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Research progress on biosynthesis pathway of pentacyclic triterpenoids in plants
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Abstract: Pentacyclic triterpenoids are secondary metabolites from plants composed of six isoprene units, which are ubiquitous in
nature with extensive pharmacological effects. Pentacyclic triterpenoids display a variety of structures. Based on the carbon skeleton,
they are divided into four common subgroups: oleanane, lupane, ursane, and xylene. Biosynthesis of pentacyclic triterpenoids in plants
proceeds via mevalonate pathway and 2-C-methyl-derythritol 4-phosphate pathway. Under the catalysis of oxidosqualene cyclase, 2,3-
oxidosqualene is biosynthetically oxidized to various cyclic triterpene skeletons. Cyclized triterpenes are further oxidized by
cytochrome P450-dependent monooxygenases and subsequently glycosylated by uridine diphosphate-glucosyltransferases to form
various saponins. Research progress on biosynthesis pathway of pentacyclic triterpenoids in plants are reviewed in this paper. In
addition, key family genes involved in the synthesis pathway are systematically analyzed and catalytic mechanism is interpreted, in
order to provide a reference for finding key genes for biosynthesis pathway of pentacyclic triterpenoids and heterobiosynthesis of
pentacyclic triterpenoids.
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Fig. 1 Four main types of pentacyclic triterpenoids
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Table 1 OSC related to biosynthesis of pentacyclic triterpenoids

4R %A ID php =) SCHR
CbBAS ASW22752 BTy -7 W A 12
OEA BAF63702 A o-F B G 13
AsBASI CAC84558 e -7 Y AR 14
BPY BAB83088 SEi -7 4 1 1 15
BPW BAB83087 4 3P e L 15
EtAS BAE43642 SRR -7 4 1 1 16
GgBASI BAA89815 HE B~ b T 17
MtAMY1 CAD23247 HE -7 14 1 1 8
MtBAS1 AA033578 L -7 W AR 8
PNY! BAA33461 ANZ P-4 T 9
PNY2 BAA33722 NS P-4 T 9
PSY BAA97558 Wi -7 W AR 18
BgbAS BAF80443 KM -5 17 flg A 19
BgLUS BAF80444 PN P G 19
cOSCl1 BAE53429 FELE -7 AR I 20
c0SC3 BAE53430 FELE 3P e L 20
NsbAS1 ACHS88048 HKHTE -7 W AR I 21
SITTSI ADU52574 o -7 4 1 1 22
SvBS ABK76265 EAET -7 W AR I 23
GgLUSI BADO08587 HE P ELEE 24
OELUS BAA86930 MRS P R 25
TRW BAA86932 AL P R 25
TaOSC1 QIR30795 RV P-4 T 26
TaOSC2 QIR30796 RA[TT M A= B-FE M HEEE . o-Fr BN I 26
TaOSC4 QIR30798 RA[TT M A= P R 26
BfOSC1 BBI55112 LI B-E M AREE . o- B HETE . )b 11
BfOSC2 BBI55113 ESiIvia B-F A Mgl F e H 11
BfOSC3 BBI55114 w31 o-F B g 11
EjAS AFP95334 e B-F M AREE . o7 W REEE 27
KsBASI ALO23119 ARk - P 28
CaDDS AAS01523 R B-E M MG EE . a-F i IR 29
LsOSC1 AZS32327 KI5 B-F A Mgl F e H 30
LsOSC2 AZS32328 I 7 B-F A G IE . o- AR g I 30
TcOSC3 QBO024613 WAL B-Z 1} flE 31
RcLUS ABB76766 HRR P 32
WsLS AGA17939 ] P 33
MdOSC1 ACM89977 R B-F M IGEE . o- T g A 7
MdOSC4 AMS36882 SR B-F A i . ) i 7
MdOSC5 AMS36883 R B-FE M NEEE . P B 7
TwOSC1 AWK97810 NG B-E M NREE . a- B NERE . AN 10
TwOSC2 AWK97811 NG -7 W 10
TwOSC3 AWK97812 NS B-E M NREE . a- B NERE . AN 10
TwOSC8 QBJ05694 ERN S P-4 flE A 34
Qs0SCl QIX36710 L/ ) PEER 35
Qs0SC2 QIX36711 BORGA B-E W HEEE . o-F W figmE 35
Qs0SC3 QIX36712 BORGA B-Fr R IR RE . A 35
CrAS1 AFJ19235 KHE B-F M AEIE . o- T BN A T 36
[aAS1 AIS39793 Mg 45 B-F W IEEE o7 b TG B 36
[aAS2 AIS39794 Mg 45 B-FE W IEEE o7 b4 TG 37
McBAS BBN67122 PN B- 7 4 i i 38
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Table 2 CYP450s related to biosynthesis of pentacyclic triterpenoids

