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Correlation Between Spatiotemporal Profiles of Volatile Terpenoids and Relevant
Terpenoid Synthase Gene Expression in Camellia sinensis
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Abstract: Monoterpenes and sesquiterpenes are the major tea aromatic compounds and important for
tea quality. In this study, efforts were made to elucidate the molecular mechanism controlling volatile
terpenoid biosynthesis in fresh tea leaves. Volatile terpenoid profiles in tea leaves and flowers were
constructed using GC - MS technology. Tea leaves and flowers at different developmental stages exhibited

distinct profiles of volatile terpenoids. Young leaves had more abundant terpenoids than old leaves, and the
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amount of glycosidically bound terpenoids were higher than free ones. Bioinformatics approaches were
employed to map tea terpenoid synthase genes from previously obtained tea transcriptome data. Genes
encoding for the following ten terpenoid synthases in tea were found: Linalool synthase, myrcene
synthase, (F)-f-ocimene synthase, (R)-limonene synthase, (-)-a-terpineol synthase, (+)-a-phellandrene
synthase , germacrene D synthase , (E E)-o-farnesene synthase , linalool/nerolidol synthase and
nerolidol/geranyl linalool synthase. Gene expression profiling revealed spatiotemporal patterns of the
tested genes in tea plants. Moreover, their expression patterns were positively correlated to the abundance
of volatile terpenoids. Additionally, the expression of six terpenoid synthase genes were induced by methyl
jasmonate (MeJA), suggesting that emission profile of aromatic terpenoids might be enhanced in practice
through these gene expression manipulation.

Key words: Camellia sinensis; fresh leaf; flower; terpenoid synthase gene; volatlie terpenoid

biosynthesis; metabolic profiling; expression profile

Ak [Camellia sinensis (L.) O.Kuntze] &YKL . SR, WHEIWIRINIEEER, 1k
ooy s 2R R AT e . MR KILAT AW, SRR, SR AR R AL 59
CiRBagE 55, 20100, H, $ERESYA A RMZZ GRIET 4, 20000, 2 4K PER RS
(Cios WA REFNDFRERE) FIME 05 (Crs, WAL DLRFEATHE (Csp WP WD, X
S R AR PE R B2 BIEAK (Schieberle, 1995), &M WANIKT A . EHEMAE, R
(7B AT R 5% M0 (Schuh & Schieberle, 2006).

B8 25 PR A S o 4 T e s R 1 e e i T AR 7 ) . BIFSER WY, SR rh (R 2R A S
SRR T ASL, 50 FEATIRTTBAS . XM R L 5 IR A & AT AR A n T
PRI KA 527 (Wang et al., 200000 8 i hoRi 7 28 SR04 R b P05 B 21 28R 5 0
TR RN R A I B S T S {E ] (Schuh & Schieberle, 20065 B{i%E %, 2012; Jifi
B EFIZRIRIE, 2012).

TR, AR R MRS SR A AR R TR . AR RS2 IR e R A T Rk
BUBRART, AR /K BEAS I BT IR B A R S (VT 45, 1999). il sz B IR S I,
I Hh— 28555 i (terpenoid synthase, TPS) FE[AI[1)KIA B 1455 (Gohain et al., 2012). %%
BHERE B . UV-B (280 ~ 315 nm) MRS RIZRHIR FHERAL B 5, b 45 R et 2R & W
Jh# (Izaguirre et al., 2003; FE# A, 2004; Dong et al., 2011). TMZAHAE, JEE T, EALH LG
I, DT REEE . AR DA RS T ) B s B TR, S| R AT Ry N 4, 19905
JEEP 3 AR, 20085 Joshi et al., 2011). fERBAAEYNEE I LRSI,  Hms R ARG gt
AR IR S 1 I FE IR A L S M AR AR AR DG 1) S R SR e R B A E T AR B I S AR R A e
L FERRIR , T4 ) 0 B R 2 £ R A A B3 R M B R4 25 (Rohmer et al., 1993;
Aharoni et al., 2003; Degenhardt et al., 2009). X} XA il FA W) AW BRI 5 6 LA
iH, Xiang 55 (2013) K, ERMHRATAEG BOERE (FRIGIRIEBERR B L IEIT) h—2e
DAL (1) 235 52 AR R A IR A2 o (RN DG 28 G I I B FE  Jo e . H HD0 2548 TPS S5 AE A
(IR L O b S S s AR ) 5 W S AR A LG T A

