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TE: XA ETRNGEMRRTW. EFHERLS T, A LR UL Z B8 (GGPP) A &4 f2 i AR F P76
A = RSP KR AF S . RARBRESR EHOAA R ARG, B2FEFF. Be N B FHY
MENBERG | FAort K B MBS R FI AR VAGGPP A 3R, L), ZfE AR T AR xR RAK
G EAE B ERAE R IR RGBT RARIAKAG SR F g b =ik Kb, LR B R T

GGPPJ& M JE T ) T i o X Z 18] ¥T B A7 A2 69 o B il bl . AR S AR & 69 A 50 AR ) 2wl i An B 4 .
KERIA): KA, =% M LR MR LA — A At Mtk &

i RS M R IR =) s f 2 1 — KR
(Cheng®52007). HIRBERAEALSE L& T IR A
7o), HE 7% 2 (gibberellins, GA). Hl il A i
(strigolactones) S AE W) 2% DA S S BHES |~ 2 A4
A B R AR B T w R A, — L
i AL & YDk A B R IR R, AR R A
IR R R HERERAE . RE T RIS E R
M2 AT, (HH A BT AR5 8 Tok (C5) 1 5 60 5k
W (isopentenyl diphosphate, IPP) J H: 53 #)1&
TR IE AL %% (dimethylallyl diphosphate,
DMAPP). 455> Fr & CSHIuE A ], s
A LLAR N B (C10) . 5 2l (C15) R il (C20)
o AN UL SRR A N R &
i $2 [%.f% (mevalonic acid, MVA)i& 4% =4 1PP Al
DMAPP, 1E A il 1 & AT A4 1072544 DATY
P 1% 03 - gk TR H ek R O IS A 2 T TR T L O
(methylerythritol phosphate, MEP)i& 4% ;= 4= 1PP Al
DMAPP, 1y Bifdi F1 5 1) & B A4 (K1) o

T ) s S 3 M AR 22, HE At 714 12 0004
DA 1(Zi%52014), 42 LA 2R ) LJE — B R (gera-
nylgeranyl diphosphate, GGPP, C20) & H: 3t [ A
o fEFifRH35r FIPP 514 FDMAPPH L4
GGPP4 i (GGPP synthase, GGPPS)fi# 1k 7= 4
GGPP. fEGGPP R EZAA{E3 /N (B (D&
J\EF N4 & & B (phytoene synthase, PSY)fiE 1t i
— UG N N\EAF ML R (CA0), BEAKIHE b=
A G B Q)& ) LEEEA: ) LEEIL )7 i (gera-
nylgeranyl reductase, GGR)/f {1, Fc 2 il N 41 K 17

TR EE; (3)48 i & Ml fh A0 T2 B FE GA RIS 43
R RAEN &P =i &9 X LB fE AL
PEANE . FERE DA N 3 AT 0 H 23R 5 18 DA R AE o
A e ) S 40 i 2% 2 A7t A )R [F] (Lange 1 Ghas-
semian 2003),

IKFE(Oryza sativa)VE 4Bk 3 E 0 RAED)
Z—, HGAVL M4 Z AR E MR 5~ &
HAEMK, &S RE T &F. mH L7048
LK, fEKFEH e JE KL T IKFE R A-F (oryza-
lexins A-F). 7KFEZS (oryzalexin S). 7KFE+ L%
(phytocassane) DA 2 % 72 i (momilactone) 254 K 25 )
20MP SR IR IR . AEVS AR, XL T o AR
AKFEM A AR B A] LLEIA0.7 mgrg ! (FW) (Okada
£52007) o IXAF KRG AT 7T — A ) A
FE ) (MorroneZ5$2011; Toyomasu 2008) (K2). It
Ab, FE Al TR AE R B 1K) 10%~20% IR RS 5L 1M 45
o, T = A IR 1 K B (Magnaporthe grisea)t
RGN AR ARHEY) . R, KA
(R0 2 — i AL DR 20 KA A B I E R . Rl
IR B i LR 2R AR 52 B AR OK ) G 7 (Peters
2006). A AKHE L R AL 7 A 1 58 A, 1 AF R
AN W AE 7K FEAH AR ik 2 (A9 7 o I X 1
HABE IR Z Rt B, R1halss 7KkiES
Y — T A4 TF (Arabidopsis thaliana){E
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Fig.1 Terpenoid biosynthetic pathway in higher plants
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Fig.2 Diterpene metabolism in rice
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Table 1 Comparison of metabolites and enzymes downstream the GGPP metabolic node in rice and Arabidopsis