e #HA ID Vb e & SCHR
CYP716A154  AEX07772 KB C28 %fk o- B 40
CYP716A83 AOG74832 EH C28 AL, -5 g it 41
CYP716A86 AOG74831 FHEEL C28 %t -7 % I A 41
CYP716A140  AOG74836 it C28 &1k B-F 4 A 41
CYP716A252  AFZ44057 A2 C28 AL, -5 g it 42
CYP716A179  BAW34647 HE C28 Atk o- 77 1 flg 43
CYP716A14v2  AHF22083 His C3 %tk B-F M MEEE . oA R 44
CYP716A80 ALR73782 RRPMLIFF C28 AfL -1 G T 45
CYP716A141  AOG74838 R C28 %k -7 % i 46
CYP716A44 XP 004239296 i C28 #fk o- B B 47
CYP716Y1 AHF45909 AL Cl6a 21k B-F M REE . oA R 48
CYP51HI10 ABG88961 M C12-C13B 3F % Cl6B-21t  B-F M fiEEE 49-50
CYP72A67 ABC59075 BIEE C2p-¥2ft FHRER . BEESY 51-53
CYP93E5 AIN25417 JHE W C24 244, -1 G T 54
CYP93EIL QIXHC7 NG C24 24k -7 % Jlg 55-56
CYP87DI16 AFH22090 Peer#ZEl Cléo 21k - 1 g T 57
CYP716A52v2  AF063032 AN C28 Atk -5 1 I T 58
CYP716A12 CBN88268 VI C28 %k P B 59
CYP716A79 ANY30854 #Hisk C28 %4k B-Z i M A 60
CYP72A63 H1A981 BIETE C30 &4k, C30 21k 11-O-B-F W NEEE . SRR 61
CYP72A61 XP 003605471 AL ETE C22 ¥4k 24-F4Fk-B-F W R T 62
CYP72A68 XP 013463952 v ETE C23 Ak FERER . 2p-BE-FEBEET 63
CYP716A179  BAW34647 HE C28 Atk - 1 g T 43
CYP716A110  AOG74847 LR C28 Hifk -7 44 i 41
CYP716A83 AOG74832 e C28 %4k o-FF IR A 41
CYP716A252  AFZ44057 & D) C28 &k o- 7 I 42
CYP716A253  AFZ44058 &2 ) C28 %tk o- 75 I B 42
CYP716A15 NP 001268115 #ij%j C28 &k o- 7 I 59
CYP716A12 CBN88268 BIETE C28 &k o- 7 I 59
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2 HE 1D W F Tk JEA) SCHR
CYP716A80 ALR73782 BRMILFF  C28 &k o- 7 I 45
CYP716A81 ALR73781 BRILFF  C28 &k o- 7 Tl 45
CYP716A1 At5g36110 PRI C28 %tk o-F W 45
CYP716A154  AEX07772 KB C28 %t P 40
CYP716A15 NP 001268115  #i%j C28 &k P 59
CYP716A180  AHLA46848 I C28 &k P S 47
CYP716A179  BAW34647 o C28 &k Pt 43
CYP716A80 ALR73782 B or  C28 Ak F R S 45
CYP716A81 ALR73781 B or  C28 Ak B S 45
CYP716A1 At5g36110 NP C28 # A, P T 45
CYP716E26 XP 004241821 7&iifi Cop 1t -5 4 i 47
CYP716A179  BAW34647 e C22a ¥4k B-FRINERE . a-FRIIEEE. 5 TRE 43
CYP716A140v2 BAX04007 R C28 %t B-E M MREE. et R 46
CYP716A140  AOG74836 A C28 %Ak 16B-F25E-B-F M IRHE . 12,130- % -B-F 41
il
CYP716A141  AOG74838 R C28 # A, Clop it B-HWIMREE. FFHURIK 46
CYP716E41 AOG74834 R Cop 1t FHRRR. LB 41
CYP716S5 AOG74839 R C12-C13a 314, B-F A M EE . SRR 41
CYP716A2 BAU61505 LR IF Cl6. C22a. CI18 324t PB-FM/EEE. o- At IREE. FIH T RF 45
CYP716A81 ALR73781 RRILFT  C28 Efk -7 1% Jlg 45
CYP716A1 At5g36110 LR IF C28 %L -5 4 i 45
CYP716A15 NP 001268115 %] C28 %t -7 1% Jlg 59
CYP716A17 NP_001268076 %] C28 %t -7 1% Jlg 59
CYP716A12 CBN88268 HICERE  C28 Atk -7 1% i 59
CYP72A154 HI1A988 B C30 FAk 11-oxo-B-Fr i G i 61
CYP716A111  APG38190 HiE Cl6B ¥21k -7 1% Jlg 41
CYP71D353 AHB62239 HEF C20 ¥4k, C28 &AL FUEERE. 20-5255-2 5 H R 46
CYP93E9 AIN25421 bas) C24 724k, -7 44 i 55
CYP93E4 AIN25416 igas C24 ¥24k, -7 44 i 55
CYP93E3 BAG68930 HE C24 ¥24k, -7 44 i 55
CYP93E6 AIN25418 HHEE C24 724k, -7 44 i 55
CYP93E2 ABC59085 PEHETE  C24 7 -7 44 i 55
CYP93E7 AIN25419 1371 C24 724k, -7 44 i 55
CYP93ES AIN25420 Wi G C24 724k, -7 44 i 55

