 %f F3'5'H. FLS S8 1F FH 9 T MrMYBS-MrbHLH2, it — D5t
SR8, MIMYB12 5 MrMYB5L-MrbHLH2 $:4%1A R ¥ #BRE OB R KB 15 T MrMYBS-
MrbHLH2 54 R1I/ER (Cao et al., 2023). E5 MdMYB22 F1 MdHY5 B A 1% 5% B i 25
#(Zhang et al., 2022b). (2) FEHALEEHAIE. ZH CsMYB12 5 CsbzIP1 HAE, HIfKER:
PEBGE FLS Al UGT #£iA(Zhao et al., 2021b) (K 3, % 1).

BEAh, EAFAE AR IR s R 7 IR AL, 5 280 0. FLS AR LA I (]
PR IX bR = RN AE — E IS X o 88— PR RBRRFENLE], 45 & e B 118
BT IFRIE RIS, BRI L, B s B R R Bl MR HD-ZIP st
T NtHDG2 il i s NIMYB12 ik, (it s EiREAA R (Wang et al., 2020b). NtWRKY11b
5 NtMYB12 {83+ 45 & R SR & 2 (Wang et al., 2021), Z5## CsbzIP1 @il #ih
CsMYB12, #iMifd#s FLS A1 UGT £k, 5l EmEdRE & =M £ (Zhao et al., 2021b). 5 —Ff
fese RTINS . 16T KA IR b T 3 I F R AV BT (0 — SR ERRE), PIE
BB Z AR R e S R R, PSR R AT AC, SRR mE A R il o 308
B sE4 R, B0, JEM% (Gerbera hybrida) GhMYBla (15t %A £ 2 F i s EE &
BAREF(F3H. FLS, thFEIF B CHS), 1A BEERMIETE R4 81N FiifERF (F3'H. DFR
1 ANS), i o5 w1 AR 21 BRIk AL 5 2 7K F-(Zhong et al., 2020). 7K fil(Narcissus tazetta)
Hr, BB NEIMYBL2 A0l FLS ik, [FIB#0f] DFR ik, (s Fmefl 2. i
NtMYB12 5 NtbHLH1 #1 NtWD40-1 JERREAF &4, NAHEGE DFR M1 ANS HRIL, #
ML R R (Yang et al., 2023a). #k PoMYBF1. PpMYB15 114 i R H i ik
i# CHI. F3H. FLS 23Rk, Sl Ml 5 BN E T, 167 7 MR EEH /D (Cao et al,

N
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2019). 45} (Paeonia x suffruticosa) PsMYB111 i@it i FLS &Ik, 5] o i in(E1e

H & (Luo et al., 2021) (i 1).

P p— IR EEtEs
L _ MYB IR
HenREFRE P SEREE BEREE @ gossEFEE
samEE samEE

MYBER IR

MYBERSHEE W FLSHMEE FLSEMiEE 4= HOESETREE

MYB EafhiiE

. mEAEEEE @ HegsETEs
5 / SABEE

l UGT

B g;&“

MYB A :
HERSEFAE « BECBEEE
sanE

B 3 S R TR L
Figure 3 Schematic diagram of the transcriptional regulatory mechanism for flavonol biosynthesis.
3.2 BiREz SR R B F R BRI
3.2.1 MYB #REF R MG =