S [ R
ARUTF=4 S Bl —
LG TF K FE
Rt TR T #1204
ESUIE N H H
UEES S 5 1
TRER H )
i GGPPS 12AN(TANTE AT S 1) TIASUANTE AR TG 1)
|| S Ay AtCPS (ent-CPS, & iGA) OsCPS1 (ent-CPS, A K GA)
OsCPS2 (ent-CPS, & - #i fH R E)
OsCPS4 (syn-CPS, & % i i1 2)
i AtKS (ent-KS, & HGA) OsKS (ent-KS, & GA)
OsKSL (74", & & i - &)
PSY 4 34
GGR 4 14

GGPP& i fe Tl AU 7 SCIHTER 7 22 5% otk T
LA i, /KFEAEGGPP T i A R L Ul e 77
IRk, BATWE T TAR AN T B AR

1 GGPPEYE X

1E B Y, GGPPSIH B — AN 3 R 5 ik
it F RSN IF I AR R A 74 EEGGPP A AR
REJIM AL, #ATRES 5 NI 2 . Ruiz-
SolaZ(2016 )R 5 3[R 3 58 38 F 8 (1 AH ELAE A A A
TR A AGGPPS1 12 4 £ IE, H 5 AtGGR
FIAPSY A A EAEH, Fifi 4N AtGGPPS11X #l /e
IFIGGPPE R F EAEH . HR2X— TAEEA
55 UF AtGGPPS Z IR A 7] B 5 1 B AR 3% 12 0 XS AR g
BTk, T L AN [ 7 92 3E AT 1 AR AR ELAE P 45
FAFA = FHPT AN S LA 7 R
HARAR 25 I AtGGPPSEL 7 Al it 2 5 GA S I
S50 A (Ruppel ££2013) . BRI, LAFBLES I+ A4t
BT FE TAE 5 e % GGPP A B2 HL kI 7E H 148
AR o

X KRG HH GGPP & R I1 BB ik 8 K B, FLIE A
BRI DNGGPPSFHVEE M, H X HOs-
GGPPS17E i &+ H A GGPP & flkfit /7. HEE AT LA
FEFE 5T Y RN IR — SR Ak, AT AR A B S
—MHZEE A OsGRP (1,/20sGGPPS Kk i1, 1H
TEHEAIE )T B U8 — TR AR S 5 - 2 3 A T 11

A H(Zhou52017). BEIEEN I i iRs, 5
OsGRP%54 J5, OsGGPPS X IPPE Y I SE 1 1) 42
V14545, A B S 1765 T H i &
—MHAR TIRE . XL B R, KR F
OsGGPPS1 A it 5 F i 2 WA BAEH RIE
% g 52 PR BARC T A7 e i AT R AT AR 1 20
Bio X —HEWIZERE /S I TAE RIS 2] 1 501

2 GGPPFHE T is & 7 KIS EC

2.1 ZEPSYHRUWHENLIAE NREK

PSYRKHEAY MR EHME — A FREE, H
A2 FGGPPAE & N1 T INAB AL R )\
AFMARBEENE — RV LMRIEE . FEAEERER
1ol FALER BRI AN [F B 2R 2 N 3 oy
(CunninghamA1Gantt 1998). XI2REHE bR A &
BRREEALE CF B AR . AR
(3G FE R TAE#R 7R, (22 GGPP & Jl g % AH B 1
e RS M FEKT . 5Ruiz-Sola%(2016)7E 1L
F 7+ R BLAtGGPPS 5 AtPSY A3 AH HAF FAHALL,
Fraser%5(2000) 1 i # 18 i 75 25 i H PSY 5 GGPPS
AL S 5RE R AV G R E A AT
—ANEE

B2 5/ I+ A1 AR 2 A RN, K
FABE R 20 A 3 JE R 4w B PSY o 9T 3R BH v
OsPSYIMOsPSY2Z: 5K 1% MERE MK, JF32 2Dk
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U ARV T OsPSY3AN 52 20 H =ik
BAALR . JEHENOsPSY3T] fe 25 Whia %
R B V& TR & FUAH 9% (Welsch452008) . 324
1k, %1 T-OsPSY 5 HoAth 2 1 i AH BLAE F I J0 Ak di
i, %A BT SR OsPSY [ 22 74 Bl I 11 52 21
GGPPHE N7 o
2.2 ZGGRIEN AR R AIEEZ M 4E

