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O BUUTEEAEYNRIT, AREAEY B, O, RARS) SEEA PRI T B s se A Ry Ak
R R AA G . XSRS AR, W S5 2R AERBEER ., 4k, MYh &3 Tk i
ZMZ 5RARET YA RERRESE, ENC B AW 0 A0S . ARSCEES I THY) T E S E
WA RN 3, B NFEAEAE T E K ( Zea mays L.) . /KH& ( Oryza sativa L.) . #4F55T ( Arabidopsis thali-
ana (L.) Heynh.) . i ( Solanum lycopersicum L.) ZEREYIFF A F, 53500556 WA TEMRRERZS | 52
A A AR T . AR G S AT I S L AR A AR B R, W AR IR AT B, BT T R R
TE U 43 F- LB K LU, RPAR A AR A 3 PR A G 1A W 2 T AR T 2% v A AR 52 1y 1l 0 o P T i
TT RS,

R AR B, S IRE; Sl
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Advances on the study of gene clusters involved
in plant secondary metabolism

LG Hai-Zhou, Liu Wan-Jing, He Liu, Xu Zhi-Chao, Luo Hong-Mei"

( Key Laboratory of Bioactive Substances and Resources Ultilization of Chinese Herbal Medicine, Ministry of Education,
Institute of Medicinal Plant Development, Chinese Academy of Medical Sciences, Beijing 100193, China)
Abstract. Genes encoding enzymes involved in the sequential biosynthesis steps of
secondary metabolites are clustered together in the prokaryotic genome, also known as
‘operons’. In the genome of eukaryotes (e. g. yeasts, fungi, and insects) , a set of functional
genes responsible for special metabolite biosynthesis has also been discovered clustered in
the chromosome. Recently, several secondary metabolic gene clusters have been identified in
plants, such as Zea mays L., Oryza sativa L., Arabidopsis thaliana (L.) Heynh., and
Solanum lycopersicum L.. In this review, we summarize the identified gene clusters involved in
the biosynthesis of benzoxazinoids, terpenoids, and alkaloids in plants, as well as analyze the
mechanisms of gene cluster formation and regulation. In addition, the application prospects of
these gene clusters are discussed. Increasing knowledge of plant metabolic gene clusters will

facilitate the development of synthetic biology and metabolic engineering.
Key words: Secondary metabolism; Gene cluster; Formation and regulation; Synthetic
biology
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BE DN AR Y R b R BB R e S
ARFRIVEIE N, T T S — SR EL A A
BORE T AL E S BRI, LT B 585
TESE TN AE AN Ll P iz e, X st
FEH A AT LA R R AR A=
ARSI AR AE e W A K iy . (B R EEAE
eSS, B, AR N R A BN 845
ST BB EVER LAY AR AR
— SR AR A T R A28 TR 04 A 0 2
P, LT DENIUER . PUEAY . RAGR .,
PEAD R B AR 2

BREANE SN, How B A I D 4 it B T
g, fefedE, W, BA, BHEsh Y A
W N, R % Bk ( Saccharomyces cerevi-
siae) FAF1ES 5 IR R iRk i L F £
S PR EEHS AR SN E, e
WA e E 2R G0 Sk P g o R rh HA XU
JEREAPER'S ARk, vk AR AR 3 A (0 1 5T
WA BT A A A ST A, R SR A
B YT T A 2

FAZ A YR A R T R A Y B F e T
AT LN Z I A TR ROK RS, mE
KA W BE R (R B PRI IR I B S & 4% A, Bk
BRI\ T 5 3 AR 7 B PR P R F B, (HARI T
E— A 3 F B VE F T 5% 5% 8 B B 1 mRNA,
1773 35 PRI H 0 45 i DR 25 S kS mRNATY

FER LA, HA B S AR R A ) U
FEIH AT AR A B MR Ol 3 T, (3 JLAR & 31
AL REAR S AR R UL R T OB s H %, &
Ak, FER S LR T AR S 2 5k
AARELEAR R, H2 540 A ARG L DR 7% ot R D
Wl ., BHAT, J9ARHE S SR 3 H %
Je 75 [vi) L BT RN A1 B 35 PR e — PR e Qi A v
oAz

AR SCLER T AEY R A AR I I R A T g
OINT T IR S IR R SRR o, BT T SRR R TR A
M5OI SREERLR], JF R T RS
A Wy B AR TR b B 5

1 BEYRERHERESEZHUGYH
EWE

1997 4, Frey 45'° #iRi T % >k ( Zea mays

L. ) v —Bh i £k G 0 %) 1 DR 35 DR 2 v
WRAFAE, X 55— & B AT A4 Rk A AR 2 TR
%, M (Avena strigosa L.) T (e 2 #4111
FIKFGE( Oryza sativa L.) it dE 2 LFE#E @
PEAHARSE R, 3 S KL PR ) I AE AN [R] ) A A e
o, AR RO Y, 25 T ORI ERe R
fiil2% ( Benzoxazinoids) . A= FUBHTH 2% ( Cyanogenic
glucosides, CGs) . iifiZ& ( Terpenoids) Fl4: ¥ i
% (Alkaloids) SRR A AR 1) .