MYB Jyii 3 E AR s R, RIS S 2 80 fOE . BRI . (1) 2
FEACREE . EEAER TRAbOREEEE, It AIMYB4 ezt FLS. C4H. 4CL 3k
ik, MR/ i EHEE & B (Jin et al., 2000; Banerjee et al., 2024). Ik, AtMYB4 o a] #i5i]
ADT6 ih (A B2 A=Y AT R R TS R AL 06 ) SR ), S0 b Y 8 A b i A2 1Y)
AL (Wang et al., 2020a). 57 FIMYB13. FtMYB14 #1 FtMYB15 Y5 111 PAL %
PR 3 [ B S & B (Zhang et al., 2018). 753 FtMYB11 @it 3% PAL. C4H. 4CL.
CHS fil FLS ik, #tmi#ld| &~ T HIF & (Zhou et al., 2017). %71t (Chrysanthemum
morifolium) CmMYBS )it % i8> PAL. C4H Fll 4CL FERESE, SIS T, ML xR,
R R R R S 2R K(Zhu et al., 2020). H4E FaMYBT i #iifi] CHS. FLS By%% s
e 1 P e 25
SEFLIR KA, MR AREE S & (Xu et al., 2014). (2) BERALIER . % CsMYB7 I
CsMYB4 735l FLS Al UGT ik, I s EHRTA 2. LRI+ AIMYB7 B4 UGT &£
ik, PR EEE T )& & (Fornalé et al., 2014) (& 3, Kt 1).
3.2.2 HEHFHFETHRMIFEE

=

= (Aharoni et al., 2001). It4F, R4 GOMYBF2 i@k il CHS. F3H. FLS
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H AT A3 WRKY. AP2/ERF. SCL “5He ¢ [l Sl s Wals & i, HAFRALHIA]
Iy N ZHE R EEAN FLS AR A LS. (1) 2880, 4 VWWRKY70 i ik 57T T~
CHS Il FLS HIRik, s EE i) 496 % (Wei et al., 2023). 773 FtERF-EAR3 nJ LL4
& F3H B3 7 LRk, 5N & & I#K(Ding et al., 2022). 1l B 7+ sk A1 RPL
WA EGE CHI Rk, SHEMEN S 2K FER(Xu et al., 2022). (2) $RtEiEiE. R
MdSCL8 Bt #i] FLS ik # Rl FN 2 (Zhang et al., 2022b). #H MrERF4 i i 11
] FLS ik B#% 4 B & & (Li et al., 2025) (M 3, % 1).
3.2.3 BEAAMAE

ZIAGERD, HALH FEy FLS MBI A% . 965 WD40 & H SIAN1L
5 bHLH B AR 0] FLS #3RIA, fb sl & 1 R (Gao et al., 2018). 7 # CsMYB12
AEWS 5 CsMYB4 A1 CsMYB7 73l kA A EAE, H CsMYB4 Al CSMYB7 Z [alth gk A iR
HEAE, @ EeE FLS Al UGT RiA i B IR % (Zhao et al., 2021b) (& 3, 3 1).

G WAFE L E PR XL He— 2 IR %: CsPIF3 JEId#uE CsMYB7 &ik,
i FLS F1 UGT ik, #EmiimH| #EHEE & i (Zhao et al., 2021b). 7+ BEST @it i
AtMYB11.AtMYB12 . AtMYB111 ({3 8l 7, S L3Ik, Mg b s i B (1 B 22 (Liang
et al., 2020). ¥t MrERF4 @i 4% MrERF34 Al MrMYB12 f#i5, 351 #E FLS £ik
FEAIS, il s EHREAL R (Lietal., 2025). H 2 5a M. KAl NtMYB3 Jiid #ifi] FLS %
HFIEMEHRIETE & PA M Z(Anwar et al., 2019). 35 MAMYBL0 il i#i% F3'H &KX,
et teh b T 2R, (HEERLZRE 3-O-FEH & &, M EH RNAI REk, F3'H FRikf%
fiX, FEULZER 3-O-FH & &1 IN(Chen et al., 2021) (B 3, Fti& 1).

4 REE R EVEE B Fa R IRR

CLRIE 1 B & R AR SRR TR D, I N =Rt (1) MYB #R7 Sphif 4%,
NEZR A, BRFIE. RSP SR, B T & SRR SR (2)
B MYB 4B s R 7 sl 4%, a0 bHLH. YABBY. ERF %%, 04§ 1. 7] 4% fl
MY, RO A R B DY SRS TR PR R S R (3) E AR, H T SCHkikE
Bb, Hex 1 MYB 5 bHLH Her 7B &), ISR RIRIE . ik = e
I SCATIX 73 9 2 40 AR R e 1 SR 422 (R e R TR B & R R B 0 S 3 ] FNS
RiIE, BUPK FNS 115 AHE LA S DR 2 = SR AN TR RO LA o