3.1 CYP716 Kkt AR =ZiE R EYHIE R
KBS CYPT16 KGRI LAS 5 HHh =2k
HHRKEW . CYPT16 Kz 5 T =iiKIEaY)
EWERRIE 1 MRS REME T, HRER
CYP716A1 A1 CYP716A2 5 PEN3(OSC)H3:FKIAMI,
IfE, SAMREHE. HAmMmERA s, MED

H e T HAh CYP716A KR8], Carelli 2544
RIL CYP716A12 7] LUEAL B-75 W AR C28 AL i%E
4 3 SEAERSTEURIR . 2 5 R IR A Rt AT
EAMRUE BT, KB CYPTI6A12 BT LUK o-7FF
P I AP B L €28 v B ES: 3 A A Ak 4 A AE K
RERIRFIMEARTR . K% 40 B CYP716A H A &M AR
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. P SR C28- A METE . X 4E CYPT16A K
SRR REEE . PR S B4 C28 [MiEL: 3 45
Ak, RNESLIE R, BRI, Y
(1) CYP716A 5 [ F 4 Jig et 2 42 1) F A ik S5 1
WER T C22a AT I+ CYPT16A2, 1EAT
C3 FALIITEE CYPT16A14v2 FIYER T Cl6p ¥4k
7 CYP716A111 FIFERE CYP716A 14114145461,
Bk CYP716A 5K Jk B 2 4, CYP716C
CYP716E. CYP716S 1 CYP716Y I 5 jik i it thfig
AL A =i E e . IER CYP716CI1 L5
BURIR . 6p-FR RS AN RE AR 1) C200 FR AL,
i CYPT16E26 FIFL T # CYP716E41 HA 73 51 LA
o- A M IEEE . B-A A IR REAN ST U R . RERIR . (i
T2 NI COB-FRALBEREPEMLAT, K5HE CYP716S5
MIBE AL B-75 0 IR BEANSE BURBR 1) C12-C130 I
fbo BEAL, BE8 CYP716Y1 & —Fh Cl6o-F21b i, &
XT B-Er RN o2 A8 TR v 4L B A S IR 1481,
32 CYP HMZE AR =G5 A HIRE
CYPS1H 2% [ &1 IR =5 4L 5K
CYP51HI0 {4k B-F 4 lEEE C 28 C12-C13B-F % AL
1 B-F A IGEE D R0 Cl6 £ B-Fadeth, &L
12,13B- M4 -16B- 52 JE-B- A IR I, RIS AR H AR
WA IRGR AR () R AR50, CYPT72A TS Ak 53 B
Wik 2 5 1R =il RS AEDE R, EfE A
F CYPT2As 5 G RFr M T =i Kb &1
EVAERAR. CIREAR 4 FIEFE CYP2A
(CYP72A61.CYP72A63.CYP72A67 1 CYP72A68)
Al—HMHE CYP72A(CYP72A154)% 558U R I .
= 3R LS5, CYPT2A67 FI CYP72A68
S JE T C2B-F bl GHIERIL . WAk C2B-F21k
filg) A C23-5 Al GrEURIRIR. HHEME. 2p-F2Hk
W RE C23-%4ULE) 51531, CYPS8D6 & 5 & /R H
FER R AV A A KBRS, CYPSSD6 fAL B-Fr
BHIEEE C11 A7 1ES: 2 PEH LU= 4 CYPT72A154 1)
JRY) 11-24K-B-F W AR . CYPO3E WK R A S 5
GRMEY) =5 B A & S K CYPI3EL #
51 MNMEBET C24-F2bBERe), B B-A W AR
HIRE ZBEEAL A 24-F2 1B W IR AR 28 B
Z45 N1k, 8 FERMIM % et 8 Ff CYPI3E(E2-
E9), ‘EAIEA C24-FRABHE I A2 A CYPSTDI16
& H AT RIS 0B =0 B B8 A& 1 A O 1 ik —
CYPS87D W5 % 157, CYP87DI16 @it fEfL p-&
WHERE Cloa-F 2302 5 TR = HE AL BN B ko

4 UGT WMHEIF=FEXLEMIHEM

TE R =GR GG BT R, LR A
TR BB S S, 1% e i 5 5 B8 Tl o S
Bl BH I L RS BRI AN R SR P2 0 22 1) R 5 )
P EER G OB R A, WL RN S S
HERFAH M ACUARES HE R RS B e % N 2 P2 4k,
AL TR BRI R S T IR B2 01 b,
ARG TR e M KT LR 324K )
HIZRe I RAEYEYESE, A BT S AR AR
FH EE A3 14 55

