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F R 2R A T2 e RAEYIXURR
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EXR FRF

(HHLR¥FHEER, MM310029)

WE  ABIAEY T BB —EER R AR, L FIEL M LR T ARG A
SRR AEAARY B P AL — A SRS, LTHRBIRR. REALEH G EART R, 2t
Kk £ e REALNRM LRGRIARLARETT 28, FiT TR T XBLR, LE
RKFEo 4B (TPSs) B o) R KM A RRIRE £ WS RERRZ * T 69 LA T 69 Rk,
MAESAMXERGSB, ARKM TAA KRS RAK 4 B T,

X5EiA

fEd £ HES, RIEVIEMEIHR KL E
PRGN B UL KR m B B, piiE. Bt
B PURSE. AT R A H bR B TR
SEREER LU DA R S0 R AT sk . o T O & R
IR S BB R FE R R (] . RS B A &
BEZMEE, WHHEEH=Z g5 —a %% E R
WK A B 7V, BT CABHAS T A 58 8 Frep st R 7= d
FEMPITR R R RECHEX. KRPEEE
BT V2R RR A& S AL &, BEXN T3
HIEATT A B A R LA K e AT B AR A R D
BN FIF 2R TR O Ve KR B 57 52 A
20 40 90 tFARA FF 4R e B — M FL T

YEVII AR A2 B H 5 B A B 5 & W BT o e
1, VRV 05 B TR th A R R Y A R
BEY, FERFBERERIS. BEK. K. W
KHEER U EETHAEY . K. KB, FEML
YIRS L S WEN . K (WRE R R IE) &4
it LRSS ER R R B i — 2R, K
WEMC KT LA, VeI ER B 7E TR
ER. MEERMERKERTHRIEER. &
M, 582 MER RN 2 MREREY, &N
MIThEEIR 2, ORI MY B2 B BRI R A2
F, WGIRBEE, VR AR IR AR A B R] 3
F& . FN, KEEEANEW P — KRG, R
HAEEMNEFRNESHLNE. TR EEY
MEZEME, CEAD AN EREREITTHEE
E, BFR T HRBEGE, AFERAEREEGH
i

BT R g2 £ B S RO B4y BILARE

HERNERERY T L& AR, R TR, 28055 gk K]

WitR . REMR. R KRGS AR & og
12, LR CLFREERR O AT R0 5 2K 4 Y & & AR
A G A FL IR A BT 1R 15 5 ) AR 6 1R
wARMEEA L, FENHGREEY BN E R
Ao LA K B A AE YR T 8 SR AL A 0 B B v A A XUk
fih J9 7 T PR BF 9 3 R

1 VIBRERR AR EEEN S RIREZ
KRR EHTHEKLEDRIL &
(IPP). IPP 5K [F 7 7 4 & — 0 2k AR B IR
(DMAPP) T 57 [ im0 E F N 45 &£ &2
TR IR FERERR . TPP 5 DMAPP 46 A IR MO i
4 )RR (GPP) & il LA Sk R 488 10 77 N i+
&Y GPP, FHIEB AW LKILMTEY:, —aT
DMAPP 55 5 43 7 IPP 7L 1%:We S5 55 12 (FPP) & i g i AL
THE A B EY) FPP, T8 RUAE i &
HATHEY):; W FFPPAA M= TIkMEDE
IH(=T18 /N, squalene), J& =k Fll [& BZ ) Y
s M4 LA A )L EERERR (GGPP) & il L — 2>
T DMAPP 5 =937 IPP 45 & Uil — R AL &Y
GGPP, FJEMEG R IEATAY): WIRKHETE Y
Wiy Bk R EATEY, MR T KR 2 KRS,
HRT7EmP - R T P4l & lgte: 4
Jii& 4% (mevalonic acid pathway, MVA pathway)#l
Jii#Ai& 12 (methylerythritol phosphate pathway, MEP
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pathway). IPP [¥14E9) & BB # 28 i F 2 R
(mevalonate, MVA)IEZ#ATHI, Bl =591 LBk -
CoA FHTE R 3- F22E -3- 3 Bt -CoA(HMG-
CoA), HJG7E HMG-CoA & J5E(HMGR) )L 1E
M TEBMVA, JG40d 2 0 BB AR R S W A ¢