4.1 BN E R R EFEIBERR
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4.1.1 MYB ¥R EFHMEBHE

MYB 22 55l 1L W% R A e R 1, T 70 N 248 R . FNS P ATRE AL 3 K]
i =LA (Mao et al., 2025). ELik: (1) Z#E SR . %% SbMYB45 fl SOMYB86.1 7F
i RE 5, B EGE CHI Rikima i & & (Fang et al., 2023a). SbMYB12 i
CCL. CHI Al F6H HyEzhT, {2t s 2 MBS H L ¥R R (Wang et al., 2022¢). &
fiH(Gentiana scabra) GtMYBP3. GtMYBP4 w]#i% F3'H F1 FNS |l J& 87 #5HH & k
(Nakatsuka et al., 2012). .4 (Lonicera macranthoides) LmMYB111 il #% PAL. 4CL.
CHI Kik, (kA RS2 2 (Liu et al., 2025¢). kT % 1¢ (Erigeron breviscapus) EbMYBP1
LEE S PREES ht 634 55 280% F3H. CHI. CHS. FLS. DFR &ML, 5l m e
BN, R EbMYBP1 vl {2 k)T AL L &M AEY & Hi(Zhao et al., 2022). (2) FNS if#%.
SbMYB3 {EEAMRR L LA v s FNSI Rk, fRdb i3 230 . DU R AP 21
“fH B (Fang et al., 2023b). £ /¥ (Apium graveolens) AgMYB12 i it #i% FNS %k, 25
FER R MR B ZR S E(Wang etal., 2022a). 7AW 7R, AQMYB1 i RiAH AT i FNS
RERFIE, H AgMYBL fEA IR R E SRR S =2 IEMH(Yan et al., 2019).
(3) BEILALIERIE . PUVES (Panax quinquefolius) PGMYB7 1 PqMYB13 il % UGT
Tk, EFER T E(Wang et al., 2025). % SODMYB2 1l SbMYB7 i@t & CHS Al
UGT ik, (it #iiF 2 (Qietal.,, 2015). FAHEEH T ZmLe ML IFE 5K T AtPAP1
#oE MYB ZORKIE R, (HJR T AR, W 7R % BRAR i %A ] Bl PAL. C4H Al
4CL f1 UGT %A, (R EH . WA RMPOEE RN R (Park et al., 2021) (K 4, I
% 2)s
4.1.2 HEHRETRMIERE

% MYB ZXJR41, bZIP. AP2/ERF SR K1 th 2 5 2/ 5 iz, AR A 45 22 5l
W FNS AR R . (1) 28581 . /KFE(Oryza sativa)OsbzIP48 i i i
i PAL. 4CL. CHS ZA:FFKIL, RIHFHEIF 2 (Zhang et al., 2022a). ¥HL(P. pyrifolia)
PpbzIP44 5 F3H a3 1456, et sl (&5 1) R(Wang et al., 2023a). i
CitERF32 1 CitERF33 il i i#ii CHI ik, &< & (Zhao et al., 2021a). (2) FNS
. %1t CmHYS5 @] FNSII RIS, FEIUF R RIS & (Luo et al., 2023). (3) Bk
feFE N . BEHRE (Lemna turionifera) LtP1L S8 #0E CHS. CHIL F3'H. F2H 255K %
ik, REWINEMARR, A, LP1L K RIA 51 CGT Li(CGT, C-HiFE AL N, K pk
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FEEEAL R EIR LK) C6 A E), PR C-HERAL TR, fEithy e 2 mBaH i) & p(Wang
etal., 2024) (K 4, % 2).
4.1.3 EEHRIEREE

MYB 5 bHLH i#id /25— o & A 2 5B 5 B T AHSSVE 2 i SR ik 7 o,
%1t CmMYB3 W 5 CmbHLH143 JE 41, i8I PAL. CHS. FNS ik, AR
HRFRRT SR, WAh, LRIENTRIL, CmERF/PTI6 I CmCMD77 5 CmMYB3 #1
CmbHLH143 F kMRl HEM L th ] 815 348 & & (Lu et al., 2024). i CitRAVL i
it 5 CtERF33 LM E &S CHI ik, HIE 3 & & (Zhao et al., 2021a) (& 4, &
2).

