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Research progress in key enzymes involved in biosynthesis of Panax notoginseng
saponins and their regulation

ZHAO Can, GUO Li-na, PENG Yu-shuai, LIU Chen, WANG Ru-feng
School of Chinese Materia Medica, Beijing University of Chinese Medicine, Beijing 100102, China

Abstract: Panax notoginseng saponins (PNS), which belong to dammarane-type triterpenoid saponins, are the main active components
of a precious Chinese materia medica (CMM) named Notoginseng Radix. PNS have better protective effects on the central nervous
system, cardiovascular system, and immune system, and have been widely used in the treatment of diseases including fibrosis, aging,
and neoplasm. This review summarized the research progress in the key enzymes involved in the biosynthesis of PNS, such as farnesyl
pyrophaophate synthase (FPS), squalene synthase (SS), squalene oxidase (SE), dammarenediol-II synthase (DS), cycloartenol synthase
(CAS), cytochrome P450 monooxygenases (CYP450), and glycosyltransferase (GT) in terms of catalytic mechanism, gene cloning,
and expression regulation on the transcriptional level, as well as the specificity in expression patterns and expression tissues and organs.
Meanwhile, the effects of polymorphism and environmental stress on the regulation of gene expression have been first summarized.
This review provides a basis for artificial synthesis of PNS using metabolic engineering.
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T2 S 0 o e R R A A 7 ) ) 2 2 R
g3, RN B S T A R B il DA S A
AU A FRIE K. B =ik B E AV G U R
FHOCHE R TR N, @i AU TR F B4
=R BRI A GE S O T REC
1 PNS HEHMIERK

PNS M FEWH» NASEH Rb. ASEH
Rg. —LREH R, FEH LA VU =i 2 5. Hil,
X R DI F e 2 DU B = 2 B AR B g iR O
WA, — TR0 3 AN B (1) 706
HAEWEMR (isopentenylallyl diphosphate, IPP) F1—
PR 45 9 26 £ 35 R ( dimethylallyl diphosphate ,
DMPP) [ ; (2) IPP FI DMPP i 57 ok K%
¥ B A1 s 2K BR A B A & R 2.3- E A B G
(2,3-oxidosaqualene); (3) 2,3-5 L& MK IR AL FR
. B, BERAL B, BRIRE PNS!,
2 PNS &£1& MBI XIEE

PNS AV E ORI ET 1 209 WIELHIEHLE X

ZIEHREA

acetyl-CoA
ACAT

ZTk Z A A
acetoac tﬁl—COA
MGS

3-FR -3 H AL R AR A

N, FLRTRERSCHEREAT 3-F2AE-3- AL — il A
& JR B ( 3-hydroxy-3-methylglutaryl-coenzyme A
reductase, HMGR). JEWeSLAEREER & Rl (farnesyl
pyrophaophate synthase, FPS). %& /%4 il (squalene
synthase, SS). % /%Ll (squalene epoxidase, SE)+
IAH Y% —BEA A (dammarenediol synthase, DS).

P450 B4 RE (cytochrome P450 monooxygenases,

CYP450) FIpEILEAFERE (glycosyltransferase, GT).
FiAk, A 2,354k T 0 i AR D R A S I ) R B
Aig——3ARTTEEE 5 il (cycloartenol synthase, CAS)
(3% P (] 42252 00 PNS 15, DR REA) S -5 18
BeR =i B AT R 2,3-AtkakE. B 1
i E g e TR T PNS It
HEER G ROeAE, JHRER G R s R R
R0 FE DR e BE AR A 7T, X PNS [R5 S AR K
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CYP450-P450 HLI1%E fl
Dotted lines indicate several enzyme reactions;
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Fig. 1 Biosynthesis pathway of PNS
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2.1 FPS

FPS & —F s IR b, 28 I ik
PR 1 ARG . e AL 5 BRIE T 1) IPP Al DMPP
PA 1~4 SKEESAR G [N, TER 15 TR )2 e R £
f#ER (farnesyl diphosphate, FPP). FPP ;&Y N
VFZ MRS B AT, 2 1 AR RL YRR — 0R A
R FPS A1 2 N E & RA AR, B4~ 5
Y RN I EBERR (allyl pyrophosphate, APP)
o IPP G55 ALk . FPS fe e SO0 g% (¥4, 1E
T AT SR IR S AR BT R A o Rk SR
BRI, Lan SEC0URIE T 246 1 AHI FPS
4K cDNA J741) 1 068 bp, FFHUH AES S 356 4
EHER, X T REN 4.07X 10 R AR . X2
1€ Hedychium coronarium Koen. # HcFPS mRNA
A L B4 R s Pl B AT H LR R AR B
BB, HeFPS A e 17 16 I 4% K MR A5 2 i (1) & Bl o
FPS A7 A= 45 A M 28 (PR S M A IR BB 52 493
N2 FRMER AT BTG S/ FPS sRIAF &, XKW
HCcFPS fEZ 468 FR B A HE N DR .