F2): B e PR RN H B -3- BEER A IR EURHO R -5-
BERR & A BB (DX S) I AE I F 46 & A RS Mit SEAS I 4 -5-
BERR(DXP), DXP 7Lt 8 AAIbE -5- BEFRIE I 74
FBE(DXR) MAERH T A i F 3 AR o R -4 - BER
(MEP), JGZ&id% 5 KRN AE IPP(E 1), 40 i i

AR RS 0 (C15) FI =5 (C30, WERE), JEA
SRR 4TnE Q MM A & A #RAtaiik. Fuikigin
PRI M (CS) . HEE(C10) . XUBE(C20, Wik

£ IPP. MVA I&E K LUK #A A & FT 4 IPP
EREIME—gR, BEREID)LEA KA Tk
WIETFE SR - &892, FK1E MEP i&12 (1L #K DXP i&

Cytoplasm MVA pathway MEP pathway Plastid
pyruvate G3P
Acetoacetyl-CoA l J
AACT ¢ ¢ DXS
DXP
2 Acetyl-CoA ‘ DXR l_ fosm
MEV _l HMGS
MEP
HMG-CoA NS
HMGR
CDP-ME
¢ CMK
MVA
CDP-MEP
MVK ¢ * MCS
MVP ME-cPP
¢ HDS
PMK ¢
HMBPP
MVPP IDS
PAID PN

DMAPP 4—p IPP ¢— » IPP qi-DT;DMAPP

IDI
GGPPS i‘ X3 | l %2 %3 ‘———X‘l‘———d GPPS
GGPP FPP GPP
v GGPPS
FPP v
X2 GGPP ~
\ \l Monoterpene(C10)
r Sesquiterpenc (C15) l | Diterpene (C20) | X2 A
Squalene(C30)
Tetraterpenes (C40)
Gibberellins ‘

Phytosterols

- . Carotenoids (i.e. lycopenes
Brassinosteroids (i.e. lycopenes)

Chlorophylt

E1 #EYLEEREHRES ,

Acetyl-CoA, ZIBHiM A; AACT, ZBEZBLiHRE A GRAES(EC 2.3.1.9); Acetoacetyl-CoA, ZBiZBi4##E A; HMGS, HMG-CoA
A S (EC 4.1.3.5); HMG-CoA, 3- ¥4k -3- 3% " -CoA; HMGR, HMG-CoA & JREF(EC 1.1.1.34); MVA, H¥#LE; MVK, MVA
WA (EC 2.7.1.36); MVP, 5- iR T ¥2ILM: PMK, MVP ## (EC 2.7.4.2); MVPP, 5- "B 32 /%% : PMD, MVPP ii}&#§ (EC
4.1.1.33); IDI, IPP %HJEF(EC 5.3.3.2); GPS, GPP & /lE(EC 2.5.1.1); FPS, FPP & MBEF(EC 2.5.1.10); GGPS, GGPP & Hf#H(EC 2.
5.1.29); G3P, Hilil¥ -3- B#&: pyruvate, WEIFR: DXS, KRB AN -5- BR & EB(EC 4.1.3.37); DXP, BEKEIRE-5- BERR.
DXR, DXP &R % HHI(EC 1.1.1.267); MEP, HSE/REHERT -4- B8 CMS (EC 2.7.7.60); CDP-ME, FIEFREFHERY - famkng —
E#F#&: CMK (EC 2.7.1.148): CDP-MEP, HUJL/REEFERT -4- L - MUMERE M 1FBR: MCS (EC 4.6.1.12); ME-cPP, HIJEL/REEFHAT -
2, 4- AL —@ERG. HDS WL TRE -4- 8RS KES; HMBPP, W3 T Bt -4- —B%#; IDS, IPP/DMAPP &5 /k§;: Phytosterols,
it [E B%; Brassinosteroids, I ZEWNHES; Gibberellins, 7*# &; Carotenoids (i.e. lycopenes), Ki¥ P EMMBE ML K);
Chlorophyll, #%t#; mevinolin(MEV)# fosmidomycin(fosm)Z} 5## HMGS #1 DXR & .
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HFZ)FUBE(C40, WRHE FERMHLEER).