e ) :
st s S -
lC4H
MYB IR —= MYB RS
HE#SETEE =  SESEE @I BENEE @ HEERETFEE
samEE b SammE

SIECEAA |
cHs -
HARZ B/ |
lCHI <

FLSEMIEE  m MY B i

- HERREFRE
l NS
MYBRIMBE | ) mmumEimE TN
W ERAEERE @ geeaRE
B sABRE
it
]

B 4 R PR T R
Figure 4 Schematic diagram of the transcriptional regulatory mechanism for flavone biosynthesis.
4.2 RSB GAIBREREFIIREER

R, DA TRCIE T 42 5 A A2 ) 6 B4 e s R b, R G BOAL A D9 22 4 5
PERR SRR . (1) R0, MG L Rk 580 R Y] CitMYB21 j@id i) 4CL.
CHS 1 CHI 3Rk, 0 B TS & BT 7848, 2023). (2) HEIEALIED 1%
%16 CmMYBO012 i@ #if#] CHS. FNS. UGT %Kik, FHE¥ & & (Zhou et al., 2021) (&
4, [ff# 2).

5 REIE B BEEF A EER
HHT, T s B 7 4% 7 5l AR 0 A i it 9 32 BLEE FR 7K 5.(Glyeine max) %5 5.7}
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T, 75 S YR A 38 (8 R 5448, 2000). JL 1 TAEAE =R (1) MYB K
TS, AFEREE, FFEOREIE. AmREmMER; (2) Br MYB AN B R
FUREE, W bHLH. bZIP. ZF Sk N7, WaHIE. FmiiiEsa 3) A HmstiE,
Bl MYB H5HEHFRFBRE AR AWM. iR =i U i 2 ¥ 4 (RY R B 3o
) S B A O AR 0 22 A SRR IR ) B A 3 DR R % Gl R TR R B R UGT
BORE R 7K A 1) 208 ) PR WL R FEAE o kA, WARAE RIS, (2 B AT D s .
5.1 FEMERENERETHIBERR
5.1.1 MYB ¥R EF 2 M IFRiE

MYB 2 42 57t B A 065 B 06 B S DR 7, ML) 5 B0 22 B R R R A i R
W, (1) 2SR, Flin: KE GmMYB176 it il CHS ik, (it 5 i miAN 2 (Yiet
al., 2010; Dhaubhadel and Li, 2010). GmMYB29 fll GmMYB133 i#iL i IFS 1 CHS %
KRR T WA & & (Chu et al., 2017; Bian et al., 2018). GmMYB58 Al GmMYB205 #£ &
AR FIATTE CHS. IFS. HID ik, 351 hn s %8 4 i (Han et al., 2017).
GmMYB3a i i#iE CHS. CHI. IFS SRk s s 3l & E (K25, 2024; Xu et al., 2025).
GmMYB12B2 Fl GmMYBJ3 7] 43 5l CHS } CHI. CHS #%iXk(Li et al., 2013; Zhao et
al., 2017), GmMYB68 | iE L #iE CHS K&, {21k F ¥ EI L 2 (Xu et al., 2024b).
GmMYB130 @il & CHI ik, N 3l & & (RS, 2017). Gm20MYB-1 {3k
5 CHS. CHS. CHR. CHI. IFS 3A& %, &Y Gm20MYB-1 1E i 7 5l 5 i (HH
¥%,2014). i REA, HLRIE 4T 57~ e % (Callerya speciosa) % € i 8 5 IFS. CHS.
HID A1 CHI #1415 CsMYBs, L CsMYB36 3L &kt i ii(Yu et al., 2021), WF
FUUESE CsMYB36 5 GmMYB176 BA &7 AUk, BeE#:4E 4 IFS Al F3'H Ha3lF,
ifj CsMYB45 WFRILH 5 GmMYB29 K F AR, AIHoE CHS 1 F3'H sk, #ti
15 5 A 2 (Huang et al., 2023). (2) FEILALIERTE. KE GmMYB12 it Rk i
7 PAL. CHS. CHI. F3H. F3'H. FLS Al UGT &3 &ik, MM L% & & (Wang
etal., 2019) (& 5, ff# 3).
5.1.2 HERRBEFRMIEFE