XF FPS 5k [RI7EAEY) () e IE B B 9 Hh
W, AR RAHLRIE R R, T H AR E R
SR IERTAE Y REIE I . Cunjllera 25115 T )
Wi ¢ Arabidopsis thaliana (Linn.) Heynh. FPS
cDNA, 73T B4R JF FPS1 Al FPS2 B K 7E4) 1
M. 22, HAfE AR, HH, FPS1 mRNA £
WAL RIEKT fie e, 10 FPS2 mRNA N LU
KPS, B AERF T R BiTE =k,
BIR Siraitia grosvenorii (Swingle) C. Jeffrey ex Lu
et Z. Y. Zhang. Bl ¥ Centella asiatica (Linn.)
Urban. 7 & Artemisia carvifolia Buch. -Ham. ex
Roxb. 5540 Z MY 7> B IF 7ol T FPS ) cDNA
51

J& #b 25 MUR B RT-PCR A, % 1) 75 A
Acanthopanax senticosus (Rupr. et Maxim.) Harms
FPS JEREAFE =, ARG E . ARKE L
FRFTIR IR (MeJ AD AL 3R J5 RIS IH HLHEAT 7404
SR, FPS TEAF=H. B, #4885 & MeJA
AR BRJE R R TR A 2Rk, (HRIE K PARAE B3
Z 5, H FPS WA KA & S0 Tt 288 5 1 2
BAERZE N EARK R, Guo B T 1 MK
TEZ IR IR JI5E7 Ornithogalum caudate Jacq.
1 FPS 4= K ¢cDNA J7 41|, 1£ KA T8 Escherichia coli
H TR IE ATV K] OsaFPS, %4 SDS-PAGE £3%

k. Ak, 347 7 KEMA K FPS LRt ik
w7 . Kim 5150 7 B8 FPS 72 =ik B H AN S
FH I ThRE, A T T FPS RIB RIS R I FELN
ANZSBARR A AN T BN R bR, R BE R R R I
H S PgFPS FRak/KF, Bk F11 F1 F20 1)
PgFPS ¥ /K-F LUt Bk = 11,1 % #e btk F17 A
ZREHERT (3642 mg/g), LLXHIBHRE 2.4 1%.
ANZRWLTEOHRIELNE BRRTHE
Agrobacterium tumefaciems 3 WAL, @I
PgFPS B:H ‘7 A NS BARAR A, AEAEA) £ B2 AT A
Z B R EH SN, J8 PgFPS fTEA S =
i ARG R B AR A

S AR A FIPR S M it 51 1T RT-PCR
i, 3% = FPS ) cDNA £ K4 1409 bp,
GenBank % 3¢5 A DQ059550. #R 4l = FPS cDNA
HEM 14 2 1 P AL AE S S 130~1 161 bp,  4fil 343
MNEIER . AT KA RGO R, =
L5 NS BT FPS FEHI—FUE 2 514 99%A1
95%, H=mEYRMMARLL. FR, EET =
-+ FPS )5 A% A 84K pET32a (+)-FPS, FaIhE
L3 K FT I BL21 (DE3) 1. 2 HL K i 8,
AL BE T B BB S G I R PRI EAEN.
pET32a (+)-FPS 3Z 3| 7 N 25 -B-D-ti AKX 2 L
(isopropyl-B-D-1-thiogalactopyranoside, IPTG) 53
i, RIEMHEAEAME PTG WFE K K.
HHX TR 4X 10 24, STREIMEAT . A
26 U5IH RACE HiAR M = -6 5ol th FPS JE[R, ¥ 74
a0 2| By OFPS B, T KR
Gynostemma pentaphyllum (Thunb.) Makino FPS
[AIf) 3’ RACE 514, Jf%H 3’RACE M1 5’RACE %
Vil T 4 FPS [ 4K cDNA.
22 SS

SS & —MZETEN R M _ERIRLS &1, Bl
2 5T FPP & T e s, MiEimaks i =ik
EYIFIEY) S IE . SS fEMEAL 2 421 FPP JERU& )&
(i A 7 A SR R 4 TTONADPHD /F N ARk,
FIEFHA 2 &8 B TR . Lin R SR,
N SS B ILGARRRLR R S Mg Bk
Mn” ) AR EE ST E E . (6 SS AL S A7
1E T 77 NADPH 256 1) sk A . BT
YR AE hSS-(F288L)-PSPP & &4 +h M %2 31 (¥) i)
A 5 (JK %), $2H 7 SS 1) NADPH 454
B, WiE T 4035 - 1VRR R BEYS RS
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RAFFESHSH K EEZLR: RMEE. 46,
T RS . Ye 25853 & 255 Dioscorea
zingiberensis C. H. Wright SS 2K 4K cDNA J¥ %1,
IR R B b £ B 24 DN LR Y DzSS £ Rt
W HRIE, e R AR YA FPP [2 NADPH 3¢
RPN, H GC-MS fE AR SN S SRSl
P& . AN RT-PCR 72 H13& B, DzSS fEA[A] &%
BHAFNPNREAZEEEZS, XEs SS
TR Ko