1.1 ERFEHBEWERENLEY

TR R Bx BERE, AT LAA AR I R
2 /i 25 4 it DIMBOA ( 2, 4-dihydroxy-7-methoxy-
2H-1,4-benzoxazin-3(4H)-one) ., HwWITE E KM
4 SY R ERIS B (R Bx1 ~ Bx5) iUk
51, BIEEIZ Y Ak - XUR BT Bx6, Bx7 il
Bx8, {H Bx8 W Bx1 ~ Bx5 i3k, i Bx6, Bx7
Mg Bx1 ~ Bx5#E! >, Bx9 J2&: Bx8 I [H] 5 %
U H B9 T 1 Stk by Glul 5 Gluz
)@ TN, EAT 10 Sy ik 1Y)

Bx1 J& Bk A 2R 5 B o7 JE 1Y [] Y 2
PRE AT LK ng|e-3-H 3 i R (indole-3-glycerol
phosphate) #% ft. Jy W] Wk, Bx2 ~ Bx6 ¥ 4 i
CYP71C, ZJEHE I E T A 4R PAS0 (LA AL
K, W] LA AL s mg %k Sy DIBOA By o ] 25
BT Bx8 il BxO J& T ML FE RSB, v LR 3E
1k, DIBOA #: i, DIBOA-Glc, DIBOA-Glc 7E X4
fiti Bx6 Je W B % B Bx7 MA1EH F % LR
DIMBOA-Glc, Glu1 5 Glu2 %ifits B- it 17, 1
{k DIBOA-Glc = DIMBOA-Glc ‘E i DIBOA =
DIMBOA!™! |

TEAE )6 AR T TR I8 T 2 Ak 5 W i B R AR
Bl(Gramineae) 4%y, /N2 ( Triticum aestivum
L.) FIEB 5 ( Secale cereale L.) th'*® | Bx R[N
H R R A BE AR R g A L A 58 2T i
R, R K FE W 4 A5 R ( Hordeum vulgare
“ Alexis >, H. wulgare * Baccara’ ., H. vulgare
‘Nuernberg’ 1 H. vulgare * Tellus’ ) J& K 21 |
Bx A E ER™; B A KFE H. spontaneum
C. Koch. 6 T 2 A K, HEL A
KA (M H. lechleri L) 3R F1E Bx BE#%, BT
TRE T & BOR N % % ) ) BE (DIBOA: Bx1 ~
Bx5)'*', DIBOA F1 DIMBOA #BrJ LA A J5 44
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MERHY M RE . EF M2, DIMBOA
RGEEILTAUFEE T ARAREY T, (BEZSF
( Scrophulariaceae ) 5 B Kl ( Acanthaceae ) ¥ Fh
H A R
1.2 GRESHEEELEY

AT RS Y (CGs) & — K Wk
AR EPE AL A8, R pk iY B-HTRETT B K 5
SR LA, CGs &4y 60 FAS[R] 1948 18 7=
Y1, 1EE AR (Lotus japonicus(Regel)K. Larsen)
H, 25K S ERRF A SRR B
Wk, ENIERRA PR EE, 7T 3
YR T, IX 2 FR LA PR R AR S )
L-Bi R A L- 52 2R . P450 B CYP79D3/4 Fil
CYP736A2 i it 2 ik i fb s g, B A iR % 1k
NI LN e R, B UDP-AE B 5 B B il
UGT85K3 558 s A b 64k K2 ( Manihot
esculenta Crantz ) Wk 11 FUE BIAR T 9 A= 90 A Bl
BRI RE LR A 7E, BTk S lRRE N
L4 R A L-S s 2R, A A 45 CYP79D2
CYP71E7 #il UGT85K4/5, =¥ U v A Bt 5
H kAR R R A Y, CYP7IDT 5
CYP79D2 #H4F, {H CYP79D1 I A J2 ik PR 54 1Y %,
5, £ CYP79D1 i CYP79D2 Z #lTik ., 15
% ( Sorghum bicolor (L.) Moench) ", A FE
K1k & W % F T i CYP79A1, CYP71E1 il
UGT85B1 BHZ ALY S WA B, fEf L-Ti iR i
EA T RN T 1 Sk

