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Biosynthesis of Flavonol and Its Regulation in Plants
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(Department of Horticulture, Zhejiang Provincial Key Laboratory of Horticultural Plant Integrative Biology, Zhejiang
University, Hangzhou 310058, China)

Abstract: Flavonol has a wide range of biological activities and studies on biosynthesis and
regulation of flavonol in plant attract more attention. Here, research progress in key enzymes (FLS, F3H,
F3'H, F3'5'H, UGT) and regulatory factors (e.g. MYB transcription factors) in flavonol biosynthetic
pathway were summarized from biochemical and molecular biological points of view. Important evidence
illustrating key structure genes or regulatory factors playing critical roles in flavonol biosynthesis are
emphasized, which may result in efficient regulation of target molecules and accumulation of flavonol
compounds with important biological functions via genetic engineering.
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REFEEEN, QFREEKEREE, (RERER. ek K E. JrEsrdg. 54l
FFPESE (Stracke et al., 2010; Falcone Ferreyra etal., 2012b; XIJEfd %%, 2016; Silva-Navas et al.,
2016). PRt MY mamE A E e AR H fdG 2, B RO FA R

R, SR A S B SRS . AL KB BB DL A AR KA SR A
FZAHK (GKE 4%, 2008; Koyamaetal,, 2012; Neugartetal., 2012; J5 5 FILERE, 2016), IT4FE
Ko ANRIREIAR SR e o W e () S BRIl A R R AR I BBy IR NI A5 E AR A
Yyl Z A EUS 8 2 3k (Falcone Ferreyra et al., 2012b; Liuetal., 2016; Wangetal., 2017),
SR, A ST A RE A= W) J PR 53~ LB S S s DR 1 U2 1) 2 T LI S Sl JR Bk = R 45 5
S5

X S A ) BSOS SR AN R 45 DR AR B AR A S T AR e b o R AT S A, RON A OG
58 o 2 DR RN e g DAL -1 %o 2 I R 528 R 4 D A B0 e s B AT VA 40, IR 48 i P T 42 JO R 2 1)
A RORAE ARG 1, DU R R PR TR € ) AR 38 HAT T A1) 2 D e 1K) s M B ) e i 5 2%

1 SRR o B

T AR ) B o S A S BRI — AN 03, 4 - B S M - CoA MR M - CoA fE1
HL G il (CHSD) il Ry~ 2Emh e A B, 2 )G 7E & 5l e Al (CHD AL N ke v R AL
TE R B 3, Ml e —Fh el 2 Bl el P2 A0l (F3HD sk M2 bl (CGREeli 3/ - $51L i, F3'H
MIZETE 375" - FAGBE, F3'S'HD AT P AEANF R A sy, #lan — S04, &Mk
TEMME R, T, AT R ) DL S S R (FLS) AL A TE s R R T, 2
JEAEPRAT IR IL R i (UGTs) AL T R AERHIAC AR, U A E 2 AE R s RERT AR )
— 5, AECERIRE ] DI SR REOA AR (DFR) 4L FreE Lt 8, HEHWRALHH
FEteH % (K1, Winkel-Shirley, 2001). Kt, FLS. F3H. F3'H fl F3'5'H. UGT %% /& ff 1k 5 il
W AR I G B o

1.1 FLS

FLS (EC 1.14.11.23) J& T Fell/2 - W% MR #h HOBIEXUIN A M X 0, £ 2 - Wi R #h
(2-oxoglutarate) FIESAFLEMSAF T, AN S IRE A A LAY, AR R . BEH1R
Ehy TEABRIK . FLS BWE PR S W1 E T 4R 5 Ab 3 (MK (Petroselinum  hortense) &% 41 il
(Britsch etal., 1981), FHJS{E%% > (Matthiola incana) FMEZY: (Petunia hybrida) “5RIMITREL

YRR ERE SO ORI, FLS WS PO 3 R Wk B FIPT IR i R4 Bh PR -, L9 P i
pH 6.5~ 7.0, %2 EDTA #liffi] (Spribille & Forkmann, 1984; Forkmann etal., 1986). X|lE%E (Ribes
uva-crispa)~ TRAERE (Prunus cerasus)~ 4§ (Rubus idaeus) S5 PSR RS H FLS
Wi R 2o v T ARSI, 3 R AR S R A v (R SR f 2 (Halbwirth et al., 2009)