HATIN Y SS & =i RS AkE Y & B )
GO . gmis SS IR DN Z MY e
BEAEE, B =t. A&, HE Ghorrhiza
uralensis Fisch.. &8 Psammosilene tunicoides W.
C.WuetC.Y. Wu. ZXEW Euphorbia tirucalli Linn.
o PEEITREZHEMN SS R wfE, KN
V2 AR E SS M at. B 2mEmit
RT-PCR 733 2 NFS: Salvia miltiorrhiza Bunge
SS FE [, B gRAL ) 2 IK B M A A O 4 R 3
RSP X 2 NMERBEAANFE RIS T/ NS T
SERRFAE, LA RAS [A) 1 2H 230 7 1 e i A R I (1]
RIBB, TTREAESF S SRR =R & A
E R FEAFER . EREPILL actin A S
A, FIFH RT-PCR £5A, 73 Bl oA [B] < &
ATFESE S NeJA ALFEXS SS1. SS2 FEFIFRIL N2
TR, 258K H T SS FEH ZK % SS1.
SS2 AN KINME RTINS RIE, HRIEE
Z i (P<0.05). HFhn SS1 RIEES B
RPN, SS2 MERBESEHEEREN
EAHSGK R (P<0.01). SS2 AN =ik B if
VG TR, HRIEER&IKIUE 728
EM K. XIBEP 204 T 4 MEED R 2 R
SS A L IR 2 451 (SNPs). A H AL
&1E (InDel) FHEFIEBHELZ &M (AS), JRild
PRAINEE AR S REAE L s B A 0% . RN AR 4 H
RO 1 BN 2 A RS BN IR G R
HLRIEXT B-A W AR RG22t H# SS gk
g2, Hmiimib Rk zRrE3E, W
RE A LT H W B 73 7 B

SR SEBIHH RT-PCR HAR I =13k
3 SScDNA, 4K 1270bp, Zwfd 415 MR .
GenBank %3%5 4 DQ18663. [RIVFEENM TR, =
L SSEHEIRT I 5 NS FHE W S KHE Oryza
sativa Desv. [] SS IR F 5 — 53514 98%.

81%- 78%H1 71%.

A P R AT SR
pCAMBIA2300S-SS HEPFRILF RGN = L7
e, FI R FI4H PCR MG & R IR B & Ht
PG B DR () = -4, SR )5 3l 5O 58 B PCR %Ak
[KIZH PCR BH P40 M HEAT e oK P I RE 04, ' s
CABH PSR A A AL, A0 PNS Ak 2 & . 4y
Bt =L B R AH R i OKF . B B AT AT PNS
EAHL, BERDNAIMR R SS B KR Bk,
FREE . PNS & KA Fritm, ¥R SS
APt m AR T2 E RN R, U SS1E
=B EME S RE BN REEM. SS
=R IR R B AR = SRR . P
PR Thid 7SS WM RIA A, FIFRFE
PR R BRI RS =L E AN
W, SEILSS BRI HEERIE, WIPRI SS KT
it AR TR EERNMR R, W7 SS ERE=
LEHEEYEREE TR TR

SS B2 =l Al S B2 43 AR I 5 1 A,
WA 1A CEENE, IR S R =5 A i3
o E B
23 SE

SE /& — P ina iy, Mibelna i 2,3- Ak
W5, R = R R R A £ B A 6 B A2 T DR
Mgz —. &WIEERIEERE Saccharomyces cerevisiae
Meyen ex E. C. Hansen F{ENE 1 AiiA L HTE A
B (provitamin) fIZEMI A - Garaiova 254 E,
AR R 2R %5 5] 24915 SE 1) ERG1 JEFE 2
MGRAR, Al SE VETEREAK, IS E R SE iy 2
R IR B o ER R AN 23 RO R I BE AR A2
K, JEE 23 O S R R A KRB, R SE
SR ¢, Han 7585 x5 N2 =ik 2 H
S BEA Y6 e 1) 2 A SE =[5 (PgSEL #1 PgSE2)
BEATHRIE, R 3 AEAS R AL 1 R IE LA K 2 3|
MelJA 55 FHIRIEZAMF . PgSEI RNA T4k
(RNAD 58440 PgSE1 W%, fEME NS R1
() B/ s I RNATVTER PeSEL 7] ff A 24 rf PgSE2
1 CAS W& B, FEEREM R, Z5HEP
Fi RT-PCR AR HIFL0 SE & K I RIE AT T 4
B, e T HERAEFENXR. SGRERA
=t 285 SO B IR Fon SE RiLE 72 R
%, H SE MFIASH AN H I EAEREN
IEAHRKR (P<0.05).
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R THEPIUNZ AR 2 PR SE iy
J:[H PnSE1. PnSE2, PnSE1 5 PnSE2 3 X 1l 4
2R (120 0 & 537 Al 545 NEIEERR, T AL
979%, HN i (FT 70 NMEEEER) FFHIARS . X
PnSE1. PnSE2 #AT AW B34, @it
RT-PCR 775 HAE 4 4 =LA FHLERALI
TR, PLZ MeJA i S G R R iL B
Ak, PnSE1ZERIEMR. 25, . ferhiifg Rk, LA
WA FEH i, PaSE2 B RN RLAERE
F, HAMHAKTS. MeJA %5 24 h J5 PnSE1 A
TEM R RIE RO IS S/ T, PnSE2 2
IR A R 5 5, RIS/KT TR ZE. 45 RKH,
PnSE1 #1 PnSE2 2K A A ARIFRIAR L, E£=1L
KA = WA B R A R A A T, 4 DU
PnSE1 %K 25 =h§ B WA R, PnSE2 K U
TE S B & O A PR A E R . 2N 553 TE
Medicago truncatula Gaertn, ANZH 2 i SE [R5
PRI AR B A AL