7E bk 3G CGs IR, LR e S
PRI TR A HES A, BN IR] 35 DR A i 1) DG Sl 90 i
TR F W (CYP71 Fi1 CYP736) . Mok, FEA
/MR, oA KR 9 CGs 3 [R5 76 Yt
R TS Kl K, [FIRE, JERE AR, 4
K CGs A W K % 1Y 3 N Fh 2 e £, 1 5 32
CGs JENFEFL N % B Ak, 74, XS5 ki
55 B I R S B E T I AABANTR] , 15a BH G B L PR e A
3 AP ST B A
1.3 ARGERLEWHNERER
1.3.1 BHEEKEY

24, EEMYTh RN ERZNES Y
MR AY Y& R ERE, TP A1 4~5
LA R IERFE ™, T 8 Sk B (E 1.
A), ZFIEHFEALEE 5 A A A (TPS18 ~

TPS21 1 TPS-41) , “EfTH JH K Y6 16 5L fE o R
(neryl diphosphate, NPP), HllHg4: JL 5L £ Wi e
(geranyl diphosphate, GPP) Il 7 2 & i 2
i, o, TPS20, WpiFx KoK TR AR 1 R
(phellandrene synthasel, PHS1), 4wt 1 A4~k
ELL IR, 4k NPP JE B B-7K fdds AL H e
FRIFBARE ) pbAh, XA LN S AL 2 AN
A5 0 3 % B il 3k [ ( cis-prenyl transfera-
ses, CPTs), Hrp CPT1 o ny s 16 3 A i R 4 T
1 3£ [H (neryl diphosphate synthase 1, NDPST) ,
BT R NPPPY [ S5 4h ) XA FE R i ik
£ 1 AN PABO AL 21

Fai, SI-CPT1 {4k NPP & i, SI-TPS19
1 SI-TPS20 | H] NPP JJic#y, X 3 /N0 g fith 4k
e R BRI, JF HAREERR Brh s R
ik, X SRREH AL NPP G sy s i &
PG A — 38, SI-TPS41 e iR B b i R 1k,
HAR B AR IR A R g O BA W, X
SI-TPS18 1M 7, AWK 28 G de, EH
G FERTEMR h Rk i m Y o S, it Sk
TSRS BE—SI-CPT2, ] LI AL AR LI A
JL % £ ®E R ( geranyl geranyl diphosphate,
GGPP) (B AL, i SI-TPS21 AT LA GGPP A
Yy, TEREERFE e i R IR B i, JF
HAMM RSB HIREFRY, S-CPT2
SI-TPS21 LU S —A~ P450 SERFERREBAMNE R T 75—
AR %, AL iR S MR A R
— AR, a1 S. pimpinellifolium L. . S. pen-
nellii L., S. tuberosom L. I S. habrochaites L.
R P IFAE iz H %, Hd, S pimpinelli-
folium 5 S. lycopersicum F&H & 25 Fa B M AR,
M 3 AN PSR R ALl . HESW Y K HES T
%15 S. lycopersicum Fl S. pimpinellifolium F&
PRI 223K
1.3.2 AHZHEHLEY

I R I 8 5 YLt iR SR RR DL A
A EEH A, BT T — 4 P450 & b i 5 K
CYP71BN1(IE 1. A) ., ¥ CPT2 Fl TPS21 1£ K
5k, A LLA B i lycosantalene; ¥t
CPT2, TPS21 1 CYP71BN1 7&K 7 #F 1 vh 5
ik, AILIA R lycosantalonol, Lycosantalonol
7= lycosantalene 4L =, 3 A~ FE K278 4
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A Monoterpenes IS §~
$ >
NS N QL &) Y Q% S EN o
¥ Yy Loy & 5 & & & FE&
< e § & & £ $£4 SIIE
chr8 ~ A
B-ocimene B-myrcene B-phellandrene D TPS
POV Gy ()= » oPT

D P450
> non-TPS, non-

. . CPT, non-P450
a-pinene 765 >—<:>— limonene —_ 5kb
(Solanum lycopersicum)

B Diterpenes
o A o
N A ~
LN v o &
Q AR N
s & § 9 & &
D G —} -
x §
i’?’ B CPS
G
D KSL
D P450

»p gene from
other cluster

D non-CPS, non-
KSL, non-P450

o k ¥
K 2 “"R=oHor0 — 10kb
(Oryza sativa) Momilactone A Phytocassanes A-E Ofyzalexins:A:D
C Triterpenes
v
g >

I o s

Q & &

< S <

Vel ]
chrs  —3 < i - » 0sC
9 > P450
$ 9 S
& /§r /g? 3?"’ > non-CPS, non-
_ KSL, non-P450
chr5 ] 1 :
—1> 0 — - I Uknown gene
— 2.5kb
N b e o
ENEERS <

(Arabidopsis thaliana) Marneral #3H Thalianol

bRk
mH—
#, H
%) 2 i

WO B A AR R P AP 5 LB AR AT L5 I

A, Fih RS A YA RN, 51 HS% X[ 19-22]; B: AT & W& B HE, 51 S % k[ 23 -
271; C: M h =MbY a LR, 51 AS% R34, 35], EIP YA R BRIE T %,

A. Gene cluster for biosynthesis of monoterpene in Solanum lycopersicum, cited from references [ 19-22]; B. Gene
cluster for biosynthesis of diterpene in Oryza sativa, cited from references [ 23-27]; C. Gene cluster for biosynthesis

of triterpene in Arabidopsis thaliana, cited from references [ 34,35]. Pictures of plants were downloaded from the inter-
net.