FIFH S mE A TRR R 47 R M 2808 A ) & 2
TR ARVE BRI — AN LS. A S 8 ok 34
Kr I TR & ORI = asE =8, BEEN
R BB ST KRGHE R MR E, i
390 IPP 1 DMAPP & fl & LA 2Kt =&, {HiX
Tl 7 iR R Z 55 & Tl B RS 1510 &0 & RO B ST .
W K B R RS DR SRR 1 43 B % s Je HL SO )
S, RS G Rl A R R IA AR 4 KL R s S
SV BECA T — Fh 3T () ot B XURR & 5 F B .
FEL, BRI IR B B A — LA O R R T
IR FUL AR A B, AR EATHE RIAE B 5 2505
AW R T

2 IPP #1 DMAPP H9& BFAZERE A 494K 15
=R

IPP 1 DMAPP 2 Emi R &2 i asy), W
RITA R NEDE RETE, REeiIEm RS
B KT 2 42 B il K= A i e
2.1 MVA i&f&

41 i J5 - HMGR 2 IPP A B T MV A IR 12 () St
By, /2 IPP A& R EE RIER . HMGR 115
P2 B 2 MR ERE N, SR, EYAEKIEY
. FWHEPMEV) . BRI, RS R & B AE
R HUBKER 1 RS0 JR AR S5 1235 DR 3R 0 FA) R
TUEH M2 AN I BIZ A AFEE A 4 )0,

Chappell S0 4 fl HMGR 2[R 5 A\ &
(Nicotiana tabaccum L)%, HFEik5|# HMGR B§iE&
PEFE R 3~6 5, AT A L2 E F= M0 AE ) [ B2 1 AR R
B H 3~10 5. Schaller ZZU B (Hevea
brasiliensis Miill. Arg.)hmgl 3 K N\ JH & (Nicotiana
tabacum L)W, [FIFH5E T HMGR BG4
., BEERIRET 6 5. Re HU2AN, REHE
[A$UUR5 4+ () HMGR mRNA /K- F1R &, 1HHEIEM:
I A R . FrEl, B4 HMGR & MVA H1f1)
KEENE, (HIUNSE HMGR R Hid & RIEANE LT E
&5 IPP AEY M B -8, EFEHZ@EHH
fhE I RIER A BB RIR M A=Y R, HEH
Al MVA &2 24 HMGR WISt B0E#E, T H
b Bl 1 B AR 2> o

K BEAAGE MVA 812, HERR W
Bk MEP i242 52, Martin 250 BEREE MVA 2
m R 8 MR AW AR TN KB HE

o, FRBFERNERT MVA &123H-4 8T IPP
FIDMAPP, [R]ifE NEERER A 4,11- IS R
BREER, &R T KERIAE R s AT E
Y) artemisinin(—FHUIEZ). K24 IPP fl DMAPP &
AR NAEYE R, RZERSBIAHN
B B AR R, K AT 8 A o] DAk A P AR AT 26
HEMHRETFE .

2.2 MEP i&{%

% F MEP i&42 9 DXS 1 DXR R 26 D
g9, DXS & MEP #EHRIE— /8, L
AR 5 H ihEE -3- BERR & USSR BB -5- BERR .
DXS WIRISRES T HB LAY b E=WHFRR,
Estévez S50 Z B R B BRI IT Rk, HIRIT
TREFEAR v BR AN 44 & E & BB R4 g
BT A2 4%, L DXS 2% %R EE R A
Zz—, HidBEREREH KA EMEY &L
B ISP 220, Mandel 2052 MBS TT
B T 4ifid DXS B CLAT 3K,