AL MR X SE 4T T i 5 %5 5E
25 3 POV P M0k 1 S B AR A — S5 R R B = AR
& RNA, i RT-PCR ¥ = LR AL RNA H
P14 SE 2L 1) cDNA J7%1, ¢cDNA JPFK 1648
bp, JFIFELAESLGRAD 537 NEIERRRIE . A4
Fr&EW: =+t SE AERTFIENS. E2RY
Datura innoxia Miller« YEINAEETFE « 17 Ah Solanum
Iycopersicum Swartz fUFG 7+ A1 H W A4 = Brassica
napus Linn. FI[FEEYE 759 97%- 76%- 73% 71%-
T0%H1 45%; FZBR T H1 I [FE 53 A 97%- 63%-
62% -+ 62% . 60% A1 48%; GenBank J¥ %5 )y
DQA457054. J L i R 5 B4k pET30a (+)-SE,
D P8 B R HAR A HESL IE A . Z 4Lk 54 K
J#F B BL21 (DE3) plys A2 54084 IPTG
S IRFRIEH SE BIRhA & E li—His6-SE (N ¥
# 6 > His [f) SE). SDS-PAGE 453 E7R, H5M
THEEREMERE BN THRELN 6.4X10°
(AR ORI A 5 R IK 20 5.0 X 10° R RO EH
i, 5 His6-SE IR AN 70 T R AR, ¥
WISy 18 7 =& SE 3N, Rk =-£ SE g &
EAM. MREPIR =t SE cDNA F3#7HIE
Vs B2 €], =+t SE & MEEA, aTM
SR S b SR . RT-PCR SZE& 45 BAIERY, =
X SE 1E = EAFAL P EFRIE, ERFH
Tk AP 2R, R s, 3 AEAEAR

W FRAE S T 1 AR AE AR R R IA X e 2 R
= SE BEFMERIEF R ZHL Rt . DL
FLE R N I = LR AR A S A H 2 2
T TR B E B
24 DS

DS &% & I LB (squalene-2,3-oxidecy-
cloartenolcyclase, OSCs) H—Ff, {1k 2,3-5 /b
EIGEIIMENIE I . PNS & TR e DY 3k =
S, Tk I R IR e A R AT, B
DA DS fE =2 HA g mEEMIRTEEM. &
FRIFK TIRZ DS ARHPRIEA: P2 ik B I — R A5
AL, IF HLBW A% 4 2 IA R 2R K B FAXAEY)
YR IBAE R

Liang P o SZEL 1 DS F D8 78 TR 76 1%
BER I IR ERIA , R (a5 HPLC 7R K
T 0 G U B IR I AR T [RIN ISR E T AR
B TRE B AE AN [F) 35 % 56 A CHAMIRED s
I AR 2UKT . Hu EPhEE R s 5
A NZHR cDNA W 4 SCE ik Y DS 2 [,
Hg | BRI B A ——H TR PET-30A-DS, &£
KT B EE KA KR AR DS EHAEM
i alifh 38t SDS-PAGE gk &, =4+
HEF 4 — B HIE I LC-MS B AS I 31 o 5F 78 o,
HAK DS & A A DR Sk E A B &, Rl
WL DS IRIATE NS B AN G B K% T
HOEAVE . Wang &PYTIEE T M PE S Panax
quinquefolius Linn. [f] DS JE[X PqDS, Ffs28l 1 1E
B REEE B IR R I, A (- R R
BIJ5ii (LC/APCI-MS) £ B A ) 358 3 ) —
7. A, ££ PqDS 1 ik B Fe 1 K B RIR 7, PqDS
e G I [F] I L RE B2 5 — P450 2 [F PqD12H
(WL ESIEANS —BAE) K%n. M
LC/APCI-MS 7£ PqDS 1 PqD12H #: [A It R iA ) &
HMEZREESD PR BE NS =
(protopanoxadiol), 7~ | = & H W& ST
Hh 5T () [ AE DG (R BF HH TOR =il SRS
J R AT AT 1 o Han 2055 37 7 58 i 4 2 DR A 5 7
Y M £5 IR R A IS I m I RE I vk, R
PgDS K H T ASHE T RIEN 2N 35S
BN AR o e R DR SR AR O B I i AR R
AL SR B R 1, JF 3 SO P S T 1 P31 b 4b,
YA AT RRAE R R AR A BT BT, Rl 2
TR EAE 5 5 (Tobacco mosaic virus, TMV),
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XTI REAN DS 5 % bE RS R A S (glucuronidase,
GUS) f3kiss k0,

Hatoh=t. A&, HEE, HEEER
Dryopteris crassirhizoma Naka 58 %) v B 15 2 4
% DS HIFERE . Luo 24P 454GS FLX Titaninm &
HEMFH AR (454 GS FLX Titanium system) X 4
SEAE = CARM cDNA SCEEREAT T 1/4 A run (FF7,
FEAE TP N 410 bp (1) 188 185 ANF41. ix sk
J7 5 454 GS De Novo g AF W15 7 A Flic 4L,
FEAETT 30 852 ANMRAZ A (unique sequences).
R RS A R T (BLAST) W51 524
SERE PV EE AT T R, B 70.2%15
FVER. REERNSRFAT 2R (KEGG) £
R, 41 NP SR ALE 454-EST Hd 1)
1A= B RRE A & R . Hd DS 2R
4 1018 NF51, GenBank &35 N GU997680.
STHGEATIRVEE TR, NS, FESA=+t
Bt 769 MRFERR I B A m AU . #E DS &
AR E, =5 ASATEHES SR
98.7%F1 99%[ A —ME. AEPIxN =+t DS #4177
FEHI23 0T, DS 4K cDNA 541K E 4 2 500 bp, 13
=2 310 bp PIHFRIIELHE: X DS #EATHI45H)
WIhEE M o, DS EARFSISHIE S ELE
WAL B A £ R R AL, 00 B S8 T 5 P L it
10 2,3- S0 i 0 TR0 AR A S B AT = B R A AT AR
B, WMASH MRS - W IR B A R
(B-AS). DS, XH=- DS HEEMFF.