Ti 4% FLS [1) cDNA [P A NIEZR A= d B 15 21, e SRR HE DR Ak 25 ek > A b s i i 25 =, A
0 519 (Holton etal., 1993a). M5, XM FLS FEREAN R AL b3 ro 452 . i
M (Citrus unshiv) CitFLS WIS R E MY, fwahmthiRkm T2mt, IR P mMEE S T
RIS, X5 il N EA 2 23 v e )RR SR A )& (Moriguchi et al., 2002). % (Vitis vinifera)
S AN FLS JERFEA FRIfe b3 ik, (HHH VWFLS4 I VwFLSS fE4) R RI B R s ik, I
W VWFLSY I35 642 (Fujitaetal., 2006). RIS+ (Arabidopsis thaliana) H 6 4~ AtFLS |,
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b1, Hor AtFLSI 2 AL P d % (Owens et al., 2008a). MHEL (Nicotiana tabacum) WA~ NtFLSs
et i IR R R, A E R R RIA, R LPARIE, Bk L NeFLSs BER 14
R RRM Y B A R B 25% ~ 93% (Mahajan et al., 2011, 2012). 5K (Zea mays) ZmFLSI Fl
ZmFLS2 (W15 UV-B 5%, LA IT fls] FARR D I &Rk ZmFLST GeH 531k 2 H oM s 2k
&R (Falcone Ferreyra etal., 2010, 2012a). 7373 (Fagopyrum tataricum) FtFLSI k%2
HNIE ABA. KR (SA). NaCl SEACBAH], 177 FtFLS2 321X SA I NaCl 4b#%53 (Li et al.,

2013a),
o oH
on PAL C4H 4CL CHS CHI wo o ©/
NH > —> —> —> —>
EHEB F3'H ﬁ‘ ﬁ° ? F3'5'H
Phenylalanine on Nari ) \ on
on aringenin on
HO. o. ©/ HO. o on
[ - jo
OH O H O
XA TR A T
Eriodictyol Pentahydroxy flavanone
OH
F3H o HO. 0. ©/ 1F3H
OH F3'5'H H
OH H on
HO, 0. @ / H O \ Ho. o é[ . o
eI f;@» o ST
OH O o Dihydrokaempferol Wy Dihydroflavonols
—EE R SR
WHYE ANS DFy Dihydroquercetin Dlﬁ/ DFR/" Dihydromyricetin
Anthocyanins \ T Tt AL IS 2 T B 2
L Leucocyanidin Leucopelargonidin Leucodelphinidin
=
BIEHR FLS FLS FLS
Proanthocyanidins o
OH
it HO O oI O o
H . OH
F3'H F3'5'H CHAO -
W e EM 5 % BT
Quercetin Kaempferol Myrilcetin Flavonols
| l
Y UGT
ELE s

Flavonol glycosides

B1 #EYENEEEYEREEEE
(Winkel-Shirley, 2001)

PAL: RNZRMZN; C4H: WEEMR - 4 - JBUE; 4CL: XA TZEE - CoA #EH:M; CHS: THEIG KM ; CHI: 7 H-Hi 54 ;
F3H: Bk - 3 - J240E; F3'H: 15kl - 3 - JRAul: F3'S'H: 5l - 3'S' - JRAbl; FLS: MRS B
DFR: SRR AT ANS: (67 #50AE: ANR: {675 i8R ;

UGT: UDP - #3455 1 .
Fig.1 Biosynthetic pathway of flavonol in plants
(Winkel-Shirley, 2001)

PAL: Phenylalanine ammonia lyase; C4H: Cinnamate-4-hydroxylase; 4CL: 4-Coumaryl-CoA ligase; CHS: Chalcone synthase;

CHI: Chalcone isomerase; F3H: Flavanone 3-hydroxylase; F3'H: Flavonoid 3'-hydroxylase;

F3'5'H: Flavonoid 3',5'-hydroxylase; FLS: Flavonol synthase; DFR: Dihydroflavonol 4-reductase;

ANS: Anthocyanidin synthase; ANR: Anthocyanidin reductase;
UGT: Uridine diphosphate-dependent glycosyltransferase.
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AN TR RE RS AN [R] FLS 205 B 03 2 ) 1 £ 151 il 3 2 0 RGO - 2 e 2% o 30 KW A 141 3
13RI AFLS] LR (0 AL AW A B SR ERITE (Kn=59 pmol - L) (Wisman et al.,
1998; Owens ctal., 2008a). ZEMAM, Wh/HE AT FLS H xf — A0l 2 4 m MIRASEA)) (K=
45 umol - L'V, TR UM R Z R MPEBHE (K= 272 pmol - L) (Wellmann et al., 2002). il ®#
FRERI 3R (Malus domestica) MAFLS & X &Mt % (Kp= 1.2 pmol - L) Al &1l 25 1