1 TERLEMENEREREKRGIE

Fig. 1 Examples of gene clusters involved in terpenoid biosynthesis in plants

i, (ETENAR IR B AL H) 3k K, lycosantalonol 1 lycosantalene, {HA] g T % &
HAEB AR R A AR S LB U R RN R, A AT R b A e
£ 35S CaMV i shFiash ~, itk CPT2 ik — 2 k4T T &5 & i, CPT2, TPS21 I
DR A R AT ARG I B AT, IXBeZE R CYP71BNT TEIR T LIAMNERAL 2 5 k15 W i)

AR, BRI ERENERE PSS Rl
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&Y AR, FZIENZEIEEE—2 0k
BCEA A A AL T RE A« I R 1P
FRFET R T 2 58 kA Wi 3k A
#E, W4y 9 momilactone AP Fl phytocas-
sanes(A-E)"® (E 1. B), £5 momilactone A
YA IR FERFERL T 4 SY @ik I 5 CPS4
M KSL4 Gl 3t 2 25 i Sk W IR L B8, LR Y
GGPP R &I T &fL &9, 5 CYP99A2/A3 4
AT AR R, B B momilactone A syn-
thase( MAS) f#1k4 i momilactone A'™®!, & 5
phytocassanes (A-E) LW & UM B AL T 2 5
Yet ik b, fudk CPS2, KSL5/6/7. CYP7126/7
M CYP76M5/6/7/8 3 10 NI . L HERA
ZYjRetE, RIAT LA E Rk &4, W CPS2,
KSL7. CYP71Z7 ¥l CYP76M7/8 % 51 i HL A
149 phytocassanes'®) | Hrft CYP7127 1))
AE X M C2-32 L BF'™; CPS2, KSL6, CYP71Z6
Fil CYP76M8 251 i 4l i Ak &4 oryzalides/
oryzadiones, HiH CYP7126 By fE g xif e-57 44
VGERsM C2-R AL = 5 BT LA LI R A0 1A 4= Y 35
AT % R OFE R oA G 3 R A R TP
CYP76M5/6/8 Uifigtt 5t % W1, CYP76M8 ] LI
& CYP76M7 Wy th&E'™, I H 5 CYP76M5/6 Hk
W25 oryzalexin WA ¥&, i HH FE 65 &
L RN T 2 Sy @R L R 7 KSLS
SEZFEIFEN A BOL, HEAOX B-A E J A
(ent-CPP) 2k iy -8 14,15 ME#S — 4 (entpima-
ra-8 14,15-diene) , {H 2 HAEIL B F 2 P i A
AT
1.3.3 AR=iEEY
=AY T LS S PIER N, Rk
Al HAEB R Y, gk M, i
1000 Fp XL 0 M9 1R 9 & A =i 1L A4, i
FHEPHILTE R #EZ &, BAaEE bk
P — Y, A B = (saponin-defi-
cient, SAD) N, "& 5 =itk &Y iR
A A P, BAREVAN 10 A SAD JEH A 9
~(SAD1~ SAD3, SAD5 ~ SAD10) "% 7 41 Jifd ik
oM firh e, 2 SAD3 ~ SAD6 L I
SADS TEYL ik R DI BA AR B Hf, S AR 2
HEY A RS — 2t SADT figfk, HIEY N
2,3-oxidosqualene, SADT 2 1 4> B-FFWHHG 4 il

BRI BEHE AL 1 — > 24 B ol s A Ak i AE DL 3 ] ( cy-
cloartenol cyclase-like) 5 il F17s 510 BBy
3R 1L ( cycloartenol cyclase, CAST) & f-it
FF A v 2 5 T R 28 [ B 28 (TS R
BiR) A= 9 & W 1Y S AL & 07 31 1k I ( oxidosqualene
cyclases, OSCs) ZEH iy 5112, #e L AR A
HRGER TR SE ZANE—SAD2, J& T 7Y
FEA ) P450 R JE CYPSTH™ | & 5 B-FH ks
(f)% 1k, SAD3 I SAD4 fit 7% I % 1k Jz 1>
SAD7 st Ekfb s ", SADO S H IEHE RS il
SAD10 J& i3 R il ), SAD5, SAD 6 Fil SAD
8 TEE A AR 2 H A= W & niLad A v i A T i A B
o,