bHLH. bZIP. ZF i A it 2 80 rii s fpE AL 2L R 2 5 s AR 2. (1)
ZAE SRR . BIINAE K G it RIA GmbHLH3 A1 GmPIF1 $47T #i% PAL. 4CL. C4H. IFS
SERLR A, (T kR IR B (T K2, 2021), GmbHLH3a 135 1% J5 th ] #2557 3 H AR 2 (%1

52 2015). #H Ak 32 5 GmbHLH13A7 F1 GmbHLH3B13 1314 ) [FIAF 5] A 5 v B AR 28 (E
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PRER%, 2017a). GmbHLH13 @1 i0% CHS 26k 7] i 2 1 0 53 %5 i & & (Liu et al., 2025b).
LR R GmzZFP7 @it i IFS F1 F3H ik in 7 % 8d < & (Feng et al., 2023).
FHEEXS A, £ Gm20ZF-1 RNAI (TR, 5o & & B35 PR (H 3%, 2014). FrKE

bb, e R AR AE IR S A 3 SR o 0 K bHLH SKE sk K7 CRC(C1-
R Rl R A)7E K E SR RGL, AT PAL. C4H. CHI. CHR. F3H il DFR %i%, 5l
SRS E AR S O R E N, HARARER S B (Yu et al., 2003). (2) FEFEEALIER
% bZIP ZRFE S K5 GmSTFL/2 il s PALUGT ik, feidt 5 s & & & pi(Song
et al., 2024b). BEMRILI GmbzIP131 i@it il GmICHG #ik(GmICHG % 5 3 ¥ B pi T
17K A 5 T 0 ) TR % 7 B A (N et al., 2025) (B 5, i 3).
5.1.3 EAHFIERE

MYB. bHLH. bZIP. YABBY %4 3¢ K- rlidid 25 (1 B AE 4% 7 3 W & . B, K&

GmMYB133 BEit S5 H STk RIVE — Rk, it5 GmMYB176 JE IR — 54k, @i ius
CHS FI IFS ik KM% 5 80 4 241 2 (Bian et al., 2018). [@+, GmMYB3a 5 GmCOL2
JEREEY, B B CHS. CHIL IFS S5JE3Rik, (et 7 miiil R(RS, 2024). BEEEW
FAT LIS R, GmMYB68 W5 GmYABBY11 HAE A Rl & E (R T, 2024; Xu et al.,
2024b). GmMYB176 5 GmbZIP5 HAFJGiEL s CHS FKiAH N & 3 & & (Anguraj
Vadivel et al., 2021). GmbHLH13 5 GmMYB12B2 1 GmWD40-7 EAFJ% & MYB-bHLH-
WD40(MBW)E &i0E CHS Rik, A m il & & . tAMpMEH GmbHLH13 &5
GmMYB12B2/GmWD40-7 73 )JE L — e E & IE 1% CHS KRS, HIFERARKT
MBW & &%)(Liu et al., 2025b). FiiFiE CsbHLH9 5 CsMYB36 x4 HAF, @il IFS.
CHS ik, BE Lt B3R (— R R l) A& B EH AT R 2 (Chen et al., 2024) (& 5,
K 3)-

© 0000 Chinese Bulletin of Botany



TR tiEH ) Ten IEE = IEE=tE
£

MY BRI

EMANE HORREFED

SadRE
MY BRI Jowc /0
sosETEE B SEAEE 7fEHEZ§l§7‘J‘\’E|E
SEGEE v A

[ ez |/

I g - Myt

REH / HERSEATEE

UGT

(i

Gl

B 5 SR T P L
Figure 5 Schematic diagram of the transcriptional regulatory mechanism for isoflavone biosynthesis.
5.2 FEFEGAENERE TR IBERR
5.2.1 MYB #REF 25 i8E