(Km=1 pmol - L) KISEMIPEIEA —S (Halbwirth et al., 2006). K ZmFLSI 2% (3 M%F — %00 Kz
FAH S R SE A (K= 58.4 pmol - L), xS &1l 28 1y (1958 R K (K= 151.1 pmol - L™)

(Falcone Ferreyraetal., 20100, [F£E[H, #75#32 FIFLSI (Lietal., 2013a). %% (Camellia sinensis)
CsFLS (Linetal., 2007) F1'K%. (Glycine max) GmFLS1 (Takahashi etal., 2007) 4%} — &M 7 2
A R It v . Ak, H4> FLSs, i JH & FLS. LRI+ AtFLS1 MERAY (Ginkgo biloba)
GbFLS & A DL E 42 AR B 32/ M i, Ak 2291 B 3 A6 1 i i (Lukacin et al., 2003; Owens et al.,
2008a; Xu et al., 2012). AW, AN[E] FLS 75 640 L 1 RO AL 5 1 77 100 (1) 22 S s v Il e Ao 2 22
G B 22 e 1) E i A

[P Y e B R T AR HE— DI UE T AN A FLS W2 Dhfe . ¥ I L FLS JEA R B A= 2= vh ot
i e 5 i R RIS, B LLEFAE AU 4T (Holton et al., 1993a). #IRGHF fls] S8R LA & &
FPRAC, AEA 3 EAEAAAR, SR T AR LAl AT DY BRI FLS bt (Wisman et al., 1998;
Owens et al., 2008a). FEFAFITT fls1 SRR 43 )it B R 1K £ 2K ZmFLS1 (Falcone Ferreyra et al.,
2010) Fy3Z (Brassica napobrassica) BnFLS (Vuetal., 2015), 0] E 1400 fis1 A o5 Ml & & .
A RNAL BORLEMH G IUER NeFLS,  FUHRE R AR S W 358 F B 25% ~ 93%, LA ER. &
LR EMERKE T ILAR RS S ER N (Mahajan et al., 2011). FJHBEN RIEAR, £ ‘Royalty’
3 (Malus crabapple) it 8315 McFLS, {59500 S fi g & /& 2 3% EJ, {67 1 & 5 2% T % (Tian
etal, 2015), 7EMHE T ERIAHIE (Rosa rugosa) RrFLSI. Bt (Prunus persica) PpFLS B{J&#:
’F- PhFLS, $)ex et Ao s il AR 2R 0F IAE 5 174 s (Luo etal., 2016). Pk, FLS AYFEPIERIL.
Pl 55 PR JE A2 O 1 25 G 2R 1) B T 5 1 S R AR IR SE 4 B8 ) S i i S AR (R 5 59
VAP AN ) B A R A 5 5

1.2 F3H

F3H (EC 1.14.11.9) )& T FeIl/2 - [ 1% — 1R Eh UL XU ARG 25, AL TR 4E C-3 {7 &
FREAL, AR AEIRE, ARG ORI 16T AL (R I IL R HT £ (Britsch & Grisebach,
1986; Lukacin etal., 2000a); [T~ 546 ] 2 G 3 — B A S o I R S ] ¥ HiT 4400 3, F3HL 4
556 1 3 - Wi A8 IS 2 R 3 I 1 15 5% 4+ i) (Martens & Mithofer, 2005). 71 H% (Zinnia elagans)
& f3h AR A, R LPAR A 2R ERERET 1, MR RE 2 TR AR R AR
HMi (Forkmann & Stotz, 1984). [FUt, F3H (14l 1 S Bt 5 1 25l Ak & AR & AR AN
[F) 3 S ) o 20 B AR R 5 46 TR

F3H BT L S a0 % 58 S IR0 T8 7240, JLMAL i R FIRE TG B4 2 - MR Rk, Fe™
FIPCIR MR ERAE B R, B RefEfl (28) - M ZA (28) - BRmr AlAER (+) - (2R, 3R) -
AL A AT (2R, 3R) - &AMt % (Britsch & Grisebach, 1986). P/~ F3H F:[K 4 fh