WA 2 M EEE, 25 =Wk aY—
thalianol"®' #1 marneral ' @4 91 & W, ©ATIHL
T 554k (& 1. C), Thalianol il marneral
IR 2, 3-oxidosqualene, AL I 4 14 i
433 A thalianol & i ( THAS) Fil marneral 4 fiff
(MRN1), Efi1#ET OSCs Hf-FiY+FIERK
W4y % 1, Thalianol 7 UL #% ¥ 1k B CYP708A2
(THAH) F1Mu A1l CYP705A5 ( THAD) 4k il 2=
T Ay thalian-diol , & PH& H ) S #2 il BAHD
PG VEM R BRI, BARE 5514 3 MRS ER
k1 Marneral FEFFE 455 3 ANFEH, A4
KA % 5 CYP71A16 (MRO), #J fig it 48 1k 1F
S = AN A CYP705A12, 5 THAD #F
J& T ARG, T REME AL B Rk
THAS Fil MRNT T 5 540l pl I A 4% b 2 1015450
1M thas F1 mrn 1 @R 2 AR5 4371 22 B H AR A AN
FAEIER PR EBH AT IR, X 2 NFEE
G AL G AEAR Y v 0 BARAE AT A 1

A MK P AETE 5 — A6 =i & Y By B
R, A AMY2 (4% OSC i) . 2 4> P450s
(CYP88D5, CYP71D353) LA} SDRt, SDRt 5
T B4 B B 0 i HCF173 BLAT %5 v [ YR 7
AMY2 & Jf = il — & ] B3 5 B% ( dihydrolupeol ) ,
Fipk CYP71D353 4 4k it 20-%% 5k 31 b &2 B ( 20-
hydroxylupeol) Fll 20-%% 3&- 1 #E 5 iR ( 20-hydroxy-
betulinic acid) , R CYP88DS5 iy HAK T fig
AR E , SR A IR, Fil
AF5E 2 B 030 sl 2 T ] R 7 TR H ) R 408
TR DR R A AR R R R I A i
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Eik, GAME?7 #£ SGA A=W & i b 1Y T i i oK 9 25 2,

1.4 EREVHELED

HAT, AR ES] 2 IR A AR
Y, BRI TR B (Noscapine) ' | &l
I Th % S P XA 1 5 BT AR B (SGA) ™ A=
Y — O H R KRG, R E T
S M A Pyt rh ) PO EOR B AL S Y, A5
L5 AR T 2 HT g e T R R (R R g S 2 ) AN TR
e ] FRE A G, TR SRS, It
AT LAVE R T iz 2590, 00 o 9 40 1 %) 0 B 1 R
&, BRHETY mES 5% ESED S K
R0 JE IR 10 N EE, 2l O-H L R il
Hl P450s,, 2 FE R HAEAE T8 & v s i i) 2558
L L I 37 ¢ e (R el a7/ P N AVE g XS
A Lz, 10 MEEEP HA 6 M T
BE, AN AAFEH(CYP82X1, CYP82Y1, PSAT1
H1 PSMT3) e JUA S8 Ak S5 g R ik A o 7 v A o fi
Bro TNMT Zitith 1 A~ D& 57N B - G- N- F B
B, SOt £, ZENBS 5 e mmn
HRE M BSE T, S 5 MR AT R H A0 A
B AR BB, R A B R R R Y 3 KT G
fiee),

LTRSS, SGAs S5 348 9y HL AT L)
AR r= AN AP Y LA, TSR
MAZEELNE MIIBE AL, W E 1) o-Hli ik
o= Raimk . By o-F A P, 250Uk
6 B S DR AR H 8 S AN T i vh R B R AR
JEEARARAE 7 S 12 Sk b 7EF AN
Hrp, 7 5Pk A 7 NN, R R
GAME1( SGT1), 3 4~ UDP ¥iIL#E Rl GAME2
(SGT3) . GAME17 #1 GAME18, CYP72A %t
9 1 4> PABO i GAME6, 2-% % — 2 £h 4 #i
XU A il GAMETT, iBA 1 L4 R &
MR E A R EE R, SR8 7 53 M
K F ARt & GAMET7 Fl GAME18 3% 2 A~ JE 1A
HAy 5 ANFEH 5 b & A R A 0 i 7R X
2R, 12 B AR B 2 AN R
EAHEE, BN CYP88D WKk GAME4 Fi
AN GAMET121" . 3 GAME7 #1 GAMES
J&TF CYP72 W55, BAIFEX 2 MWl b3 5%
SRS IR ILIRIR (LR AN T3 21 1 H A e
R b A R 5 A W 06 Y AT e A