GRS A AR A R MYB s R 7 e o, ML 32 2 2 80 s . Bl
. GmMYB100 i@ 75 CHILIFS #THID )3 a1, #5268 4E i(Yan et al., 2015).
GmMYBO04-5 7 ¥z IFS. CHS Fl CHS &ik, 1w 57 H i R (X ZH, 2024). GmMYB39
ILANH] CHS 1, B 5 38 & & (Liu et al., 2013). [FI#:, GmMYB77 i@t ] CHS.
IFS SR %Kik, BRAKR A& & (Liu et al., 2025d) (& 5, [i# 3).
522 BE&AGIIERE

H 56T 5 2B AR W & ) SO LRI AR D . R FER B, K& GmBBX4 it 5
GmSTF1 Ml GmSTF2 KT A, Al PAL. UGT [fFik, #Eim i 5 #5255 (Song
et al., 2024b) (& 5, K 3).

ORI MAFIE— P22 AL, HRIR R i EMSA 5256 2R K& GmSTF1 Al
GmSTF2 E¥:5 GmBBX4 WJHal¥ 4t UMb HaRik, To Mg Bz, 145 3 4 m
(Song et al., 2024b) (Fft £ 3).

6 RESRE
ARG T IR | B 4 T M A A BRI e R TR
PR, FAHFUR R, SRR LG 2 AR 2 O, T 5 2R

FIW e TR ZH7R FR TR . R E, MYB 8 5 33
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AL, FRON e e R i SR I R B SRR . By =2 A A s DR RIE Y 3,
BB 5 7 s R ) SRR FHRAIR R o HAZ ORI AT IA 94y 2 88 ff s . pE 2
A FE DRI AR S i S B il (2 P 1) FLS AR R ) NS B4 PR, AHEEZ
N, FRENEOCHEE IFS AR S T IRE B> . BeAL, SEA IR A A T R
) SRR ML IE A 232 B

R MYB 25 i 3 IR A% O AR T B 2 A, AR U AT) A2 1 2 IR 2 UK )
AR O, EARFEREEEE T, BRI B S TR S (U R RS DL
B MBW E 549, FAE AR Y (Wbl s ) b i B CBO IR, (HAEARA
TP (I SRR« PR )RR [R5 A 24 FE AR A o 0 s VE 5 5 S VAT A R IR AR o D
) LA ERHIE LI R, MBW S8R0 AR SR A T DR TR B D REAL ?
HEAEMBEAFEYIR PR GIHSE T RIRA? REHEARKSEAREY T MBW & 514
FRIZEL B HERE DR R S P S O A5 5 R L 22 5, KA B 48 s B T A A T i A A ) i
PR R R PG, AR S 2 A E B R IS IR . LR, gt 5
BRI M 2 B G R AR S . BTt R 2 R b TR I AL, RN
RIS s R BT ME AR E v, DR ST o A B A R A 5
S Gn AT Y42 B A A BB AR et . [FI, AESRD RNA (W1 miRNA F1 IncRNA)-S 2 5% K+
Z AN R R TR — DA . AT FaR ), ASSOHR A A AR % 1 B R DA D
HAEREN, W i BURIEYI A2 YR 737 Bt B R ITRERT AL .