WEIL R T2 = P o PR R B e, Bl
FF TR BRI 22 (R B S A i 25 08 H oK
B HAT, oK S s YEREdE 22 (carbohydrate-
active enzyme database, CAZy) F Ll T mid
736 091 MAFEFIFEIL LR AR TS, B
17 115 DR 2K 50 o AR BE L R 1 1y 51
FRIAHACLEE A SERAA IR R S R A = ) SZ AR A,
FEN, CAZy Ul R ERE R IE o 111 5K
B (GT1~GT111), [F—5HR R 7] 1) 2 F 1R 7 41
— BT 40%, 1 [R]— M SRR RR 0L R 2 R T 4
— BT 60%104, 2 SR IR A AU IR S
Bl L BMGTE GT1 K. GT1 SRR A% -
2T, o UGT Mgk 7+ 3 ZAa$E UDP-HH
% UDP-# & HEEE IR . UDP- i ZEHEF1 UDP-AHE
%[65—67]0

FIR =0 RV IR A O @ UDP
(R BE A% 22 B e b e B e B SR SEEL « H AT
ERE., #iE. IIr. HEDLHESEYH S
EH 31 i SR IR =AY RS R b
FELREE (R 3), XX RTIAER UGT FIH
neighbor-joining FI 7744 | R (& 3),
RIIX LN B AL iy - 3 A fE UGT73. UGT74.
UGT91. UGT99 &5 jik.
4.1 UGT73 Kigxt AR =mE R & 4801810

R, KEH UGTT3 FKIGHEIL R Fihl
KNS5 T =GR EDRIEEAEME, 9irESs
BURRR . WA 2 C3. C23 Fl C28 fr ik ik
5o Hul, EILIFHEREIT 10 25 =ik
EYIREIASMY) UGT, Augustin 25681 B L4474
filf UGT73C10 Al UGT73C11 o] LAMEALH k2 tF
AR C3 A& BSR4k, UGT73C12 #
UGT73C13 ] DU LA 3 e 2 1 DA AT IR IR
(1] C3 RLEEF 2 AN i M 6 A2 i 3-O-48] 76 -4 46 -
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Table 3 Summary of UGTs related to the synthesis of pentacyclic triterpenoids

ey HHA ID Y Tike JEH) SCHR
BvUGT73C10  AFN26666 ¥ C3-1Gle AR SRR 68
BvUGT73C11  AFN26667 ¥ C3-1Gle AR PR 68
BvUGT73C12  AFN26668 3 C3-1 Gle/C3-2 Gle HRBEEE. SRR 68
BvUGT73C13  AFN26669 i3 C3-1 Gle/C3-2 Gle AR SRR 68
BvUGT73C21  AVWS2175 i3 C3-1Gle AR SRR 69
BvUGT73C22  AVWS82178 3 C3-1 Glc/C28 Gle WHERBEEE. FHRER 69
BvUGT73C23  AVWS2184 i3+ C3-1 GIc/C23 Gle/C28 Gle  HHBET . FHRR 69
BvUGT73C25  AVWS2181 i3 C3-1 GIc/C23 Gle/C28 Gle  HHBEBT . FHRR 69
BvUGT73C26  AVWS82168 thFF C3-1Gle HERBEE. FHRR 69
BVvUGT73C27  AVWS82172 77 C3-1Glc HEERT. FHER 69
MtUGT73K1 AAW56091 EE C3-1 Gle/C28 Glc WM R 70
MtUGT73F3 ACT34898 EE C28 Glc R BT SEHER 71
GuUGAT ANJ03631 e C3-1 GIcA/C3-2 GlcA H B R 72
GuUGT73P12  BBN60799 S C3-2 GlcA 3-O-% 5 FER - H R IX R 73
GuUGT73F17  AXS75258 HE C30 Glc B 74
CtUGT73AEl  AJT58578 FAwia C3 Gle EE RV 75
GmUGT73P2 BAI99584 yN] C3-2 Gal K2 B HE TR 76
CaUGT73AHI  AUR26623 T C28 Glc LREN 77
CaUGT73ADl  ALD84259 MEH C28 Glc MEER. RS 78
PzGAT1 AYA60330 ZIR=L C3-1GlcA FIIRTE 79
PzGAT2 AYA60331 FR=t  C3-1GlcA FRRUR R 79
PzGAT3 AYA60332 FR=t C3-1GlcA FHEIRTR 79
PjGATI1 AYA60333 (ON:E C3-1 GlcA FIIRTE 79
GmUGT73F4 BAM29363 NG C22 Xyl KERH A 80
GmUGT73F2 BAM29362 NG C22 Gle 22-0-KFE-KE2H A 80
MtUGT71Gl1 AAW56092 EEi C3-1Gle AR/ EER 70
SvUGT74M1 ABK76266 EARET  C28Gle 22 /TR 23
GmUGT91H4  BAI99585 K& C3-3 Rha KERE I 76
AsUGT91G16 ~ QHG10987 Mz C3-2 Gle 3-O-Bil b fF o -12,13- 3R 8- 16B-F2 81