(Antirrhinurn majus) W yERER R, 2 JGAHGE B SER L POEERL (Pyrus communis) LRI IF
SR h 4y B % 58 B %2 F3H KK (Martin et al., 1991; Pelletier & Shirley, 1996; Owens et al., 2008b).
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HEHEATEN: AW F3H BAANFERIRD W E. %424 PhF3H & 1 K% 41.5 kD, RefiEfk
(=) - M EAR B - —ALZE (Britsch et al.,, 1992), H:A His220. Ar222 Fl Ser290 254y i
S} TS AR S B8 ] (Lukacin & Britsch, 1997; Lukacin et al., 2000b). ERFPEESL F3H HIHELL
(28) - AP Z A (28) - 2F Ry N A AL AL A Y. — A 5K Wi R (Halbwirth et al., 2006, 1 7% F3H
HAHE ZmtbiEtE, (28) - MR, (28) - ZE R (28) - FFRIEB I nl 18 & IR,
FEAGAE A Y () — S B %E (Punyasiri et al., 2004).

1.3 F3'H 5 F3'5'H

F3'H (EC 1.14.13.21) 5 F3'5'H (EC 1.14.13.88) 7} HIAE R B 54 B 31 3/ E 803 3R 57
PrEFREAL, MITA A RIS RE FE A S e i — S0 P B R 5 B 55 - (Winkel-Shirley, 2001).
F3'H H1 F3'5'H B )& T4 It 3% P450 WK, EAIMEAL MK NADPH A1 O, 1 SIS R N, HR5E T 2K
ALY B AR RIS (Holton et al., 1993b; Brugliera et al., 1999).

F3'H FER T IR N EA 4 TP 43 25 %5 52 (Brugliera et al., 1999), 5 AHZEAE L T (Schoenbohm
etal., 2000). K& (Todaetal., 2005). #%j (Bogsetal., 2006). £ (Hanetal, 2010). #ilf
2% (Epimedium sagittatum) (Huang et al., 2012). .4 (Fragaria x ananassa) (Thill et al., 2013).
FEH R4S (Delphinium zalil) (Miyahara et al., 2016) 25k /% 5E T F3'H 5, Hresg
Ry @433 3 A F3'H $#01, mHARS A S 0 @438 1 AN HAT F3'5'H BRI

(Holton et al., 1993b). —{t ¥l (Gentiana triflora) (Tanaka et al., 1996), ¥EASHE (Eustoma
grandiflorum) (Nielsen & Podivinsky, 1997), KZ4t (Catharanthus roseus) (Kaltenbach et al., 1999),
#%i (Bogsetal., 2006). i (Solanum lycopersicum) (Olsen etal., 2010). FiH¥#3E (Huang
etal., 2012). Bi&. (Pisum sativum) (Moreau et al., 2012). JAM 24 (Pericallis * hybrida) (Sun et al.,
2013). %% (Wang et al., 2014) SEHY PP B8 E . F3'H M F3'5'H RIS UOE T ARl
FREEE B WA B ) L A e S & o AEREAR Y hel 5P R4 VF3'H, R SRR IR R AR 3=
L I P 1A AR R 2 25 (Bogs et al., 2006) o 75 B B $0L R IR 0 I A 3 I MdF3'HI
H MAF3'HIIb, % 3P40 740 v A e rhob fe 22 5 B8 8 1, 1L 48y 1% & 2 35 P IC (Han
etal., 2010). [Hitt, B FEN TREEE F3'H R F3'S'H 3235 ) 028 AN [3) 3 I B 41 B A 25 4 (0 2
AT

1.4 UGTs

UGTs (EC 2.4.1.17) {L R4, SRR AL 2P ol R AL S N (g o 5870 UGTSs
AJ DURE S b R A S R AL, T RS . AEOE TP A ORI AR D e R R (L et
al., 2001; Bowlesetal., 2006).