& STk A R
FRMERE: SO B RSB TE . SCIRBURI A B #5800 R SCIRBURI A B, #8518
3G PR FEEMONPNE: M REIFBO R A IEZE. fE ISR,
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Abstract Flavonols, flavones, and isoflavones are flavonoids possessing broad
pharmacological activities, such as antiviral, anti-inflammatory, and antioxidant effects. Their
biosynthetic pathways have been largely elucidated. This article reviews the regulatory
patterns and mechanisms mediated by transcription factors for these three types of
flavonoids. Research on flavonol regulation involves a wide range of species, while studies
on flavone regulation have primarily focused on species within the Lamiaceae, Rutaceae,
and Asteraceae families (e.g., Scutellaria baicalensis, citrus, chrysanthemum). Research on
isoflavone regulation is mainly concentrated in the Fabaceae family (e.g., soybean). Both
positive and negative regulation exist for all three classes, although reports on negative
regulation for flavones and isoflavones are relatively scarce. The regulatory patterns of these
three flavonoid classes differ from those of anthocyanins and exhibit common regulatory
modes, including: (1) Sole regulation by MYB transcription factors, which represents the
predominant mode; (2) Sole regulation by other transcription factors; (3) Complex-mediated
regulation (e.g., MYB forming binary/ternary complexes with other transcription factors).
Based on the types of target genes acted upon, the regulatory mechanisms can be
categorized into: multi-target regulation, specific gene regulation (e.g., regulation of FLS for
flavonols and FNS for flavones), and regulation of glycosylation genes. Additionally, these
mechanisms include cascade regulation and competitive regulation (the latter is primarily
observed in flavonols). This review provides a reference for in-depth analysis of the

transcriptional regulatory networks governing the biosynthesis of these three bioactive
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flavonoid classes, thereby facilitating related research in synthetic biology and molecular
breeding.

Key words flavonol, flavone, isoflavone, biosynthesis, regulation by transcription factors
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Supplementary Table 1 Different categories of transcription factors or regulatory modules that regulate

flavonol biosynthesis
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Supplementary Table 2 Different categories of transcription factors or regulatory modules that regulate

flavone biosynthesis
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Supplementary Table 3 Different categories of transcription factors or regulatory modules that regulate

isoflavone biosynthesis

TR LEat SN Pkl REFFHT
Z B KE(Yi et al, 2010; Li et al, GmMYB176. GmMYB29. GmMYB133,
2013; H¥%, 2014; Z¥#¥%, 2017; Zhao et  GmMYB58 . GmMYB205 ., GmMYB3a .

MYB FpdiE 4%

Humbe s

TERE CEE X

A

MYB S i

b=y
=
&

PR (Nl

AL

al., 2017; Chu et al., 2017; Han et al., 2017,
Bian et al., 2018; Yu et al., 2021; KT, 2024;
Xu et al., 2024b, 2025). FFiHE(Huang et al.,
2023)

BRIV ERIE: K E (Wang et al., 2019)

ZELEIRE: K (Yuetal, 2003; M,
2014; X|f#iR, 2015; FRE 4, 2017, FK
+%, 2021; Feng et al., 2023; Liu et al., 2025b)
BB RIS K E (Song et al., 2024b; Ni
et al., 2025)

K& (Bian et al., 2018; Anguraj Vadivel et al.,
2021; KT, 2024; Xu et al., 2024b; Liu et
al., 2025b). T3¥ERE(Chen et al., 2024)

L AR K (Liu et al., 2013, 2025d;
Yan et al., 2015; X|ZH, 2024)
K %.(Song et al., 2024b)

ZIWEIAE: KT (Song et al., 2024b)

GmMYB12 B2, GmMYBJ3. GmMYB68.
GmMYB130. Gm20MYB-1. CsMYB36

GmMYB12

GmbHLH3. GmPIF1. GmbHLH3a.
GmbHLH13A7. GmbHLH3B13,
GmbHLH13. GmZFP7. Gm20ZF-1. CRC
GmSTF1/2. GmbZIP131

GmMYB133+GmMYB176.
GmMYB3a+GmCOL2,
GmMYB68+GmYABBY11,
GmbZIP5+GmMYB176.
CsbHLH9+CsMYB36.
GmbHLH13+GmMYB12B2+GmWD40-7
GmbHLH13-GmMYB12B2, GmbHLH13-
GmWD40-7

GmMYB100. Gm1MYB04-5.

GmMYB39. GmMYB77

GmBBX4+GmSTF1. GmBBX4+GmSTF2

GmSTF1-GmBBX4. GmSTF2-GmBBX4

© 0000 Chinese Bulletin of Botany