B-p-7 I R

ASAATI AZQ26921 e C3-1 Ara 12,138-F 5 -16B- 2 JE-B-F W IR AT 82
AsTG1 QHG10988 Mz C3-3 Gle 3-O-Fhi - & hE-12,13- 285 81

16B-F25E-B-7r 1 i 187

B AT B AE T B R R S UGT73K1
AT LA AL B R C3. C28 AL 2 MANFENLE
R BRI, [RIRE R UGT73K1 AT LA K
G C3..C22 Al C23 o 178 A HEBE AL . Shibuya
SOV ok b oK RN 55 8 T 1 R IE P bR (S

WA HMN 3-0-% EIRE-H A BRI . A
AR, Naoumkina S50 41 A5 R STk T8 3
T EER A TE A F RS M UGT73F3 m] LLEAL
HAR R DL IBURIR 1 C28 {7 A3k ) 7 il i ik
o T34k, Achnine Z5UOE I X 1 e il A
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B, e i KE 25 KE B H 1AM A R
FEHF R UGTT3P2, RSMEE 4T s UGT73P2
M UDP-2f-FUpE i #55 1 NP B E KT 2 B
FETRERS IR LA BOK 2 B A T Sayama 25 (50)
R GRS EE UGT73F4 A UGT73F2 IR M
UDP-ABEFEA UDP-H %) i F h R B 2 K E R
H A ) C22 A7 AR B 22-O-AWE-H E e - K 52 A

£ UGT73 FIRHh, 742 — K47 711 UDP-#i
WEREBRFE () UGT, 4N Tang 25U M ZAR =L LK AT
SR T PzGAT1. PzGAT2. PzGAT3. PjGATI
4 NMREILEREE, EAIRAMERDIRE, AT LMEN
FHRURIR C3 Mz bEismit. H, 2R=1
ORI 3 AN N R AL R S R I T
UGT73 FKik, HHMEZBFH 238N, [R5
R=EHEF 7 %34 . Nomura 5730k DML 4615
fitf UGT73P12 JEilKs UDP- A i R 1Y) 1 0 1 R ik
R 3-0-H B FER-H BRI C3-2 kA= H
BRRTE . AN, Xu SR LT HE D 5 &R IR &
ity By [7) 22 3 1 B L F B2 B GuUGAT, R A1 38 3iF
GuUGAT 1] PLZESEAE A H 5 R R (1) C3-1 T C3-2 fif
DN PR PRI, B 2 i H ST -

HAr REMFEP RN T 2 M55 575558 E
T HEEEM UGT, ¥J&T UGT73 K%, de Costa
S8V PLE L AL E CaUGT73AD1 A LK AR S5 BE
FR A2 AN B RRY) C28 BRI A hER L. I
b, Kim S0V o SRR R A AR S ey S
SRHMTF M 8] 6 MR RERIA B I,
R RS UGT73AHL A LML L3R =24k,
BVIRIREEAL, TR T BRI C28 AL A7 b b
.
42 HibEREBEN AR =82S YL

Fr 7 UGT73 Zik, HABZKER) UGT tHgikiE
Z 5 1IN =R SR EIEER, W1 Meesapyodsuk
ERINATTREA AT K E T 7 IR IE P 5 AR %
OR BT 1 A TR =R R R R OB 3L R
UGT74M1, ®] LA UDP-F %5 BiJE h 8655 1 AN 4
WHIL 22 22 01T IR C28 o7 B2 A il 28-O-7] % - 22
AT . Shibuya Z£U9% Bl GmSGT3 (UGT91H4)
AT CAM UDP- R 2= iR 7 7 BR 2B L 31 K 5 2 4 I
B C3-3 AR KE B, Achnine ZEUOUF| AR H]
i R BEBE R 1 , SE At . AR A A
DR AT S 58 A B R A A2l UGT71G1 A AT LA
AL TR =R B, A0S TR A 2

C3 o7 B & BEFERESEAL , i m] DL SR S YN R
VAT WA, R B 2 LA 9 2 Tl Rz 2760
EiIMEF . Louveau 5B S RN R K G
ST, TEREEE IR BT AL 12,13B-FA%4, 16p-FEIE-B-
B IREEI C3-1 SRR D BE S L FL F2 1 ASAAT 1.
1M & » Orme S5V HLLE e 7 IR R AL [RI A77E 1
ANPEILEERL T ASUGTO1G16 Al 1 MFEF B AsTGI,
AL RS 5 T #E B IA B, IRTE 12,13p-FF
A 16B-F25E-B-F M IREERT C3-2. C3-3 friisin 2 4
AR AR B N R IR R T A AT A T . B
RERRZ AsTG1 HAZE UGT IR, 1M2&JE
T GHI ¥R, 5 GT B4R R/Ruc (K 3), &
H AT 8 OO ILEA i R S VR L e 7
TG . BRI A, EAHRE AL R ISR R
fiif AsUGT91G16 ENLEAN A, Tk AsTG1
SERLERIE A, LIS 4k &4 nT CLLE 2 A 25 2 [8)
IEHFA
43 PBEEEBEHASFRIEMEALS