J& 724 F3GalTase % (A fig AL 24 W FF SR UDP - 2 FUHE & s iiE - 3 - O - LI (Miller
et al., 1999). FEURTTH, UGT78DI & A MEALH B sl 25 Wi fE 3 - OH {2 B %4 UDP - A4
fI¥#; UGT78D3 & 1M # 5t UDP - BB 2L 442, ik, UGT78D1 Ml UGT78D3 #4737
Y N EARE - 3 - O - WAL RS BER SR - 3 - O - BIHAA B S A2 (Jones et al., 2003;
Yonekura-Sakakibara et al., 2008). %] VvGT5 (Ono et al., 2010). %% CsUGT78A14 1 CsUGT78A15

(Cui et al., 2016) LA EHWKIR (Lotus japonicus) UGT72AD1 (Yin et al., 2017) #4574 & M 4
MR - 3 - O - WA PR IR L FENE . TN - 3 - O - WA WL BN . SR - 3 - O - LIPS
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Bl MR - 3 - O - W EWEHE RNy, eATTReRr v RN AN [m] 3 B 1 S RIAN [A) UDP - HiESE, ik
A O N B B BERE Y o HEAF FaGT6 n] LAYETE Z 350 B B R FERIEALMEATEPE, e B b & il
KFE-3-0- FAWL, 7-0- #EWL, 4-0- FEWEM 3 -0 - FEWET; FaGT7 WAEH
A M 3 - 3 - O - AN RN 25 - 4" - O - %8 (Griesser et al., 2008).,
5> UGTs Be4F 5 U 00 28 I B B T R4 ILAE 7 - OH S84 Bk AR b — DSk, & s i i
THETEATAEY) . RS ST UGTT73C6 i Ref AU 3 - 3 - O - WA a2l - 3 - 0 - WP
HE— K E UDP - #4501 # (Jones etal., 2003); UGT89C1 F1 UGT79B6 & [ figHs 11125 - 3 -
O - HIERELF e g LAy - 3 - O - HIAMET -7 - O - WP RNLZASE) - 3 - O - #A b L -
(1—2) - #Z5¥EHE (Yonekura-Sakakibara et al., 2007, 2014). fEFUFE T+ id R IE T L AL (Crocus
sativus) UGT707B1 2N, 50 ARRAH L, F IR DUREAR Al 21— Mo e &4 25y - 3 -
O - BRBEH -7 - 0 - IRAWEH (Trapero etal., 2012),

2 FEAD SR 2L A R A DAL 2

LI RN, EEIRE Y& % MYB. bHLH. WD40 25 51— 2 AN 7 =2 A A i 45
(Tohge et al., 2005).

U I+ AIMYBI12 88 AtMYB111 S8 e 7 Mo e B IE A A OCE R 4n CHS CHI F3H #11 FLS
(FJ2RIE. AtMYBI2 R AtMYBI111 WK RA UL e, AMYBI12 3= ZEJR P AR A s Wi i 25 i, 1
AtMYBI111 E T rp #6535 B i (Mehrtens et al., 2005; Stracke et al., 2007; Luo etal., 2008).
% VVMYBS5a Fll VVMYBF1 34 0] 7 4 S0 - 4 S B B 5 B, AEFARI I myb 12 S8 v it 30k
VwMYBF1 7] LLVK 5 HAE rh 3 i 5 &: (Deluc et al., 2006; Czemmel et al., 2009). —{¢ JEilH GtMYBP3
I GIMYBP4 35 ] S0 0 I B G A OGS R 20K, R e AT 40 s o rh o B 30 v A 25 48 e 4 e vh o
M5 /. (Nakatsuka et al., 2012). FiHE=EHE ESMYBF1 0] LUSGE EsF3H Fl EsFLS )3 51, 760
T B R IA EsMYBFI, S AeH s mimE& Al SRR W CHS . CHIL F3H. F3'H #l FLS “53R5 %
HR, PR S R AN, MAEHE S E T (Huang etal., 2016 MHHEXUR ' 3R M FIIEBE L
ZRszi ], MG CsMYBF1 RE45 & 0% Cs4CL. CsCHS Al CsFLS JE3) 1 A RNAi £, 1E
MG @A A h 3] CsMYBFI vl 2 3 BRAR BB iE 5 & (Liu et al., 2016). 3 MdAMYB22 fit %
G54 FLS JA 21k MU0 2 A I Bl B, 7030 R VR s I+ AtMYB12/111/11 SRR ik i
FI5 MdMYB22, W] LIiF5 S 3 i AR 52 (Wang et al., 2017) . it 58 k30, F 2L (Pyrus bretschneideri)
PbMYBY 1] LL&54 POUFGTI JH 3+, 53 HiREF R (Zhai etal.,, 2016).