A T B — 2D A AT SR AT B A S A B, DA R B IR SIS A R T PR
DAL, PR A 2 i i oy S 24 R M 28 A A R 0 B FLAH BV (10 5 DR 3R A 15 1 I B IR R i S G R
78 Al A ST A ORIRE TS 40T s [R] BRI P SR AR T S (MeJA) S5 B35 5 Wi
XA T AL, DAER U M A IR B AR F B
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Fig. 1 Sampling of tea leaves and flowers in this study

1.2 MR EEE R MR RN

Z M Arjan 55 (2000) (¥ 5 FE ORI S SE 03 R MR R AL . HUS g METRES, W)
BRI, NN S0 pL EPEREE B AR IA 1 B BGLT BTS20 B - FABE T K %S (Wei et al.,
2004) 1 5 mL JERE7K, 37 ‘CM 2 h 5T 40 & GC - MS (HS - GC - MS) (Agilent HS-7697A/
GC-7890A/MS-5975C; SAHEIEF: A DB-5) 40#r, MAFAM it i R i & & AR 4%
HIFEF I T 50 CHEMEE 1 min; AR5 LA 10 °C - min™ 93 & THE 2 100 °C I 4555 1 min; M5
PL4 C - min™ B8 THE 3 200 CHAR4E 1 mins BEEFFLL 3 °C - min™ 8 3 TR 2 280 CIf
R¥F 7 min, JFRIFEM I IEEFE, BB IRE S B T 5 mL FIATHERR PR OB EF 7K AR R 4 )
s 3mol - L™ v, T A ] 7 i a2 2 RE o (R0 B A S 28 o W A A B ) 2 8 0 A
W YL B S B A E R TS B A . LAZERR N TR AR, FRIARE — a8 4L 5 &
RE W 3 MNMEER, FEYESE 3 ANABARAEL.

1.3 HRBHELF

UEHTACSES = 3815 T Hlumina ¥R B2 () A e s 4 80 e, Horp B 018 BRI 55 088 A
Unigene (Shi et al.,, 2011). fESCIEAN FRHIABREAILHT )77 (Xiang et al., 2013), FHesr4
HR] R A S UK Unigene, 5 CUANDDRE ARG S8 Wil e 41 1EAT 8 1 5K B 22 B Lo

(Clastal W, Version 1.83), X H &R 45381 Unigene, i ki a3 A .

1.4 RNA i2EXK cDNA BYE X

FR U2 RNA H RNAiso Plus I (TaKaRa) J44 4 H U IHEEL . RNA FE4h4 DNase |
1§ (TaKaRa) 43 DL 2 R R 41 5% B DNA. RNA ¥ & ] NanoDrop 2000 #8573 Y66 B vH (Thermo)
ME - RNA F 58 3EPEIE I 1% D00 e e F Uk A il . cDNA 25— 5545 A ] PrimeScript RT reagent Kit
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(TaKaRa) FF4% vt W HHE4T,
15 LEREE= PCR

DL LS R=m) ik, FHIE B —n1y) (3 1) BHTH R FIE B 00T. 968
i PCR H TransStart Top Green qPCR Mix A& (TransGen) 4% H 30 1 FRCHI s A &R, FH
CFX96 SERF%¢ %52 5 PCR {X (Bio-Rad). RNV AAFUWITR: 95 CHEMIAENE 30s; #R)5 95 C&ME S s,
55 ‘CiE°k 25s, 72 ‘CHEA 20's, HEAT 40 NMEH; feha 72 ‘CHEA 5 min. i 2E 1 PCR X H 858
B AR Y SR ITE 85%LA 1. WS LN CsGAPDH (Ph3E3E 2%, 20100, R 224
INEH IR R K. 3 REARTEL .

R1 BATEMEXSHMERRIANER PCR 5

Table1 Primers used for quantifying transcript levels of terpenoid synthase genes in tea

B ISR 519 ]l PR N bp

Gene name Primer Sequence Product size

HmEE - 3 - W SR K] CsGAPDH-F 5'-ttggcatcgttgagggtct-3’ 206

GAPDH CsGAPDH-R 5'-cagtgggaacacggaaagc-3’

RNy UL K] CsFAS-F 5'-taatgctctattctttaggetce-3’ 226

Farnesene synthase CsFAS-R 5'-tgaattggtgatattcttcagaat-3’

R 445 Bl 5 R CsGES-F 5'-agtgagaaagatgttagtggcag-3’ 217

Germacrene synthase CsGES-R 5'-tecttgttgtctaagtaaccgaa-3’