EMEREPHE LSRN RS —HAEER
SRS DXR 4L . DXR FIERHIEA g%
72 KAt 3 JE A it B3R 1X DXS FIDXR 5§t &
KA DXS ML, |ETHEMLEMFER, KR
R IFEEDERENR S S R FHEYRRNKE
TE 40 B 35 DXR #1 DXS AR E £ IFA . 5
A R4 B 3 DXR 2K, 4 DXR H K%
# CaMV 35S A FHEB B M+, KESHEER
TR ARG (2 B S S B 5 X R E
EZRE, BEAWMIEATIX 50%, TR A1k 4 R
KEWHESE. 75 DXR R EREEREE
frm e R R, OB R XEA, FBRET #ATE
W PR, MMES T AT RE, XRE—
AN KSR ARG TREARK RINE, 61T FH
MY EHLERRELEYHITERETR . EAH
DA S AR 25 ) A P FIRAEY) S M B R U S8 0T, JB
AT RE BRGNS, (2l T MEP @24 KN
AKX, BIRMEP &2 )3 Ath— L, W CMS.
CMK 1 MCS, EfIHEF LB S, {Hi
RWHFRIEF R, HARBHRE LRI A £
RN BB 5T

3 RS RUEEE E LR AEZE R (L & 4R
i
HIIA £ B (TPSs) LK 1 i ek
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G

BB A mE A S ) — R R IBE R R, ©
1L GPP. FPP #1 GGPP A JERA) =14 KB Ik 24k
EW. TPSs s EARUN 73 32 s b A A0 & Tl 1 & B
HIEE—N KPR, Bt TPSs & B & 48 n]
DLTE & P I VE R A3 20— 218, X LR ] LA
UM E PASO BALEE . AR . PEREBEA
FLER I, XA A [F R RS RSP &
FSC B FL A JORIR H - S N AL BRAR AR, 7E#R -7 Al
YIFIA AW F R+ ORI T KERIX KA R
R, HERTHED PRI T DEJILA TPSs
B o IX IS HE K] ) AL [R) 25 M) R AiE S R 7E 3 AN G 5 2R
5 e BEOR ST I R R R Ak B B2, TPSs —4
EERFE L Asp E4EX, DDxxD K, XX
WA e R B A A,
3.1 TPSs EE#YH B REFHE

HArc & wheE 17 30 F DL A6 2K & il
cDNA, T2 &R RAERBY G BT
(FIf . R4 IR P 51 AH M — AT ALY TPSs %
KK 5 1 6 MR (Tpsa~Tpsf)?®, AL
TFREFR AP AT HA 5 ADKIRP) 40 Mk G Rl
FYEEED, Sl R T s e LA TPSs 2
I IhEE: ArTPS10 3[R (At4g24210) 465 Bk B- &
HAEFI(E)-B- B i & B2, AtTPS03(At4g16740)
Gl 1) — R B ARAE LR JLF UL RU(E)-B- B Y
BEB, UM SRR R M 5 3 (E)-B- 2'8)
IIFEER, 1 At5g23960 4Rt i) B 41K R g
Ak BT FPP i) 4 FARR =4, WHEE)-(E)-B- T
FrifF o- WERRMR . B SR T IR BRI B4 R
VIR 43%, 7NN FE R (A13g25810 F Al g61680)
G T JLF AL B- A MG BB R AR S- D5 AR
BETE A B . U BT & A AR B 3L 32 N EERIR
ik, Hrhe AN LFERE PR RRIE. U7
TE1¥) TPSs HE KB R G AE L A% T W] LA 25 £ oK
WS s A& R AR )

MRARCEwE T KREAFED RSB
TPSs 2, Wiz (Clarkia breweri), i
(Lycopersion esculentum), [RJE % (Salvia officinalis),
tEE K (Abies grandis), AL E (Artemisia annua),
T K(Zea mays), EWMikR(Elaeis oleifera, A
(Mentha spp), PAFIF(Arabidopsis thaliana, 75
(Citrus limon), 3 E(Cichorium intybus) i+
(Citrus junos)™?%, Dudareva %5274 & &
(Antirrhinum majus) ™ A BLET LA B0 A Rl B 2 K FN