GAMES 7l BE Jr ¢ 22-2 1k 11 [ B¢ /Y %2 5 1k it

el
2 ERE%EEFS

2.1 LiRHHE

— S, 1A RS 20 34
WHAHRBHY 76 ke A S r AR R R . 7
R RIREL R, A A S DR A Y T A R
AR E S, XFER LR/ RO AR (55 3
[X/M# ( signature genes/enzymes) ¢ Hi g 3 H
B ) PR AR 59 %% i (tailoring enzymes) , F
TXF R ERAAE W T B, SR R
Yo “AnT " WD 3E O 78 R LR G B AR g 1A
KT B —A A B R %, DA i i B G
g NG, Ho TPS, CPT K P450 %E [a) 5
PRIAE e (8 1R b 5 I AR 48, TPS T 4 5« f5 5
fitg, & RURRE LG W E SR, CPT J P450 %
PRI i B3R T, M2 48, B A5 3 ke
wEY .

245 0E, HYTh A CHRENES S ST
U SR, (H B OC T 0 A A 25 DR A 1 41
1B, SR, X e B PR FE 5 ) AR A B AT — A G
PR, FEPRFE A5 5 3L 7 (LT B 4 uk A 4 ok
H AR A A 3 R ) & o sl R R < B T gk, e
HESHYBERARER LWILFECRE %
Pt Blan, 25 =k B-% M OKi. thalianol
marneral A= 96 1 1) G il 5L R R 2R B o e il
FER B FoRIEHFE T Bx1 JER AT fig>
AT OERE (G BEYAEREE) 1 o«- T 50
B, PR EATAE 60% M F 5 [RIEE " . KFG
H1 phytocassane & W3 & o (1 CPS2 Fi KSL7
LI & momilactone & i3 K % (1) CPS4 Fll KSL4
HRATHER H 28 B 28 A2 ) 6 iiad 12 Ak TR 1 52 o) A AR
E[ZS]O

A BRI b AP AR PABOs (K 2) , Ak
%) P450s £ B I RS AR 9 h B A2 76,
CYP79 KR, Hrh CYP79D3 F1 CYP79A1
SAME A PR M SR S 5 A FHE TN EY S
WS T T G Y P4B0s, dm CYPSTH IlE %
B, S 5HERBITEY G N SAD2, HAFHE
TR R
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*2 HEYRERHEERZESH P450s
Table 2 P450s identified in gene clusters involved in plant secondary metabolism
ity il (5.3 PASO PASO NG s mum
Plant CYP450 Function of Classification Reference
CYP450
Tk Zea mays L. CYP71C1/2/3/4 Ak CYP71 ji% [9,12-14]
A kAR Lotus japonicus (Regel) K. Larsen CYP79D3/4, CYP736A2 - CYP71 ji& [15]
AZE Manihot esculenta Crantz CYP79D2. CYP71E7, CYP71E - CYP71 & [15]
"% Sorghum bicolor (L.) Moench CYP79A1, CYP71E1 - CYP71 J% [16-18]
T Solanum lycopersicum L. CYP71BN1/3 Ak CYP71 Ji [19-22]
JKF& Oryza sativa L. CYP99A2/3 Ak CYP71 jik [11,23-27]
CYP7126/7. CYP76M5/6/7/8 21k CYP71 ji&
M Avena strigosa L. CYP51H10 Eexia CYP51 ji& [10,28-33]
CYP708A2 2a CYP71 J# [34,35]
R IT Arabidopsis thaliana (L.) Heynh. CYP705A5/12 Bk CYP85 Ji&
CYP71A16 Ak CYP71 j#%
. , , CYP71D353 =1k CYP71 ji% [36,37]
B IKk#R Lotus japonicus (Regel)K. Larsen J— _ CYP8S i
BESE Papaver somniferum L. CYP82X1/2. CYP82Y1, CYP719A21 - CYP71 & [38]
) CYP72A - CYP72 J [39,40]
& Solanum lycopersicum L. .
CYP88D - CYP85 Jik
LA Solanum tuberosum L. g;;;?g : gig;i jz [39,40]

2.2 HEHE

T IR FERR T HAA LA RS, A —2R
BAMAMERRE, Flan, Wy, 23EHE PR
R I T SR DR B I A AE AR AR 1) JAE - 5 30 A e
TP %8 R e I DR 7 T S AR AT T 42
RIOEE, 31X 2 A X34 A e (A 5 B B A AR 1 Y
X, JEREH, EHE T RERER R S, XA
AT 52 ) % 5 PR R AT A3 Ak DT A 3 R R A | OE