Fr i o R IR CsLIM-F 5'-aacactacctttggtgctctg-3’ 211

Limonene synthase CsLIM-R 5'-aggcatgtccttatattgtgtg-3'

TR B R R CsOCS-F 5'-cttctgttcagttggaatggte-3' 205

Ocimene synthase CsOCS-R 5'-gaagcatagtttcaggcagtct-3’

I B X CsMYS-F 5'-acgatgggaatttcaaacc-3' 233

Myrcene synthase CsMYS-R 5'-agacctagtcatttgccattgt-3'

TR I B S CsPHS-F 5'-ctaaaaatctcaaagaaaacctca-3’ 220

Phellandrene synthase CsPHS-R 5'-ttcagatcttcttggtaagttgtt-3'

i o T R T PR CSTES-F 5'-atctgcgaactaccaacctce-3' 209

Terpineol synthase CSTES-R 5'-ccttgaagtgatagaacactcca-3’

D5 REIE /R AC A A PR R CsLIS/NES-F 5'-tgaagttcgetagagaccaacctctaa-3' 210

Linalool/Nerolidol synthase CsLIS/NES-R 5'-tccacagcaccaagttcccatcta-3'

PSR AR L/ 75 35 55 B £ R I CsNES/GLS-F 5'-attcttaaaatggacggget-3' 226

Nerolidol/Geranyl linalool synthase CsNES/GLS-R 5'-tgaggacatcttcgaacaag-3'

FiRRREL B R Linalool synthase CsLIS-F 5'-cagcacaaacgaaatttcct-3’ 226
CsLIS-R 5'-cattccatgacccaagagaa-3’

16 FHRPRELERS

WAL N TARMEE GRIE 25 C, 2% 50%) 9% 90 d K8 RPrH K, 1f
JHE 1 mmol - L (1) MeJA A f#AE 0.05% — FFFEAL (DMSO) H 7873 Bt A A - Fr, % 20 1
0.05% DMSO AL, 6 h JGIUFEE T - 80 CHH o 73 AL UL BEALFDG B4 5 i v RNA, )
L cDNA J&, HEATSEIN 2Ot ¢ & PCR Azl

TERTHIAREG ORI, AT 5 5 28 G i R DA S P 2 5 DRI S0 A 25 A4 o (R 308 A S 5 719
AR LA B R IO T T AE R D AN RS AR e P, B T = WA
FKF AT RS
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£ ORPUE ARRIR BB B A 2] 7 B R MRS Y DA W - R
RS R - BRI R S A R4 AL B - JRM D - e s ol - B - DA B - BEhiE (R
). MHEREEEAR, WRUENSEMZ KRN AR, S8 S
TATEEONRTE, B3 RS D - frEeM & T8 1 msh, HAMES YRS 258
1, 5 S MR M S A BB, B - IRIGAI D - M S &AW & R
W5, BEM AR BRI, X - B - BENEA B - D A S S S R AR B A
PkatA, B8 1 bdemr, B 3 WFRRAR, B S RSB M AR A S AR YY) R A TR
1w, LAt oA 2 B A 5 R T TG Ui 25 A D5 AR S LA ) . e s SR S
ARG R Z . 2t BEFEZ . BEEASD. R EY AR ERIE g2
EAURIT NP ER AR

R2 FPMHRPERESURASE

Table 2 Abundance of volatile terpenoid compounds in tea leaves (ug-gh

FEin [atLY] RS R IS bR e Yo A A i
Sample Compound Free Glycosidically bound Total
ERNU B - JR) B-pinene 0.24+0.137 0.32+0.141 0.56 +0.249
First leaf D - ¥4 D-limonene 0.13 £ 0.056 0.10 £ 0.049 0.23 £0.105

3 - B - B trans-B-ocimene 0.08 +0.033 0.07 +0.037 0.15 + 0.067

B - DM B-ocimene 0.12 £ 0.085 0.12 +0.089 0.24+0.163

FE N R ] - 0.10 £ 0.002 0.10 £ 0.002

trans-furanoid linalool oxide

MK, - IR 5 5 R I S ) 0.05 £ 0.023 0.09 + 0.056 0.14 +0.076

cis-furanoid linalool oxide

J5 A Linalool 0.08 +0.058 0.31 £ 0.200 0.39 +0.250
3 B - YK B-pinene 0.02 £ 0.002 0.20 +0.157 0.22 +0.159
Thirdleaf D - #yk4% D-limonene 0.02 +0.001 0.11 +0.053 0.13 £ 0.053