PRI W R RS g — AR5 A T B AFAE, AT DA
HA N GT-A. GT-B. GT-C 1 GT-D 4 f25%, H
B D&M IRV BE B R B 25 /035 )8 T GT-B
a2, &F 2 NP HMERSN Bloup SME.
HAT—354 13 MEY GT HIgs T sk, H
MtUGT71G1 (PDBID : 2ACV) B3 & T 1o
= A S RIS TR A S D R R L R I, LA
IR E R T2 56 28 E VPR R 7
Bl = eSS M T (B 4-AD.,

SR SE R AT R B MEUGT71G1 N S 45 #g 35
A C Uiy G R 3 2 AU T il — 2 AU I 42 B, Hob N oy
SRR TR E, RESHEAEEZSR, A
FE 5 SHERAL AL I B B B R A7 A (His22 21
AR Aspl21 RARR) 2R BERST, 20 0l5E &
EAF His22 F1 Asp121, Bl L4 2 s 1t 50 4l 2R84,
B G IS SR GTC i 45 #)3 PSPG (putative
secondary plant glycosyltransferase ) [X 35 H & 3 R ik
B2z MM ZAE AT, T SR i
EZE A . PSPG LIRTEKEIL 2R ELIR T4 - #
mELRSE (B 4-C), RS PSPG 454 Fios 5 p 2k
PEAARHAT EE A TAER, MRS A DASH—m.
TV REELHFE /G PSPG 11 44 DMEIERR R, /0
10 AN PRSP R IR IR TR 3L 5 UDP-#iE R A B3 B
EH, SHEERTE R BB, 41 MTUGT71G1 45t
H 2 AR TRl R SE IR AR S Trp339. GIn342.
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Fig. 3 Evolutionary analysis of glycosyltransferase involved in biosynthesis of pentacyclic triterpenoids

His357 Il Glu365 TEAEY) UGTs —Z¢ ¢ 5| H {747
1. GIn382 TEH] &l fl B FL R B AR <5, T AR 11
His382 7E 1 FLHE M B % A2 I R 5 . Glu381 Al
GIn382 X 2 /M SN TR L — 2 X EH
B, Glu38l fEAME AR REAERITRE.
Trp360. Glu381 1 GIn382 iX 3 MkHE 5L HRA
SARSTAEAE (] 4-B, C) B3, fi TStk sh &
O AR ST TR R R Thrl43 $A NTERESE A
U I R P R R B A 8O,

BA TR A S L B TR AsAAT1 B
1 ARBERIOR PR IR AL, F T RER 0 b
4k, AT PSPG XM K. %% H404 I
P154 FIZA5% AsAAT1 MR Fr fF plbh S i R g i
P9 2 PR IR L R R AN, Arg32 BN R
H AR LRSI UGT73P12 ML E MR R, &
X UDP-% %] B B B2 B A e B e 7 1 i b e
Arg32 RAFN Ser32, UGT73P12 423 %) i 4 s
PR R S, IR 345X UDP-48 &) Al UDP-2- 3L
WEO SRR . His29 38 Aspl31 RAZ, NS5

UGT73P12 & HKIFL,

HE MY UGTs MR L — 1k, 2% —
PELL K UGTs AR R AR B2l i, AT HE
R BRI — R, MHT UDP- %188 LLAM R
RN TR SV 2 IRA TR
5 HiESRE

B =R SR 2R, W R AB RS A
MREZ, HATEHE BB T e AR,
Ay A =il B 5 B BOE AT 7T . 4 FhIE
R FA =R SV RN A & Kig e DAt
BER, (EX R S AR R e R B T AL
FAC BRI BRI 1 ez 0. RS
W2 5 B BB I X T s R R R, TR
CLRIHE I B R I 1 56 A AL AL AR BT 0K 2 B
TR R OR OB S A RS B R 42 408