2R 3R I 1 A3 DY Ak g PR R BN B o oo i
ZRFREW A ) R AR S v £ DY i BA 1) T R
b T O T EE AN 1 AR R . DR R R
RGGPPH] LLAE M 2R A4 5 A GGRIG I, 28 )iz
WP RIEAR R TSR G SRR R e
4% 2 & i (chlorophyll synthetase, CHLG)5 4t
IRINGE S, HAGGRIGIR . (H 2 B 7T 2 W A4,
T H GGRAZ B — M4 8 FILIL3 (light-harvesting-
like protein 3)4%5 & 75 R FEAR |- (TakahashiZ$2014).,
X 5GGRIGEEFT AT G o IR AKAZ I 5T
BoR, IKFEZEHEAR L HIOsGGPPS1/OsGRP i —
F A 50sGGRMOsCHLG LA K OsLIL3 1 Ji -4 2%
T2 1 4E AL I8 SR i (NADPH: protochlorophyllide ox-
idoreductase, OsPORB)4hT-[d]— L EEE & 17A N,
MOsGRP /K- B4 | /K ARG 4% 3% 1) & Bl ie
71(ZhouZ52017). X — TAER KFEGHI 2 R AW
B HUERLAE | RFEARIX — WA X % .
2.3 FiEXEELHER ST _IELEY

TR 5 B AP AL 7 20—l i
12K il A i BB K GGPP AL T B & B A i
285 53— M S TR & MR GGPPREAL Ny — 4>
AV, RIS E M R L E . &5
Ay 20 R 2 H A fé(labdane) BY A a4k &,
51 fn il B 3 — 8% & (copalyl diphosphate, CPP)f{]
ent-« syn-LA Kenormal- ST AR FRRIK, RAFEGA. T
el PEFSESEAE N7 000Fh s i B 4T 14
(Zi%52014) (E12). £ wfEih, HTGA 21/
T ESEEY T R EZEAHIIEE, ST Em
A RS R NS K & W 7T TAF (Sakamoto s
2004), 171 HoAth % 73 T AR P AR A 4 S
e, PR LEA R . T A A IS
fit;, RICPP& M (CPP synthase, CPS), Fl11/ NS4 1,
B[ 15 A2 455 & il (kaurene synthase, KS). ‘B A 1fE{L

HH GGPPZ:ent-CPPIE iient- UL 7E A2 4 (I 5 [ N,
BRI 5] ANGA S BIX AN R I+ E— 1 il AR
BAR. MK RS AR A%, AMUA 3N AN
f(JCPS (OsCPS1. 2. 4), iff HEE FFEH1MS 5
GA G B OsKSFI T AN A= e ent- DU FE A2 475 K S -
Like (OsKSL4. 5. 6. 7. 8. 10, 11), L84 Ik
A . OsCPS1HMIOsCPS234 77k ent-CPP, Tfij
OsCPS4fi 4k = Hsyn-CPP (&2). 4R1fij, OsCPS1/2
AR W) — BT H AR AR AL, R 4 )
B R U OsKSMOsKSL A T GAM i fi ff = 1
MG R, 3 DIRe A E S (Hayashi®s2008;
Yamaguchi 2008). K1 75 /K A& A B T ARSI
WH—2C i, BIGGPPYEent-CPPAlsyn-CPPIX i i
SRR Z BB, LA K ent-CPPAEGA RN i A {7
FRZIEM DI AR, GARG) i T4
ARG, T R R R RIS (A
UVBE) & F N & TP i . BRI A [ 1
OsCPS A Gt o 56 [F 3R 1A 1) 4H Z3R5 S PR B3 i o
H 5 Ei#OsGGPPS1 8L i A [A] F)JOsK S/OsKSL
)RR ELAE R R R AR . ERARAX —HEW v
To EAZUEHE, {52 LE i 54 (Stevia rebaudiana) ¥ I
FRIE HH —ACPSNGATN i AL A Wi 24
(steviol) ) A& IR SR (LA, Wi R Ui 1) il
B E AR AT 4% (Richman£§1999). #£7t
Zx(Salvia miltiorrhiza) ) —mi A 7T I A AL
MR HCPSEKSL (A A BAE A, S8 11X —4fE
M(ZhougE2012),