&3 - B - B trans-B-ocimene 0.04 +0.023 0.03 +0.021 0.07 +£0.043

B - Z'#))fi P-ocimene - 0.09 +0.071 0.09+0.071

S - R B R R A A ) - 0.02 +0.001 0.02 + 0.001

trans-furanoid linalool oxide

MK, - IR 25 5 R I S ) - 0.04+0.019 0.04 +0.019

cis-furanoid linalool oxide

J5 A Linalool - 0.03 £ 0.030 0.03 + 0.030
5 B - JRJ B-pinene 0.08 +0.001 - 0.08 + 0.001
Fifth leaf D - ¥4 D-limonene 0.07 +0.001 - 0.07 £ 0.001

3 - B - B trans-B-ocimene - 0.03 £ 0.006 0.03 £ 0.006

B - Z'#))fi P-ocimene - 0.04 £ 0.009 0.04 + 0.009

S - R R T R A A ) - - -
trans-furanoid linalool oxide

M - e 2 A e AR AL - 0.02+0.016 0.02 +0.016
cis-furanoid linalool oxide

Ji#ERE Linalool - 0.03 + 0.006 0.03 £ 0.006
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2.2 FEREBEGEFNGEEGES R BEE E Bz HE

SR B S e s 2 B P (Shietal., 2011) #E4T T 0%, 735 28 ANTTHE K A i bl
SERFY, 4 BLASTX 40#7, i TR AR —#%FHES/FY, B O kEIFCMIEEIEY
T AL I B TP AT 2 LR, A2 T 10 DN ASHBE IS A e (3 30, o, 6 AN HLiE A
PRSI : DFRERES IR (E) - B - DA L . A S LR (R) - AR Gk
BESEDR . (=) = o = il S A BRSE DRLRT () — o = KM R L 2 AN e B 3 IR . KR
A 45 UG5S LR (ELE) - o - VR R I L s 1 N B/ A5 1 5 BB R (3S) - 5 il

NE) = BEAEBUNE A OB IR 1AM 1/ il 5 B R [N = (E) - BB AE I /(ELE) - 7 M- 07 I lE £ 1
LD o X BEIE DR PP AR AR IR K B NFIGL B ] 2 o

®3 HREADHEWIERSHBERE

Table 3 The genes coding for terpene syntheses found in tea transcriptome data

i T N, = 7E 2 “/(y -
I M BRI 2 5 Ay B S g
Gene type Homologue gene and accession Size E value v Identity

coverage
£ Vb A5 R AR 545 ple i 2 R 210 6¢-26 98 74
Sesquiterpene synthase Germacrene D synthase[ Camellia sinensis] 293 le-23 53 39
AFE56211.1
701 3e-84 73 74
916 1e-85 64 82
933 0 96 93
576 2e-96 96 76
(E,E) - o - iLJe & i AL 424 2¢-34 76 57
(E,E)-o-farnesene synthase[ Vitis vinifera) 378 Se-62 99 47
XP_002264134.2
1 044 6e-120 88 63
LI/ 2L A (38S) - S RERE/(E) - B AL BURE-2r L IR 306 56-35 99 63
Monoterpene/ (3S)-linalool/(E)-nerolidol synthase [ Vitis vinifera]
sesquiterpene synthase AEY82696.1
5 20/ 0 XU R (E) - FAC /(B E) - T k05 R 5 Uik R 2148 0 95 62
Sesquiterpene/diterpene (E)-nerolidol/(E, E)-geranyl linalool synthase [ Vitis vinifera]
synthase P_001268004.1
BRI 5 5 L O R 1345 0 82 70
Monoterpene synthase Linalool synthase[Actinidia arguta] 1906 0 37 71
ADD81294.1
(E) - B - Wi r i A 443 le-76 98 78
(E)-B-ocimene synthase[ Vitis vinifera] 455 le-3 63 66
ADR74204.1
765 2e-103 99 63
207 2e-23 98 66
AR A PR 871 6e-124 75 81
Myrcene synthase [ Vitis viniferal 34 5626 02 7
XP_002266808.1 &
1059 6e-102 83 55
300 2e-33 80 76
246 2e-19 98 56
(R) ~ ¥ & L [ 248 6e-35 99 72
(R)-limonene synthase[Ricinus communis] 1293 16-142 08 74
XP_002515689.1 e
(=) = o = i At B R [ 460 4e-51 69 78
(- ) - a-terpineol synthase [ Vitis vinifera) 327 3627 70 61
NP _001268216.1
- 902 1e-30 14 50
(+) = o= IRTFEHG B Il PR 354 3e-40 32 61