TR = SR B R AR ) 25 B R 120
ANNATAERE, AH BT I =si e &Y
SRR, RBCPRE G, MYRIERS, ST
AT LA e A =R SR T ik B R
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e L ) (R T T T P T e T e [ I R E I Iy B IR |
BVUGT73C27 - -MASFRSALFDRSLRFVIFPFMARGRMIPMID TARLLAGRGA - AVNLIEEPVMALMER TRFRPECE] SDLLLFY TS ET TRES NI FRTVE R GMGCTCL LOMEVLRRN
BvUGT73C21 - ~MASETTHQEHS PLHFVLEPEMADCSHMT FNVD TAR LLAQRSGY - ATHMFEXFVEKLLXEIQPRPSCIICOMELPY THRI AKNLET PRI I FHGMCCETL LEME IMRON
gvgg%%g%g - ~MASERPRQCHPSLAFVLI PrMAQGRMIPMIDT ARLLARRGE- AVHHLEEPVMRLMEEMEPRPSCLI SDFCLPY TSR ARKTHI PRIV AGMECTCLLO LY VLRGN,
Vv - -MASAKTHOFHESL HFVLEPFMADGHMT PHIT TARTLLAGRGY - AVHMLEF PUMKLMEEMKPRPACLT SOLOLEY TERT AKNFNI PRI VIHGMGOFCL LOMIEVIREN.
g"gggggg -- ~MVSEITHES Y P-LHFVLEFFHAQGEMI FHVD TARLLAGRGY = SYNHLEEPVOKLFEEMSFQPSCII SDFCLPYTSRI ARRFNIFRIL A GMCCECL LCMAVLRRH
V. - -MVEEITHESYE-LHFVLIPFMADGEMI PMVD IARLLAQRGYV - AVHMMLEEFVGMLFEEMSPQPECLI SOFCLPY TSR AR N IFRI L FEGMCCEUL LOME ILRKKH)
BvUGT73C22 -- ~MASESCHHSHCPL HFVLEPFMAQGHMI PHVD TARLLALRGA- AVHMLEEPVMELMEEMEPRPSCL] SDFCLAY TSR TREFHI PRIVEHGMECFCLLOMAVLERN
BVUGT73C10 - ~MVSEITHES Y F-LHFVLIPEMADGEMT FMVD IARLLAQRGY - AVEMLEEFVOKL FERMA POPECII SDFCLFY TSR I AN I NIPRKIL FHGHMCCERCL LOMEVLRNNI
5%821]:273C25 -- ~MASITNEESDP-LHFVLEPFMAQGHMIPMVD IARLLAQRGL- GVMMVEESVOKL FEEMSPRPSCL I SDFCLPY TSEVARKINI PRI LFHGMCCLOL LCMAVLEEN]
T73AH1 - ~MOBF-——--S0QLHTVMI FLMC PFCEL I PMVIMAKLLAQRAY - ATEMLGEFVERMLED TKFEFEC T LEDNEVEWT S0 TARE LO T PN IMID CMECF T LCTERTTHE
gé\l/%((}}TB folll -- =MDEQ===== FOOLHFYMI FLMC DGHL IPLVIMAKLLAGRAY - ASFMOOCPLEEI POD IRESPSCT 1SDRATHWIAR TARKFQT FHIVFD CMSCFHOLOTEILATT
- ~HVEBEITHEE Y P- LHEVLEFEHARCGEMIFMVD IARLLAQROV - AVEMLEEPVOLFEEMEPOPECIISDFCLPY TSI AR FNIFEILFEGHCCECL LOMEVLRREH|
8“‘88%%]]::‘2‘ -- - - -MD—-LOQRETL KLATT Y LE PCEVI PLOGT ATLFASRED - ARMLLARET SHIMDGHE - - PEDCTVADTMY SHADDVANMLET FRLA VNG Y PLESCAAMRCVTS -
m - === - ~MO--LOQRFLKLEF IFY LEFGEVIFLOGIATLFABRGR - ANMLLRGFTAHEMDQE - -FFOCIVADTMY EWADDVANELR I FRLAFNE Y FLEAVEAMES VIS~
PzGGlex]{“l MEOSEAMERM ———— ONOLHFVLVELLADSHMT PMTOMARLLAQHGY - ALHMLCOPLEQH LOELNEPPSCT 1SDKYL AW TR TAEK THVERLVFHEMEOF SLLE SUNTRLY
T73AD1 - ALNKLOQPLEQR LRI MFFFHCT I SORY LEWT TETAQEFHVFRLVFRGMCCR3L LE SRR TRLY
8aIIJJ%AT - —MASH-———- IOQLHFVLVPLMEQEH T T PLTD PFOKLLAGRGY - ANEMLAFPLEKLLABMVERPSCIISTDALFWINEVANKIKIPRY SFNTISCrSLVLIEKIKTS
P;GATS - == --HIMGNENRELALIFFPFLANGR LIPCVD LARVIAARGI - ATLLLRDPLEHVLOEE - -QFACLVAIMEFPHATD SAARFGIPRIVFRGLGY FPLEVLACTRY
MtUGT73F3 - =MASSSE5-0LO0L HFVLIPLMS FCGHLMPIVIMARL. FAQHGY - ASEMLCOPFOQLFDOLSPRPSCT I SEXNUAWTVE TARXFNIFRLE FDCMGCFS FSC THRLEMS
MUGT3K] -- - - ~MECVEVEQPLKVYFIPFLASCEMIPLFD IATHFASRGE- GAMLLREPIGDFIEND - -PPDCLISDSTY PWVND LADRFQLPNI TFNGLCLEAVSLVE TLETH
GuUGT73P12 = —————-MG-—-TESRFLK I YMLPEFARGET. TPLYVNLART VM ASKHTI- AMFVKANIEEFMREN - - FEOVE IS0 LI F TWARS TARN L T PRLVIN FTATFDVEMI QAT —
MUGTIIG1 == = = =MD F EVECDHQAD TTVL KAVF LT SKSHL VYD KAR LFANOGY = GLS TLOEQFOQLFREN= ~RPDF [VTDMY t PHSVIARAELC I PRLVCNGES YFR D SAVH S TELE:
GmUGT73P2 = ————--MEMEDINFENEELIFIFAPGIGHELASALE FANLLTHHDME —EELIFHVHATIKT IL BNV LI VLD OV ESMI DVOUNRENG IPEYLFL TENVG FLSLML S LENR'
SYUGT7aM1 -- --MEKFKCELKSIFLPFLETSHE [TPLVIMARLFALHDV- GLELLOGVFEKLFHDL - -QPDF IVTDMFHPHSVD AR ARLET PRIMFHGAS YLARSA RHEVEQY
- ~MERNENNAT QVIVLFIHCDCHEMN TV O F AKRLANKCY - ASNLTRVLEAKKOOON LNENCLLV Y BCE LNWALVVAEQUNVACIAFFTAASASEACY Y YLHLE!
AsUGTI1G16 - MAARSASRPLHLVICPWLAFGHLLPCLELAHBLASRGH- ASDELAEPFS-EFLAANKKEDHLIVD IVHHWALARRAERKVECYALLOCARR - - HETPLACE
MEEFAAGEELAAAGYECRQQIRAHFYF LPLMARCEVIPELO TALLLABRGH - AVALLOAPTGERLCKLEFRVECIVSOFEHFWTAFVAAA LGV PRI SFEMCA FCA LSEERVALY
GmUGT91H4 == e MO EVALHCKSHDREL HVAMLEWLAMGH [ Y EY FEVAK LLAQRGH- AYEGLOYAVE-KLLKT 8- EOWVLYDF ALY B AKEYH T BOAE YN T TRAFHEYE FOEERDE