Han 25585 F] RNAi £ AR08 A 29 1) DS JTER,
SHASBERRRD T 84.5%. fiLA W FIRE,
MeJA ] LA EEHEYIF DS 1IFE, Wi sgi e
=i R ERY i MeJA bFEAS BRI 74 5,
EARMR A ENZS BRI NS =% (protopanaxatriol )
AN T 5.5~9.7 F1 1.85~3.82 %, [FH,
FERKCPARTIER B, BARMEH R SS. SE. DS 5%

KPR ER . U DS 7E =i S A& g
P EE A T, R =R AR BN SR
W

2.5 CAS

CAS J&1 OSCs ff)—Ft, fiEtL 2,3- SN
b A= BHR B Tl B . Basyuni 25 U0V M 41 g B
Rhizophora stylosa Griff. FFKi Kandelia candel
(Linn.) Druce H' 7o FE1S 2 1] CAS JE A #6 N 3£ E S 1Y
5 B DAL G B Y PR I BERAR TR R GILT77 o, 2R

A TR P B 40 A A BT T RE RS R, U] CAS e
10 2,358 A0 S I AL A A B T

CAS HHELAT2H G M4, ANFEP
OSCs HHZ 5AFMERBH G K. £ HA—F
oy SCHE LR, TR S8 2,3- A B M IR R
Fe B W=tk gz 4 22 A Dhar 25142150 [ 45 3]
T AERRBERG Withania somnifera Linn. 3 4=+ OSCs
] cDNA J7 41, tdE B-F M 2 A Bl (WsOSC/BS )+
P SR A (WsOSC/LS) fil CAS (WsOSC/CS),
JFEE LC-MS M3} 732 SR SE 1 % H £ SR
YEEERE Schizosaccharomyce spombe 1 7R IE KT
g B E 3 OSCs FEAN A S T ) mRNA
AL HKF, UEBHTE 1 26300 OSC HIFE KK
A AR A S 5] R AR SR I A N ARk . 534k, OSCs
Z 545 RN &R RAEYIR EEH RS, H
AIREAR T EEMAEY)ETIRE. AR, EY
CAS SHEY) v i S A SIS F A 5 T 1 B 1 I IR i 2%
oyl %, MmuREYPERRAETR, S
CAS Bfg, NI RE(ErE LSS %, 7RSI
BRI A BB,

CAS 5 DS A L A4 2,3- &), M 2,3-
SALEImITLG, BT =R A AR SR A
W S B SR = SR AL A WA SR R DS i 2,3-
AAEIR G BUR IR I, ONESCIRIN S — P R
Vs FEA S RE I CAS Ak 2,3- b8 1 Rk E
FIRBT i, H AT CAS /&% 0K 1 Aot
B, AN = -BHR CAS JE cDNA #3477
TR, 3R =L CAS 3K, 4K 2293 bp. B
BEMIRC IR B T2 9 Blddib, 2 b T2 2
285 B AL, F R B AE 2R LR AD 758 R IEE .
=k GenBank 3% 54 EU342419. LEXF 43 HT & 1,
=t CAS 5 A% CAS RERFH —H1EN
90.1%. TR, AHEFRI MBI T CAS Fik
BEMB AR = aE A R 8. BRI Cateway 3
RESLT CAS FEH ) RNAL FinHAK, HAHARFT
B SRR I A B =L R A, iy
il CAS BRI fFRIA, BRI S B 1) i, Rz
M=-LRIFRE. MARBHUFIH RNAL HA, @it
RT-PCR ¥4 N\ & CAS K % O R<F 751, AR5
FIFHE 20 PCR VAR & R IR 1) RNALFE )
Tk, HRHRRERE A4 5, K5 CAS
I ORSF T B RNAL )R IE HAR N FI NS4
HIpy, 5243 8] CAS FEFFRIEZE TN S KR
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Z; FEXF RNAD CAS R [1RIEFLL K CAS #
TG NS RIRHA =is5Y) s AR AT T 5
SEHLE R, CAS £ K RNAT KR & R i i & L
X HEZH B T 80.64%, T IA ¥ I — g f A7 B 3G s
KA O NS SR R E AL
VIS IR B, 458 CAS #[H RNAI KR &1
T S B B LU HESP I BRI 53.61%, TTAS B H
EA BTN H &SGR A AEE S TR S B
Rg;+ Re. Rb; My, iR EIR, CAS ZE[H RNAi
RIAM NS EH Rg. Re. Rby BAX T HE4H
BIAEARFREE T . R I @ CAS &
A7 I R RASAR B RV SO R I, CAS SFEALHER R
BAL1S CAS RKisE T %, 351 i HMRG %A
RiETFwm, MIMIRSE =ms 2. KU CAS &
TR 8 T A BRI S B, B2 TR % — il S A BRI
A A,
2.6 HHpEERFILES