JR0N A — BB REE, nE BRAR A A
TR RS YRR, W& R Aigieh

WA DREM LN T e, e vhoke
A MR L R FNALL R T b thalianol JE A, ik
5[t o< 7 DR = N~ P Il 1 o = - S S B o
ATO820 T SORITR A v 1 R 2R D TR R
B LR TR B 2 WL R, LA A Y A
I, ERAR LA IR R

— LR R AT LA R, filn, A
KA B B SO 2k B 18 5 PR e 0 ) Il T
A FHAS 5] (R i A S SR S A B TIC ), Al £
SRR R/ ST IR v 655 A A P
PRI EZE )2 ol R o- R A, X 2E 4R35
Yy SRR, 2 B e DR 1
FEAR B T LAJE AN R 1 =4

(B —4R AR, FEHEFE TR ZHE 2 PR
s HALFRIRM , RS AR A B AT LAAE
A2 2L LRI ] P9 LA D R AR AR . SRd, B
8 JIT A7 e R 5 i 110 356 PR 7 7 3 B S A 0 T
Fik, (A B0 b 47 H e 0 5 5
S WK AT 2 HRERY phytocassane & AL
N, HaEEN 2 DIEEBIE K 1S KRIER K,
Xof e Ja T 3V 3 PR 3 114 3 DR 0 28 P HH A [R] 1 R i[RI 72
(R SRR T 275 et 1 AR A R 2
SR 2 IR, BT AL D RE RN SR 3Rk
ARG 2R T L, — A2 IR A %
W FE R I AN T8 e AN TR R e 4 — i LR, X
F WP LA 2 A2 E JE 8 i 2 E R
(AL T AT BE 2 SRk Qa1 ik
AT LAHEDN I [7) 2 5 R A i A 2 A 2R 3 R T
st SIEE— 2, SR R B KRS
W2 AN A A B R AR A Dy T T i A
FRIZOT S T 2 ) A K it 1t 35 R T i i TR 2 1) £
JE TR AMRE )

3 EREERENH

AT, xRN AT, K
FeEG % -7 TGAP1 ## # momilactone #1 phyto-



54

PR RO AQE R AT it i 617

cassanes WL & R, SR, TGAP1 fU-F &
TS A AR I, AR A
PR 2 AN FEHFESS . CYP76M7 &5 5K G phy-
tocassanes ‘LW A AL A, HE 30 7 rl RS IR
PGS, B, AT LU ORI %G 8 i 3RA KA
TR EE N, T 35 9% B Re s P oK RS
F

54N, Ek DIMBOA £ ZAE 4k tk b HoA
W, vTLLRBIER , SaL s &AM T
—~ 3.9 kb WI=C1E A oo F—DICE ( distal cise-
lement), fi T Bx B & Bx1 B EiE K2y
140 Kb 4, 32 DI T80 224 R 2H A R X
ATDMEHE Bx1 FER B REEE R, i BxT 7 £ oK%
AR E B BT LR R = 1 sk oK F, iR i DIM-
BOA AR ™' .

HEY, B e R Ml & B ( Aspergillus fumi-
gatus) WAL T & mi¥EH T LaeA, CAHHER
B LaeA n & ZFk A= A&, (3 B Rl
FEAE Y A A & B 1) 42 Jmy R PR 7

BRiE T 40, Gt o E 5t S AR L R R 1)
Fik, HEH 2 28K H2A. Z ¥ T #IF§ 57 thalianol
FEPRFEIE F 2R B M REATER, el Rl
fifi e T 25 K AR AN HOR MR SE P ) 2Rk . BT %
Al H2A. Z ANRedh & B /IMA E BT Y
PRkt W PRAL . ARP6 J& SWRT Y i
HIMEARIA Sy, BV H2A. Z PIRRBER /MA
RILEL R F 1278 apré AR, JE AR IX IR
IINMARZER R i TR AR A SRR R A R
TRIKOF- 55 95 A A Ll S BRI SR TR S AR 1Y
FeIR T LIl i e S E S TR, S AT AL
MERIEEBILE], T S SR DR XA 4 Th vk A=
REFHERE I E M SIS T 5

4 ERFBEREHLE

TR, 0 DU i DR 7 ) B D IR 5 A
PI A RE TG, KRB ARE S =8
Z 5B, FEIE AL B E L 2%
P A ARTE Y SRR BRTE IR A R (N Bx
FPFRAE Tk, B, N ) dan Gy A (n
AEFHET RIS AE RS . AR TR ) B ar
TR, Ul B 28 ok e PR B IS S 58 42 1
IREEAF, L, BN A R LA —E ] eI T