(+)-o-phellandrene synthase [ Vitis vinifera]
ADR74201.1
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2 FREXSHBERFTILLXE

Fig. 2 Schematic demonstration of TPS gene segments found from transcriptomic data in Camellia sinensis

2.3 FWAFNERTE P REFEEIES NEEERE KA =EN

FEAMIT b, BB s 1 Hrh o - VEJR MG & EESE R (CsFAS) MERIE/KFx i 1, Blkit
SIABIE A K (2%, B 3 BoR, BIERIER IR KCEG B R IER], o R
(CsMYS) Fl o - KFHE REEIE N (CsPHS) [HZRIEIE T A I A R B, 1M 55 R e
B LA (CsLIS) WIRIBACHAEALRm foh B E K. 728 1w, KRR B 0 & il il 2k A
(CsGES) FJ5HiEG AR (CsLIS) [FRIB /K iy TR R, 35 I K370 R
200 F5LA L 7RSS 3 i, o - BEAEE S RIS R (CSTES) . FE AL/ I 35 O A I 15 1 g 22 R
(CsNES/GLS) RIS HEIEA RSN (CsLIS) BIRIEACEIIAERT IR 70 f5 0L b 05 5w, %
FE N B TE AT i PR A, o — i Sl S S K] (CSTES) FO5 RERES SN (CsLIS) HIFRIA
T ALABIER, g6 BIEDRI 60 £ AL, o - VR M BB IE R ( Cs EAS) gl £ IS IR ( CsLIMD
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B - BEIE G IR (CsOCS) (LA LR A F],

o — i i BE A BRI DR (CsTES) RIS A6 BURE/ B ik 05 R i 5 IR L R (CsNES/GLS) 1528 3
iR SRR K P e, HER S s T4 1 ks I o - VEJE M & R SE R (CsFAS) (E58 1 mPRIEE 3 i
RIEIKPIERAA, R85 5 Ak, g 5 MERYLEEE 1 b il KV im. o, Frigks
ENEEFER (CsLIM) . B - B & R (CsOCS) o5l & kLN (CsLIS) Mk /K
SRR R AR, RINEE 1 i rhRIAIK R, B S R R A G g A R
(CsGES) 75 /Fs A0 AR5 LR (CsLIS/NES) [t g —8ik, B7ess 1 b &k
KV, 23 MaRAR, S A TR .

FRHIM 2 MeJA RBLE (B 4D, ARIFRIAS 27 46 & OIS R (CsMYS) Fil o - KT I &
WL (CsPHS) [FFRIL, [FIRF o - @5 GG R (CsTES) TR L AURE/ A 55 0% A e 6 1k
filEE K (CsNES/GLS) [22ik 5XHR4] (0.05% DMSO 4B, ¥ 1) MELIEATARL, M4 6
AIERII A AR RS T, o 5 AR A BOBESE R (CsLIS) FIRAR A i &5 BB Rl (CsGES) 11
FrHEIU s, o e BT 31 f5F0 28 5.

600 5
= 400 - 30
2 200 |'£| M 5 25
= § 7z = = £
*5@ 5 80t 9F 20
o 60F T35 15
=z g2
= 40t Z 10
o 5
20 = s
- ]
Exdrrn = . 0 . - - — . P
12345678 12345678 12345678 CsHIS CsLIM COsTES  CsNES/GLS
sk I;ﬁ'iri”f 3;5]5 ']'1' . CsGES CsOCS  CsLISNES — CsLIS
First leaf’ Third leaf Fifth leai
=] L A [—F—§
R R L el B4 MeJA RBEHB K is XA NMERRAMR

Fig. 3 Quantitative analysis of the TPS genes in tea leaves at Fig.4 Expression levels of the TPS genes in tea leaves after

different developmental stages MeJA treatment

1: CsFAS; 2: CsGES; 3: CsLIM; 4: CsOCS; 5: CsTES;
6: CsLIS/NES; 7: CsNES/GLS; 8: CsLIS.