CYP450 &I R e gm b (1 & 41 5%
PEAEEE, T &M TEAEWEN, WEY.
Y. EE UL . R A AL 2 R A
MRAARE N, S5, s, BRI .
HEER, EYHE. E90 1. OEZEYER
75 A S AU B RS, LA PR G TR
RORTEAE AP TN — AR T P e =ik
BAFREYA R, CYP450 B AL =B 2 s v
FHELAE RS . TR CYP450 A M
I, KT HARMHLHI AT T B> . fERE A
M, CYP450 fEARIA ARG BA R, WfE
BAF A R 2 AR RIS R B T A
2, =R E A RS T, SS. FPS A DS
LSRR SN, MeJA W FRIARE LI, MR
CYP450 [REBPEZ M, 454 Bk 2 Fh
CYP450 HIZFRBFHEAMEE H, R R e HE kT
MelA %55, fiik5 LisER SS K DS M FRIAH
M CYP450, J&M CYP450s Kk it 5 N5
YA CYP450 (BB TEEY, S
FIF RT-PCR 4347 T #IF N CYP450 FERITEAF =
iy AFESE. ANFEKE R AZE] MeLA R T
RIS, Z5REWH CYP4S0 RikwZEFNEE
(P<<0.01), H CYP450 R:FFRIARE Y B EE 7
MR ZIEMAZEIE R (P<0.01). TR, FINARH
M=t ASHMUESHRE TS5 =62 HEY
AR CYP450 4 KIER 5.

Luo Z5P75%t = -HRAHT 7 mo@ RN, it
e ERAMY AR 1S MK CYP4s50. HF
Pn00158 #5452 ki% CYP450 contig00248
R AR B M AR, 9 B kT IR RIE
I N2 CYPT16A47 HIE IR 7 51 A Y5 14 &= ik
97.95%; H 71> CYP450 J& T CYP71 Kjfi, \NR%AR
HEAL I R A FE /AT Pn02132 s A 5 MWK E %5
)5 B LA IS CYPI3EL Ri. kit
Pn00158 & Pn02132 2 MEFARMRERS 5 NS
BES B EFEE CYP450. X4 cDNA 41
GenBank 354 GU997664~GU997678.

ISR L — AR 7 R AR B A5 B o #r
L, TR T 25 NS 2 A A AR
CYP450, FFXHgiEHE FFEAT T AW ThResE, #—
SE T ASBEAMERERE . Han ZP%}
MelJA FHFFMASAEMRIAT T HFHNT, @
PHZ R KLY 15 2] 9 Mgk CYP450 K HEA
Hp CYP716A47 FEFAMUATHE . MeJA 75 F 1R
ik R, mHRE NS ERE SS EREFEER A
SHEKERFEASHRPEEN &G, B
CYP716A47 F R i N RIS % B] )5 22 08 11 55 40 2 1
BEMEAL RTINS I C-12 D7 IR IEARAE HAE AL N R
N5 "% DS 5 CYPT16A47 B i NERIE EZ R,
FEHBEK RN TIEANS ZEERF . SR
WS 5 NS BH AWK CYP450 3T T Thaef
iF. Chen 25157 i i B 454GS FLX W 4 A it
TTANZ. WESH=LESFAMR, f£RRERN
SRR 2T CYP450, At — kS 5 A3
G CYP450 F2 4t 7 B K . Sun Z5P0%
POFESHGAT T mis sy, @y, HRE
150 4~ CYP450, HEHU ALK mi 27 4
CYP450 1T MeJA W30, 7EM. 25, AL
HIRFY contig00248 #5545 DS RIS A —5.
AR contig00248 1E Rtk 5 7+ CYP88
KW - Han 25 )\ MeJA % S A S A E R EST
Y TR CYPT16A53v2, K H N ERE BB e
KIEMBEAEARMBAIRANS K C-6 ARkt
th, HEHEAEANS =8 FRET AR =i
EAFFHOE CYP4S0 (AT FEiE i, RORHERE T =i 2
DA R EITTT, W& A=A
AR = B R RS T E B At .

27 BEEEEEBE (GD)
B R C SRR, RIEE AR, wEe
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SNSRI B A =i R B . PNS B = s
B, G ANEE Rb. ASBH Rg.. =LEH
Riv AZ BT Re 55 60 RFl. BHIEEVIEN G
WG — PN A, BEIUH GT M, ¥Rt
BEIEHIC L, RAERET, Wk GT 2=L%2
. ASRBTFSRREEH SRR, 5
Ab . PRE W IR W A BE M TR AL A% R B (UDP-
glucuronosyltransferase, UGT) it S5HEMEE T
FEAEFZ SIS . Tognetti 2550} 5t %
B, LR I o S AL e S UGT74E2 J8 i 50
TS EWME TR (IBA) [I3E S 5 R 45 K Fl
K R 25 % . Dong 25O B T SR 4R HY
7% (ABA) K UGT71B6 M H: 2 ANE &4 it
%25 ABA &5/ 8%, 75 ABA MRS FINE % Fh
A E RS 2 CEZEPER . Ak, UGT ik
25 Z PR (1 574 S 30102

Hl, MY GT £ =fER e &R fEd
TEFRR T Tz 7, 2R an % PRV v
137w R AR R 0 A KT H RS T IR A%
Tk MMECSRL S =LA EEE, K3
A GT sk AR SR 75 v 1) =l % 5L 3% R iy
UGT73K1 1 UGT71G1 W3R % R B0, HENH AT
RefE = LR — A RMEIER, X3
1 &SR (Pn02086) #H4T T RN K TR,
23 1 TP HE 9 1 488 bp 1) cDNA FE41, fir
%9 PnUGT 1. B9 495 MR, HEAM
Xy REA 5.545 3X10Y, BT AREEA. %
HEANRAE SIS, A nfe e w4
Jirte AL IR R TR, % E AR
FEFE =i A I UGT AAWS6092 FI51E %%
RPE, PSPG RS XIS MARAE N 66%. 1%5:H
1E=HEmRIERBA . ZRR PR EE S,
M PnUGT ZEH AT e JE T =& GT K.