IR, (AL GERS ol sk 2R PR R )y, &
WIS #5256 A W0 F) T Ha ) e e )
IDEEN Ny A= PuR

BRI IR R L S T A . ek A 2
AERRE | RN R PRIRAR g Al | SRR P AY R
SEE B A A R A S IR A L DR IR A
Ja Rl s R AR A A A Ao iR e, 52
Er T R AR AR DRI A3 AR A i DR A R
A=yl LA B AR A wE sy, XA BT
YR RIAGR DR, NI, JENIEREE N A
R TR A t MR AR 8 1L 10 534,
X Foe BACH AR T R BE R T, A5 3  R A
TE AT LGB A JE R A S I BUR . A R RN
TRAIBESERIT, iy O AH SR LN (FE AR e (A L
FHAE, ENTR= T B Y & i te b AR4l) & al
(¥l A 40% KA FE T, BRI 53— 1R
et Ao A ] 47 DR 3 b e 2 o 0 2 R VR
SEPLEL DA b A% R TR g SRR R 5 AT AR
R AR R S B BRI

5 EREF%EMNA

ARG A W05 R N AR ) R B R B A 3R OB A
Yo ey R RS 1 AR T PR 2 R
(EAZ RN P DR 2 PP A e R TR AR A P g
AR TR BB AR R T 4% 5
AEMIAALE, R RO AR D Al i g 15
FRAYI DT R R BT S E SR AT . HAT, Joitiy
e DR AL PP R AR LA B 5 385 14 5 PR R 7 ik A
AP I L R AT LA AT R e 1000 BT Ak
PG B R BRI IR I AR, AR T o AR AR
AR o AL

KIRF W15 AW 27 SR AR L N A A 5 B i
b, BRI A A R e, Kidte bR
e Ao, B ARV ool ARSI T,
EiR AP SN/l VS S/ R gD o H 3 € ik )
AT LA 5 AR P i AR T, A A
TP BB AR, A R A e e
E RN RIRT B B Y 5 R
ARG LU LA T RAR =PI ACHE R A i e A 5
FRAYIICI R A . BT Shnife; Rk
THE A

FEZ MY, KRR R e, W
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KEFRARSHER WS, BT, BT EEE
(Paclitaxel ) ' | # & & (Artemisinin) %! | 4%
fifl ( Tanshinone) '’ | A& &4 ( Ginsenoside ) '™
BRSSPSR I RS, X
REBORIR T A=) G BUR AR T i LA I3
Z ., BORE YR AL R R B, T
UAEREEE R ARATIERE , oA Y F T2
BT WA R A S A e o, HESh T
KIRT=W 6 AV E R R & . RIS, FET5 R
AEYER SRR, YR AR TR T A
filf S PR S AR R BN, A S SRR =) o
] R SRR A

R R, i R AR C 7R BERE B bk b ik
SR TR FBEH T Tk AR, B
FERESL, 2R RIRRIA- G O, Fln, KiE
4% 25 1 ( Streptomyces coelicolor) etk 4 i 25 &
( Aspergillus nidulans) 7] 3% A it 26 % ( Actino-
mycetes) FZ2IR B B 1 3 4R kg =727 BR T
WAEMRS, YRS, WHEJEIEY Nic-
otiana tabacum L. I N. benthamiana Domin 7]
DUPERE R SRRk s 17, T A sk ik
AR,

6 MNESRE

L O A AR DR 0 M A 0 2 2 T RAR
FE A SAE YR, AR R e RhE AR
B F AL FEAE T e AR LA AN vk, X e
DRI O LA 3l R AIE , SR RE AT R, i
EA SRR T i, A B TR A
B AR, IR A R 2 S AR
TREFBER , A R A= 5T 35
St

P H AR 1) T R SR R i 22 11 Ay B PR 2
T AR BT, 0Kk DR 1 1o R 4 5 ok
ER A, AGEA 8 i X PF2 ( Salvia miltiorrhi-
za Bunge) JER LTI, BNET 4 A0l fES
5 mER AW A R HFE, Hd SmCPS1 A
SmCPS2 BN e 5P S WM A 7™, Xt
RO %) 35 PR B A B B 1 AT U 2R
i G TS DR RR LA X B 4R AE 1 VR i P450 %
PTG A0, i b 6 DR 3R 2k R 4 1 A T AL
PR M s A2 AT R AR i bk e, gtk

— LI RIENFEINRE, Il 2 0 T AR SC U A A
Prid ol A A7 S it T Be A, B DAL RT
TE WA AR TR, (IS iz
PEZ L | 55 850 SRR b 25 9 R A o 2 A Rl
PIB TAACAE=, RPR IR =R PR R AL, XF
YIS, AL BA PSR~ e r P 14
WK R AT RE XA B = R REE, g, W)
AR FHUR AR AL DR 2 9 e sk IR L D01 s
1, AR A R, AR G
P LD T AE I REVE

SE
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