3 TRt X3 GGPP RV =5

GGPP N 73 SCAL 2, AN il 25 DR i o —
93 SCHEAT G B IR T A I Hh B A B — B
W2 A o N 7E 2 Al 28 il R 3 s PS YT 4R
RER PR TR EAR b2 &, HAR R I Bt IR AL
SEGABZ (L B (Fray25 1995) . X 2 kI 25 ] 4
MR 5GA G &R 2 0] 5% 4+ GGPP i FARE .
SRIMERLRE IF P BT H0 B, MR A% PR A
B2 BEA, R PR [FD Rt R B GABR = AR L (Qin
2:2007). Morris?5(2006)7 + G P2 it £ ik
MEP i 47 P [ 128 g 18 982 5t S A Bl K- (1 -deoxy -
D-xylulose 5-phosphate synthase, DXS)3& [K] DA i
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MGGPPHER. ., HREEHRIRIAS MR E RPN BT,
HRGA G MK Z BN HIH] . FHE N RMGAS
2 T8 A 7 JEG 656 /KRG B ¢ HR A3 31 1 9128 A i
F% . PrisicHlIPeters (2007)i# 1L X OsCPS1 1B L 5)
FIEEAHTIE S, #1 2 (I GGPPRT 3] T OsCPS1(1)
W, NI T GARI AN G L. fEr SRR AT
AR 43 32 (8] (R 26 2 75 T, KK F8 B 9 o,
it KX OsGRP A LA 55 58 £ ) OsGGPPS 13 A 2K
ARSI I EY G A, H 2 R B R T
F i OsGGPPS 17K, AT AT BEFBERHE
FHMGAR) G BUF A GGPP W) AN 2 1 52 F1| 41 il
(ZhouZ2017).

DA S T 2K R (LA S FL AR 420 ) 1R AH AR
FAFRFEH T H A E 73, Mg E & 2IGGPP
TEARTR 4> 3 2 (R BT 2 B IX — 30, B e % —
i R R 25 1R ORIE 9, Okada%:(2007) ) 1 3 ]
O T T K RELE S 5 A 3 IS AN R 8] P9 () 36 1R
FISFHE R R RN, KIMEPEF— R
F R S R R 2R 1A BB AR O, (ER IR

BRFI P B R K& E[>0.7 mg-g' FW)IA
A3ze i F AR IIGATK 2910 ng-g" (FW)] (Toyo-
masu 2008), T 54155 i Fy i3 25 H B & R R K
SEAIE[2)1.3 mg-g! (FW)] (ZhouZ52013). iX—
i R AR 3 At H A R GGPP AR I 40 S0 7 AR
PLah, DR A Db B AR B 18] AR 5 i 14 A T 4 T
ST X — TAETER AR E A 2T

4 RE

FEKFEGGPPH i, AMUA SRR KRS
N R FIGAZEXT T = A Y il B A L
“HIHEARUS =4, 11 AL S G 450 5 400 2 Fh il
R R XERPIREE K, MEEHAARAE
RHEY I REAEAE(WuE2012; SchmelzZ52014).
WL, EARARRHE Y A s R A T s AR
IR AR P KA 2 AR (Zi552014) . IXXS T BUOK
T i AR OR R AR N T AU OR A BHE D 3
[F) A7 72 R 5 1) AR AL TR, AR B T I e K
s il AU R T A A A AR R L
(Shen%5:2019).

HHT, KFEHIGGPPSY T ik GGPP /i 2 %

A 3 S SSRGS A v 5, TR AR 70 5
Z AR I B A MR AR 3 . BEE S AT EER
R, Sl AR 2 27 1) T BOR KR b 8- SRR ™
Y % FBEH R B W BOFI AN SRR B B A A T 4L
NVER AT 5T(WangZ52018; LiZE2019), X LR 57
TAEKSAE BT fnT y0m 0 AR TAE, 7850 FIH
KR = R ik A B Re 0 A A R 32 BRI
ERAEYE, (82 OB A TRR Ak
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Recent progress in the study of metabolic flux regulation in rice
diterpene biosynthesis

ZHANG Yi-Dan', ZENG Ying’, LU Shan""
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Abstract: Terpenoids are important plant natural products. According to the chain length, terpenoids can be
categorized into monoterpenes (C10), sesquiterpenes (C15), diterpenes (C20), etc. Diterpenes are the largest
group of terpenoids. All diterpenes are synthesized in plastids, with geranylgeranyl diphosphate (GGPP) as im-
mediate substrate. Although terpenoids are traditionally regarded as secondary metabolites, plant hormones,
such as gibberellins and strigolactones, and pigments, such as carotenoids and chlorophylls (the phytol side
chain), are also directly synthesized from GGPP. Moreover, diterpenoids phytoalexins also take essential part in
the defensive mechanism against pathogens. Recent studies have demonstrated that, different from the dicot
model plant Arabidopsis, rice is capable of synthesizing more than 20 different diterpenoids phytoalexins. A so-
phisticate regulatory mechanism that distributes GGPP among its downstream metabolic branches is being dis-
covered. Here we summarize recent progresses in the understanding of rice diterpene metabolism and its regu-
lation.

Key words: rice; diterpene; geranylgeranyl diphosphate; metabolic flux; phytoalexin
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