Luo 2Pt =-LHEHAT T mi@ B F, st
. R EE 3] 8 4~ UGT &K F%1. GenBank
5N GU997656-GU99T663. 3 Ff UGT 4%
Pn00082. Pn02086 1 Pn13895 S 75 2 =i
PEILFERSEE UGT73K1 A1 UGT71G1 —%, Hrh i
T Pn13895 5 UGT71G1 LIRS A U 1F i
B Re2 5 =05 B AV & B R %L UGT. 8
WOHEIL M IR ORI =R R A s, R
RT-PCR 5 % % % 18 3] = & PnUGT02086 Al
PnUGT13895 ZEH 4K ¢cDNA 741, FfXfix ekt

DR BT g A 1) 8 AT T BRAL PR . R R I
SYELER TS HT . Pn00082 RAEEINTERE, TIAE
FABFEE R . K PnUGT02086 F1 PnUGT13895 3 [Xi#
IR Y)%EH 2 pET28a BRI LR IL B ik BL21,
MIh#IE 4 F] T PnUGT02086 Al PnUGT13895
EH, AN PRIEH IR B e T A .

Tt 5 SR B RT-PCR 1 RACE $ A, M
T B 4K 1 959 bp [ UGT 34K cDNA
JP5, ZEERTT U EAE S 1 827 bp, Zwhd 1 ANE
608 MEIEER I A il . WG B 45 R EIR,
ZEAAE UGT KIEMFREMTY, A
Xk, EfTApmEY, J&8T S 5EMIRAERET
UGT-B B & 4 1L 251 L) GAPDH % [K Jy N 2 5L [,
KH RT-PCR £ AR A =1 &5 5 B A0
MeJA Xl TN UGT FEFRIA 5200, MeJA AbEE
Al ERE S UGT £ RIAR (P<0.05). AFH™
Moy 28 E A AR TN UGT ZERRE R AL
BHEXREF, H UGT ENNEEES L BH
AT FRE, AERREIEAKEK R (P<0.01).
WP HE, UGT R MRIA R e TR Hnd B g
FIE, UGT A& e i) o0 b e 2 & 1) SR i -
FRTFFRY UGT 2 =i B E A YA kg
(S IEIPS: N
2.8 PNS £1I& R XBEED T

BEE X PNS A=406 BObH J8 S BRBG ER AT 92
SS. SE. CYP450 EMG{EANFLE T ASFR I
3| MelJA T T RIS EWFAENEZER, XLkl
PILHZVRE T R R A R 28 B B B H EAF R4
THEAt. 534h SS. SE. GT Z5fg 1K 2 AT fE
RN =B TR, Nu 85 g T35
=i Y4 ) PnFPS. PnSS. PnSEL. PnSE2
A PaDS, Fo M 1 AR ER DR ST 45 I AN Fh &
Wife; B RT-PCR il 4 -4 = AR 88 B A2
3| MeJA HIWUE &AL RIEE, 4 7 HHLA
BWERREARBEARA; EE R = LR E Y
AR AT T AT, FFoNdE— P
Foor LI AN TR AR e B DR B A Al

2N 5t % DL 2 CAS P SmCAS 13
KSR AN T S A5 IR 5E [K 32 2 3% %2 . Nasrollahi
LU0 7t o H B SS AT bAS AN AE LT A R
FRAFAEARAE T e 2 1 B R R A K1 R,
HRPETEIEFM T35 =0 2 H WA )
AL B, JFEBERESAREH ERTENTN
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WAEARH == . LIRTTFRRY, =2 EY  WsSE Bah THiid 7 UL SEY AR R

B B DB Il A2 B PSR R 3R () R 4
3 PNS &¥& 312 X 52 RHE K RIE

H AT, X PNS A6 B 72 Hh O B 1 AF G 1
PR RIEAE 780y, % = -0 [R5 B S VA = i
B G OB P AR AT 06, FTHED PNS
A AR SRR R T BRI 7T SR N IR R
SEKCERTIRYE, A SR AT (transcription factor,
TF) BHEE I, T4 1 2 18 Be 4 e 1 b 25
HAERERFY R EE R, YN KB T
B I i B R R IA TR R R B AR

BHAMBEEFES TR ZE S RERZZ
MeJA %S, PiPES PQWRKY1 FEFI7E MeJA
bR 3 h ERIAES RIS, REFE TR, X5
2 5 B A B R WA H e A G L R 1 75 =
A, PQWRKY ZREMN T, HA
SO TE T, T B A S 1 B e s DR R A
AW TR i I SRR A 0 7 2R DL e AR AR
Pirp WRKY KE:5 N TN R, fhkBBU2RE
FLRW, FH PQWRKY1 ZERFELNLFETT, @il
PR R IE R RIE . AL m b 25k % e
PqQWRKY 1 FEHE PSR A DIk . SLia s
BT, R R =5 A BUH G R HMGR.
FPS2. SS1 11 SE2 [F) 31k 45 L xt FEAL ALk R IR
KRR, XA HAL WRKY BALHT 5t & WARIE .
% AtHMGR. AtFPS2. AtSQS1 1 AtSQE2 I35
FXras REH, XLIER TS 37 X BEAE ]
PAFH WRKY %R AHZE & 1 W-box . ##Eill PQWRKY 1
DR ] R L B R e 45 S =l e S R R
FFIX, BEm s = A R R, X2
VISP EASE B RS L MRS S =i e TS
FSCYR T B i DAL 2R R