PLEI T+ AtTPS14(At1g61680)— 2 E UK 6 K ik
PAINEIEE 7 ANEHR Tpsg o X ARAEY) TPSs & K B
SLHRANEAE XA, BT, Schnee F28 AL £ 2K
%GR KR H(Spodoptera littoralis)1? F G, KA
12mE & BB < UL FPP R R fL £k 32210 3
M AEAAS w5 (E)-B- &6 WM (3R)-(E)- FE1EM
BEFI(E)-(E)- @ & XRBERITE K, 4 idix /> i i 2 ]
tps] &4k anl M stcl FK LA 7E B K AR 2 34
TPSs XA, 5L lis] ZEEFHA 5,
G i B3 7 A A1t R R Ak 0% 4R I RO & o BE ) B A
Kollner S FTR I, PIA FOKARIE A 8] 11X 3
T 5 i 7E s VR A 0 A B EE B A TR 2 e AT
WP AL LK tps4 F 1psS (XA 5 [#2 /). Sharon-
AsaZGCRIE T MG K R A R ZS A% -l A2 B
Cstps] ZEIK], EIRMIERA IR RATIKE, Cstps]
ENMREANG LIBAKR, RIERLRAR R,
3.2 FATPSs BEARSELAMIELRULEYMEE

HET, R TPSs %3 R AR ) 0% KUk ik 28
SRR FEAE TR DB, AR E
BB SRR, BRENEY FEEPAER
Al HHE DL — S MY, A4 (Petunia
hybrida) F135 4171 (Dianthus caryophyllus)®",

Lewinsohn ZP27L 3 i 1 8 AN FURALZ B3 (C.
brewei) 7 AR EE A B (LIS)JE K], 78 RSl 35 W 3
B (E8 Ja B 1) B T 5 | e U S- J5 RS RN 8-
FRHE - AERER) BAR . ARATTHED LIS 7F 5 58 pl 24
FIRIE SR — 5 A& BUg R F R 7L &Y
AR R S- 5 HERE, LA BRORR SE R & LIS 1)
WRE, BE R LK.

FEMR RS i Petit Havana SR1 5 A\ Fris
(Citrus limon L. Burm. £.)H] 3 NS [E) ) 8805 & Rl B 3L
Kl: y- B dh s A RS (TER) 2 K. A7 & HUBE
(LIM)Z: AR B- #2405 & B (PIN) ZE X, e S LRI 2
IR RIBA Y S B S By kAN, fefint
THERRETBOH T B- Al AT y- Bl SO, 5
Ah, B PRS0 A RSB ]t R A e S DR B
Kis, HXEEY RS SERMIKY. Ohara
HOVE R T (Perilla frutescens) IR AE 15 & BB (LS ) Rt
PRI e N R B B4 L 28 R BOR P9 B b, 7 {4
S R 5T 3 70 I B S K SE R S K ) LS vE MR
B g, MEMENBMNFRLS LiEtt. L6
XKW, Bk LSIERBEIERS BT, 17540 B i
W LS LRI VEE . BRI 0 LT E AL 1) LS B
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DRI AT BB =R il T 2.7 F 3.0 £, $2
TMERESR, T EAAIR.

4 HMRIREZE
4.1 BRAF

SHARGEAT T B I p- AT R SR E AR A )
BEDRR BB 4 & 70 3 s KO Lk B R 16, g L
BT DR 1) AR AL T 42 52 B ) — AN S IR 1 4
I LA S iy A QIR A TR R A B o —Fhal Be () 7
EI IR T RIE, R AR,
B hwE KA SR .
4.1.1 EH KBS ABEAR A XGERXRT  WRKY
ok R 1o — 2R RE S TR R Y B AR S B R B Bl 7
K TTGAC(C/T)(FR A W HE)H) DNA &£ &4 H, 5
AT RN A K. TR — L fgh, 540
M AV R AR EDRE, FETHYL R
R R BT LART CAF A WRKY $4 5% 8 i 1ix gk
i RO R R m s R e & . M fE
(Gossypium arboreum) H AL A5 s AH TR 28 (WA FEY)
WG T (+)-6- FEAME A BB (CAD 1) 2 Kl CADI-
A, TEWESTE WRKY ®FHNFEH NS
Mo Xu EBIMFETEH 385 T JLA WRKY cDNA,
Hrr—ANEEE T GaWRKY # NI TF, S T
CADI-A |35 F. 4 GaWRKY1 B iRA5% CADI-
A FERPER WS T M e P A5 2 ms 1 A5 o
4.1.2 ETRELREGERAT FEDHE A P
W AL — SRR BR G P A A, X LR R A
MEEERE. WRESAAEN AR, S0 RM
REW R ESRYS FREAE. BRI e
KA FAEEE GL1. AIMYB23. TTG1 F1 GL3B¢,
EAIRE SN E %, ERERENTRERTRE
(RN RO BR T LUK I AR B 1F) B R e 2k
FEWII G R, AT 5 R AR VR 4 ) KU R
4.2 BRZIEEBEE