.o S e .1 H
PSPG motif
370 380 390 400 410 420 430 440 450 460 470 480

BVUGT73C27  FINVERSHEKY-—

~-DELYEWMIESGTEERTED- -RGLL I RGHAPOVLIL SHESVEGFLIBCSNHSTLEST TSSWFLLTWE - - L GOOr CHORLVMOVLEV GV STEVEL TMENS -EE

BvUGT73C21 FINVIRGWERY - - -----NELREWISESGrEERIKE- -RELL I RGHEPUMLILEAFAV GG FLIRC ENRETLE G T8 CVFLLTHE - - LG DR  CHERL VI VLEVGVRIGVELSHIRG - (R
BvUGT73C26 FTHYTRGHERY - - -——— —DELSEHLI ESGrEERTHE - —RALL THGHAFIMLIL WEGELTHC EST TACVELLTHE - —LFGOgr CN IR AV VIVLEVGY SAGVEEVHERS -DE
BvUGT73C23 IRV [RGWEKY == =====NELSEW [ SESGTEERVID = ~RGLL I RGHAPIVLIL SHPSVEGF LIRC GNRS TLESI TS GWPLLTLE = ~LFGDQF CHKL [V VLEVEVSAGVEEVMGRG ~EE
BvUGT73C13 TIWVIRGWERM-— ~KELLEHFSESGFERRIKD - —RGELL T MGHAPIMLIL GEFLIHC EELTAGLELLTNE - - LEADQE CHERLAVIVLEAGY SAGVDREMING -EB
BvUGT73C12 FTRVIRSWERN - - - - -- ~KELHEWF SE3SFEERTKD - ~R5LL I KGHAPIMLI L SHESVCEFLTRC SNRS TLEGLTACLPLLTRE - - LEADQF CHER LAV VLEAGVEACVDEPHER G -EE
BvUGT73C22 FINVIROWEKY - -----NELSEWMLES O FEERVND - ~ROLL I KGHE POMLYL S HESWHOF L THC ONNE TLES T TS EVFLLTWE - - LEADQE CHERL VI VLEVG VR VEDFMEND ~EE
BvUGT73C10 FTRVVRGHERH- - KELLEWFSESGFEERVKD- -RGLL IKRGHSPOMLILAHESYGGFLTRCGHRSTLEGI TS GVPLLTWE - ~LPGDO! WOVLEVEVSAGVEEVTHRG -EE
BvUGT73C25 TTWY IRIWDEN KJLVEHEFSESCTERRIND - -ROILLINGHEPIML 1L B BQSVEGFLTBCGNRATLEST TACLFLLTWE - - LEADQFCHERT EEVRAGVE -EE
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A-schematic diagram of three dimensional structure of UGT71G1 protein, blue represents N-terminal, gray represents C-terminal, and compound in
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Fig.4 Analysis of three-dimensional structure and active sites of UGT protein
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