AR HIE, 1R85 MY I, H T mAEYE St MYB. bHLH. WD40 #{##,
HT S BAx MYB R AN . DL, B30k, MYBI12 DL MYBI11T 4% 5 i
B4, MRS H A MYBs 2% MYBA. MYB1. MYB10. MYB110. MYB75 (PAP1)
FIMYB90 (PAP2) 5% (X% 48, 2013).

bR TAENBGE 1, MYB 0] Ge/E 4062 5 s R A=) & e 45 o AR B rh o B R A
R2R3 #! MYB #1il+ FaMYBI, 2xH0 I 2 M BEAR 2, [R) I 4 5176 75 1 F5 52 (Aharoni et al., 2001).
FERIE I R RIA K E. GmMYB100 FER, 86 58 RIRE PR o5 I 5 5 2 & BAIK (Yan et al., 2015).

Br T MYB &b, HoAthd s K1 2 5 5 i B 2R 406 ) PR3 Bl 4 WARTE « oK R2R3 A MYB #%
SEKF C1 AT bHLH #5581 LC 75 B8 i I i MYB-bHLH % 5% 5 & Ak i 45 ol e & i, 76 & 0
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R ARIR C1 A LC Redem RSl Ay & i, 10 C1 8% LC PN L S IR 1 IR L DR R AR B0 AN g
R S R 5 (Bovy et al., 2002) . RIS+ R T bHLH sk A K% TCP3 é AtMYBI12
AAMYB111 BATHE A HAE, I mTCP3 Rk s LS L 2% (Li & Zachgo, 2013). £
ST R D R R RN FE R IA AtWRKY23 FER, RIN AtWRKY23 BER 5175 T AR s i A B, I
PR AEKRE (Grunewald etal., 20120, % bZIP FGH: 5% KT VvibZIPC22 % 5 s %
AT O O SRR, AR TRt BRI Wi ZIPC22 WIS NtPAL. NtCHS F1 NtFLS ik, MM
REAE P E RS E (Malacare et al., 2016).

DRI, AN [) B S DL~ 0 B e A2 ) 6 A AN IR ) R B, ml R AR 18 AN R AR KR B A
B T 2

3 S A A 0 SR R 4 A %

31 xER
3.1 Ak

FH T 8 P 47 0 A2 FE ) A ' P T R AR AU ) 5T, AN [R] D i RO 0T P 1 FE Ak 3 o) e il e A
Y& A T

AN ) SR R0 45 R, RS b s 7 A DG IR B SE nmi E n. 7E ‘Merlot” . ‘Pinot
Noir’ . ‘Cabernet Sauvignon’ FI ‘Pione” %52 /M i Al b A0 I : K FH DG B4 U T A K1)
Rz, Rz RS T4 R AE R SE (Cortell & Kennedy, 2006; Fujita et al.,
2006; Matus et al., 2009; Azuma et al., 2012; Koyama etal., 2012). JGIACHHHS T 4% B
2w YZwCHS2. VwCHS3. VwCHII. VvF3H2. VvF3'5'H. VvFLS4 #1 VwMYBF1 RN 3R 1A (Czemmel
etal., 2009; Azuma etal., 2012); [fBEGALBE 2 30 2 DO BN 5 i) vMYBI2 (31K (Matus
etal., 2009). FANM, FFEAEKMANLTFEKR ‘Aroma’. ‘Jonamac’. ‘Fortune’ Fl ‘Mutsu’ 553
RS Al SRR TR RSP S (Fengetal., 2013; Lietal, 2013b).

V0 2 T (Ligustrum vulgare) TR MIRCEAE 6% (G 35% (FhEERIAG) F1100% (K
FHOY) H OGRS AR BE 8 J&, B G I i BE 3G o, ity rhfit 2 38 3 - O - S8 O BB W 1 i ( Tattini
etal,, 2004). LAFFEMI (Cyclocarya paliurus) NHPEL, BHE 15%. 50% 100% H GRS b EE 3 A4S
H, BEECHGREE ISR, W R . (AR B E A (Deng et al., 2012). =GR

C(HY% 1400 pmol - m™ ™) FKFAE (Catharanthus roseus) Wiz -3-0- (2,6- - -0-
L I, ILAm -3-0- (2,6 - = -0 - RFWID I, LEm -3-0- (2,6 -