Stk R RSB ES GPP 4 UES(GPPS). FPP
A (FPPS) fl GGPP % i f#(GGPPS) =/ i
B, Ll ak a] LU o AH N gE Btk S e & .
Gaffe "FP{E R A 43 8 8] — A FPPS JE[K LeFPS1,
HRTUKERIARERIE, Tholl 2E08IE G &
(Antirrhinum majus) % 15 (Clarkia breweri) P K I,
TR AR GPPS B, H/MEEA KA EE
f)#:1%5 GPPS F1 GGPPS HIiGEMER %, &£k GPPS
N EEYE T GPP MRS A& . Mahmoud %%

PONA Sy i F 3R 9E GPP & A ] GGPP & i
(RI8F FT LS o SR 7 5, {HU2 GGPP [RI 2 14
ZEERYPYFREE. KHAY DFEMMHLEZ)RIET
&, JRET GGPP Pt =, BT AN IZIE
XA Fike

5 RE

L 77 A A T B R k5 T AR AR
WITT4G, VR 2 55 KUK A R RO 2 DR AT 15 20 B
XK I3 B I A2 2 0T 78 AR dh SR RT3, F AT
XSG BOR R T R HIE R, X E i
B SE LR RE Anz Hb

EEFINA, TERMBEERSRET 2 MR &
BOREFETEM, HNm— A SRR /LA A
5 MEORSE = H - B R A R, FHN
WP AT B ST L R BB ) B A R, A
I8 Hh R I TREAE AR, B S B D PR 2
ERGR PR R U SN DA S TTEAR =2 =
(PSY)ZEIN AL B R b, BUAR B D AR AR P 2R
g MNEEBARS, HYEIEEWAL. P
R AR SR T B4R LR s . XU, DUBE L&
Yy R AT E & . BT 3 AR S R
He AL AN B R C U ER A 7R T8 N R R
o J34h, IR BT RE R I I IR N R A R Y
S, G RMEAE AN R & RN 1 IR AR
MR R R B X RRALRSE®, AL
WA AT A XRACR . 1 TR 2 55 B W) ORI -1
Yk B A AR AR, REIL I —/ N o)
AR RE AR AR, BT DL B A B P A
JRBNT, BRI T AEY A P R AAR S Y T2
B AT R0

I EE DR R T B 3 SR UK R 52 4 M
TTFah. BEAE W R 5 B YR R K B i DR R
BL, S A TR VR AR 5 BRI ) 2
RKH, SR AEYIRER & T e s e i sa 5
BEEEMEM, ATLATE, — 24 AR ™ ol KUK dh
JO R RS B AR B £ 119 TR 1 2 R LR T 37 I
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Improving Flavor by Metabolic Engineering of the
Terpenoid Pathway in Crop Plants

Yan Ren, Gang Lu*, Jia-Shu Cao, Jian-Yong Li
(Department of Horticulture, Zhejiang University, Hangzhou 310029, China )

Abstract Terpenoid is a class of isoprenoids isolated from plants. In addition to ecological roles in
attracting pollinator, allelopathy among plant species and protecting plants against herbivores and pathogens, volatile
terpenoids are also involved in aroma formation in fruits, vegetables and other crops. In this article, an up-to-date
view on the terpenoid biosynthesis and its metabolic engineering were given. The genes encoding the key enzymes
of the metabolic pathway, especially the characteristics of terpenoid synthases (TPSs) gene expression, were dis-
cussed and subsequently it was discussed to what extent the terpenoid biosynthetic pathway could be manipulated
genetically aiming at higher production levels of terpenes in crop plants. It is clear that many interesting results can
be expected when more related genes become available.

Key words volatile terpenods; biosynthetic pathway; metabolic engineering; terpenoid synthases gene
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