245312 ] SEFA-PCR 7575, LL& DNA A
B, wibe T RZ SS EEMENT T, K 1042
bp. JEHI T KR Z G A N B 3+ h ik
HH\2 1) TATA F CAAT #E, {H /2 5 CCAA T-binding
factor. GATA-1. GC-box. TFIID % & B4 5% [
T AR

Razdan 2750 B M 8 7 HERRBEAfith 1 /> SE
4K cDNA 74, FH I WsSE ez 2
pGEXAT-2 #4krr, JEAE Rt h ik, FIH
R RS2 B3 3] 14N 513 bp 19 WSSE Ja 2 1
%], F§ PLANT CARE F1 PLACE 3k £ T B M

B AT R B =G o . SRR G R
JEAH I TATA-box SENLTE 96 (—); 5 HLURE 1
IR TEM K CAATBOX EALT 226 (—). 299
(5)s 497 (). 144 (5). 511 (-). 149 (—); 550 i
L ABRERATCAL EALT 240 (+); 53T erdl
FKIEHI AL R A K ACGTATERD AT 469
(+): TR5FFE5] AMYBOX1 Fl#: 3K T~ ARRIAT.
ARRI1. BIHDI10S £54i s OsBIHD1. CATA %548
RENER; AR XIERE T 5 EEEYM R
7SR M 551 ABREOSRAB21 469 (+). ARFAT
327 (+)» ASFIMOTIFCAMYV 228 (+). 348 (-)-
WRKY710S 228 (+), K BH M X85 M8
FH 5%, Dhar S5 BR8] 7 EARKE SR 3 4K
OSC ] ¢cDNA 741, HrfdE CAS 741, FEHH
RS R0 513 5] 3 /4~ OSC g sh+, Hh CAS
(15 214 475 bp. IEILH In silico T2 HT)H 3
T[*) PLACE Al PlantCare %(#% /%, M\ WsOSCs J& 3]
T RS B4 TATA box All—Lb2x HRL I 4%
1) E B e, XL A E A oo e B
PR N S 2 Fh U N A 5. e bZIP. GARE
Al Box-W1 3 Ko AR R BN ER T
XF A 25 B A

Luo 25070 Inter-Pro [ 2 FIM I 58 g REmtl,
BB TRESETEANAE TF FEAANFE T
HI) 906 =LK F4, 3 ARF. AUX/IAA.
B3. MYB. Bl ERE-3F-15 € (bHLH). bZIP.
Homeobox . Homeodomain-like/related . Pathogenesis-
related/ERF. WRKY FIEHEH X 5 H . MYB. bZIP
T WRKY #5312 i 8 i B 5 REEUR R
WA K. 454-EST HdiFErh =-LHFER TF K
Jti& LA DNA 456308 S MYB KIiREH, 73
M, AL 163 MR MYB K& R AT
TF ™. FAESAEEAL = Lh A —MEE
K[ FT, [RIVEHERE RS K B2 AN J71H, Tt
i e e R AEVS, =-brh ik MYB MEJE
i BRUE B [ ] g 5 e SRR S8 I AR B AN EIOR B TR
HX. HT TF fEEYHRIDIREZ M2, =hh
AIRe S 5B N R G IRET TF FIAY5Ihig
SHEAR R FE AR 20 45 .
4 LHIEMRE

BIRE PNS A Bt JC I R AL R 1 v 2 T AR
Tsht e, (HBEE X T 2 A S KT RiRE
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MBFTOIRN, NIRE] PNS A& s, THR=
i 2 H AR B A R L R R A T AR A R R k. iR
I —Lit A SR, N=tHh133 T 5 A% B-AS L
Fois 2 NS, VS ARTIGE R =B A e
SRR G AR, X TR S SR B
fE =P ERIRA RS EAIN ], B b T A7
FEFFAR R B HAEM G K B-AS NI T

H1T PNS M ® Ha e KkimaE s, X
A 15 47 1] PNS AL A 38 A% AR I A7 A — 58 IR X
PRI, R SR AT 58 T 18] M 1% 2 0 — A0 4b 78 F1 58 35
PNS W& g A S He M 46, JT i B30 22 o5 i il S H
FLIRI 70 S BENURIBHFAER 2087 s BT A < g
B DN 2R IE R L GAMUA T R I T2 BL ) R o 32 R B
T A AR 28 A it QA s s T BT, DASE B AR
AR rh R B R 5 L FH AR e R A [ 2 A
o1 BA A R AR R IR DI RERY A BT, SKBLH
J I LR RE L ZURNAH P A 105 [ A ey 0RO 5 i
FE N TRESOR S H AL &Y Tk AL s 28k
A LA R AR H AT LA PNS 4 3 B Ry I 2 R )
B HPUR, B85 5 LI AL PNS
B g LA
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