T- 0 - BRI CEIUREEE - 7 - 0 - SRS R HIHDE (FOEAT 100 pmol - m™- s 1
T 9.8 %, 88 AN 1.6 %, HE/ B MR AL S G B o R R, e AR -3 -0 - (2,6 -
-0 - R K FUBEIT (Ferreres et al., 2011). S%H] 400 pmol - m™ s 3861 100 pmol - m™> s™!
5965 AL PR “Sabellica” PIAH W (Brassica oleracea) FEAE 12 J& G RIN, G A ol 25 1
g edlE t 24.8%, WHER -3 - O - I FEEAE - BBETT -7 - O - D - Wi MR -3-0-
WET -7 - O - D - WA AN 2 -3 - O - MIHEMESE - BRME Y -7 - O - D - Ml fi 7 55 0 =
PR E T 5964l (Neugart etal., 2016).
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312 kR

KFDGEEAML T UV-A (320 ~ 400 nm) FIHE45r UV-B (280 ~ 320 nm) ZH i, fif UV-B 4@ 4 50
SSERIYAN KR A 3 L, Bifi DNA. RNA R AR, SRS S 20 H d3sE s, &
EPEMEHI UL UV-B gt o B9 W], UV-B 4f Al 55 “Silvaner” #1144 #¢ # H Fr v 82 i 5% & (Kolb
etal., 2001). FI| & ohek 5737 B R of i Y 75 i 43 | A B “ Cabernet Sauvignon” Fl “Sauvignon blanc’
HIE MR, KRG UV-B HE T 0 SRS R B sl KR AR R, T 058 A0 BT i 0 T R 1) i %
L B e Wk R PR, ME— DTS e T VVFLS Bl YoMYBI12 4y BIZRE 50 N, UV-B 1) 4584 5k
AR P R 1 (Koyama etal., 2012; Liuetal., 2015). {EREA2ERIMSESAEY T, UV-B 485 AE 5
EPE I i 2= AR I A, T X AR A AT RE A BRI A AR R ER] (Olsson et
al., 1998; Ryanetal., 1998, 2002). UV-B Hafff kb BIREZAF F3'H G R SRAARRE G, v S s
Mo i S M s, MR 3R L AR I 0 LA BR R R Ll AR M S I AR N, i PR A R 2 B D R
P, HAEKHECRWNE (Ryanetal., 2002). Kk, UV-B 85 a] DL AR AR I F R0 5 S wb i i i 2
L.

Ak, KJ5 UV-B Ab# ] B3¢ 5 ‘Aroma’ SR (Hagen et al., 2007). ‘Mantianhong’ #b%Y
(Pyrus pyrifolia) 1 ‘Cascade’ PH¥EZL (Qianetal., 2013). ZE#IFE A (Castagna et al., 2014)
SRS A R B . SRS UV-C AP n] DL B8 =i 8 (Vaccinium corymbosum) (Wang et

al., 2009). #i% (Crupietal., 2013) %5550 fiE & 7.
3.2 FRFIER

YA Z BV E AR EIIE fS, P ERRIR (JAD RILATAYRFR T lE (MeJA), #E
B3 R SPOTA G B R IL . SR D EE AR, HAYE % JA F5%S
TR o

YR E T AR (Rubus sp.) HEAT MeJA Wb BE, wJ {2 258 m RSl i 38 3 - MiZp 1.
W% 3 - BRI SR, o 0.1 mmol - L 9 MeJA ARG Hf b i3 (Wang et al., 2008). 7
HiRIF£ 0.1 mmol - L™ MeJA WS 1 h JG#EFr, 3L 15 d Ahiintepnli 28y, i 355 & it B3
T (Kroletal.,, 2015). fEATE S (Polygonum multiflorum) 40 N &V% 44 2 h¥s i 100 pmol - L™
JA AR T3], RN MR R . LR A S Y % i (Thiruvengadam
et al., 2016). {EHATANMLEIZAR T, H JA 0GB, 06T O R S e, BEUT JA P53
WiARES . (Xuetal., 2009).

MelJ A Ab 3 45 5 i B 2 400 65 A IR 5 MeJA IR T4/ ¢, X 28 1AMt I 0.02 pL
(+) -MeJA, Aligm itz MR A s S, Rmiin (-) - MeJA iR IFEH] (dela
Pefia Moreno et al., 2010). MeJA AbF 30w i bifi EL A My R A A0 5B 5, 4nH] 100 pmol - L' MeJA
IR i PR AE AL RURR R L0 AL (Carthamus tinctorius L) K, {EE MR 21 ‘XHH007  FE&H,
W% -3 - 0 - p - D - WA A T RS B2, mEME A2 ‘ZHHO119” PR,
WAy -3 -0 - B - ZFWHAS T EREZENM (Tuetal., 2016),

3.3 HMEAF

PR IE 2 FABPAEE D 7 R B . NaCl. SA A5 52 E SR EIA 5 Pl UG T LLS S 40 s T
PR SR, P 2 TR - 3 - AR - 7 - ROAREE L SRIEY - 3,7 - AR S
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Big -3 - ZEFPEE -7 - REFEFEHZE (Olsen et al., 2009) . FEPKHEARKEATEES, (KIEAF
Tt A ST IR . A R LAY - 3 - O - SEBRIL - BRAETY -7 - O - AR
SETT T TR WA S WA I DR IO 2 (Neugart et al., 2012, 2016) o 7E UV-B A WOGIRSS T, AL
T20 CIAKHEE, 10 CHMRIERINE] 73R F LM = RS (Reay & Lancaster, 2001) .
J1 100 mmol - L™ NaCl 4bBEF5 5424010 4 d Ja, Wit RN Ay & B W, FrFLS2 SN #RGA B
F EUH; 1 100 pmol - L™ ABA Ab 5 5532 4 14 U ] 53 25 FAAIRAR e 255 B, FeFLST SE IR #6552 330
# (Lietal., 2013a).

4 YN A AE N A R L . H

AW N A R AN IR R NS S A TE £, € S H FRETEY . S G T
ARG, I DR TR 1) 5 B H AR B IR A, AT SO A RN LS B e A 2 A R

Kk T MG F3H R FLS JEN 38R SN KA, alR B R A A B 15.1 mg - L (il 2%
By, IR R R Ak 1.1 mg - L (0 R %% (Miyahisa et al., 2006). K#4%E T (14 PAL. CPR,
K& C4H. 4CL. CHS. CHI. IFS. F3H. F3'H VU)X 5% (Solanum tuberosum) FLS 3R 1844
SIS RERE S, AT LLA K 0.9 ~ 4.6 mg - L (#1128 LA K 0.26 ~ 0.38 mg - L™ [{IHi ) 25 (Trantas et
al., 2009). FEMEY (Populus deltoides) FLS FIIKFG (Oryza sativa) ROMT9 K 7 ALk 5
LR, MR F= AL 3 - 0 - FEEILAR) (Kimetal., 2010)

TR R R IE P AR IR T UGTs T [ nl DUEAL A 2 Flos i B 20, s
3-0-.7-0-.3-0-R4-0- PHEEL, 3,7- -0 - FERFLUIL 73 - -0~ ik
BEF (Lim et al., 2004; Ren et al., 2012). 18k XS0 A 32 A% 7 R B A G0 B AH OCKE R Ul galU

(UTP-glucose 1-phosphate uridyltransferase) %5, 0] LAgE— 03¢ m Hbrr=#r=5, Wk A«UGT78D2
1E KA galU 58728 3k, DB Y 3% - 3 - O - N - ZBRE LR 450 P it i 3 1% (Kim et al.,
2012a). MR, A KigAF s B %k ArUGT78D1 (Yoon et al., 2012)., AtUGT78D1 (Kim et al.,
2012b), AtUGT78D2/AtUGT89CI B, AtUGT78D1/AtUGTS9CI (Kim et al., 2013) Z5FE[K, A LL4 5
HRMEE -3 -0- (6 - BABEDHO. Wz -3-0- WBERHH/LAR -3 -0 - R Ml
K% -3,7-0- "R R E -3 -0 - BET -7- 0 - RS0,

5 JEH

HEIEERAL S O Rl SR P B8 e, IXLebd Y A RA . SRR, A A
Wiy Wftes ERURIPIACH 55 AR, H A S s A A R 428 AR DG 7 22 SR b AR A B R 2%
LIHETE, A Mg 2 55 TAR B W 1 0 Al E R 5 ORI RIE 8D, AN SEAT AR i
Ve D REAT s B2 WFIT

SRR A )5 g AR P i 2 TR T . BEE AR ThRERAIE, AR, Tz B A R 45 R
7%, ATRRZ ILARSC M, A8 SR DA TR Bl [R) 30K S AP LRI R B o SRR 2 5 R AR T 5 (1 T
PEARHH I AR G s PR BT R A ZR I ST H AT LB 35, JEA IR a D e A i
R COy T REUKYT i HUF SR 0 SR R & R M 5 TR R B b AR
B LI N AR /N RNA BRSSP 8152 15 2 55 S i e A )RR 8 (0 4% H A i JedioE . AT
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