XFAHAE 3 AL AR R B I I FE R R IR ACE BT 52 B b, S5 IR R, U 5 sk
BEEINRIE, HorpEREr 4 Bl HESS 3 Fhy M S Bl (B 5). DLEE 1 B BOMESS Hh OS5 R/ R 1
AU L L R (CSLIS/NES) ik /KA A i 1 115 24 i

SERER, KIRFMHEGS KEEIER (CsGES) F5 Al /M A6 BUEE A I 3L R (CsLIS/NES) F75
FERES LR (CsLIS) FEZMAE 3 MALIA R, HIOFRRES i (CsLIS) MRk —H
AT KT, FESS 2 W Bolfe S5 v I ZRIE TR TR 160 1355 FE A6 B/ 7 i35 75 At 2 £ ) i 32 4]
(CsNES/GLS) ANAEFAAEMESEFIE b D RIE, HAMSHNREACr S TAem: Ao
JBEIEIR (CsMYS) ANAERMACEE 4 I BAe P e e 0L, e UMb e 38 it P ¥ ERIE . AE
WA, KRG S R IE ] (CsGES) N5 REIE & M FE N (CsLIS) [IEIE K P 3
TIHARIED, FEARAESS 2 Bk ik i
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Fig. 5 Transcript levels of TPS genes in tea flowers at the different stages
2: CsGES; 6: CsLIS/NES; 7: CsNES/GLS; 8: CsLIS; 9: CsMYS.
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CA B TR, M It KRR 2 B A DI RE TPS JE %5 124 32, 34 #1169 (Chen et al.,
2011), Hrp ARG SRS A DI 2 0 B R A e o BRI DR o SR T4 5 A T RE SN B
FREEEE DR 6 AN Pl A BEEE R L 2 AN B /A m D) BE G LRl (Acosta & Farmer, 2010);
T 10 ASThfe O B BESE DR L 18 M i B EE R L 5 /N BRLilli /A% > XUy g B Rl 5%
DRI 2 AN/ b XU R A P DR 4 AN BRI /A% b/ il — T REA5 BB AL R (Martin et al., 2010).



10 X RS 2R T A S S A DG IR DN R K I AR AR K R 2103

AWFFRIE, KZHAEY) TPS A 2 F=Wll, AR — KW LR =4, X5 LA R T He
FH 257 H TRIAA R A 27 B v] DLBE AL B 20 45 5% (Ogura & Koyama, 1998; Steele et al., 1998; Christianson,
20060 o AR ARSI 2 S RS AY — REL RO, R TTIN 1,8 - A E A
J M (Chen et al., 2004) , $)8l z< A2 I H2 i A5 5 i (Martin et al., 2004) , 737 3£ 47 1,8 -
Pt A AR WA 55 5 — R e 2 M- W) BB A S, W F I+ IY ArTPS24 (At3g25810) LA
GPP N J#, mIEA AR 8 Flhoms, Wo - JRM. FE. (B) - B - P'#1MG%% (Chenetal., 2003) .

SIHIIF A/TPS11 (At5g44630) LA FPP 2 RN WT L2 1% 14 Fifis il 4 (Tholl etal., 2005) .
U (RFFCE L A P 0 SP3BT (R L XU I i,

(¥) FaNES1, &5k L GPP R A= AL D5 R, 7E4i i BL FPP A I r= A i 4e AU (Aharoni
etal., 2003), %™ VvCSENerGl A1 VvPNENerGl P A~ 5E R A& F6 AL AU/ I 356 05 R B XU T BE A 1l I
LR, AT LLFPP N )= 4 (E) - FEALUE, L GGPP N M) = £ (E,E) - F 3t 5 Kl (Martin
etal., 2010),

AHFFTH CL RNA-seq ¥R BEII P T 3R A5 10 24 2 sl AL 808 s, a2 R ZEWS B 22078, 3R 1S 28
SR A BRI R Y BE DK 41, 280 NCBI {EZ 1 BLASTX LUX 734, R IIX L L K P 51 43 ) 5
FCAA AP 10 A TPS JERL AT 8w AR FIE 56 5 (36 3) o HE— 205 IR PR 4w 1) 2 11 )7
FIAT D Re kL 38, RI T 6 ANAN[A) R S G b i 2 DAL P A P & R SE S o b4, iE Kk
LT PSR Re A I DR o ARSI Hh A B IR 23 B4 R PR il S A5 I DR i T 5 AN Dh e (R A4
s AL I (R YR L DR P A R 4, A 1 A Lt s FIARALLE. CRZ KT 60%) .« (HIXLEIE
DAL PR A0 27 D) REATS 75 i 0 18— B0 E
32 FEWPELXEHNBMERRKILEINNETMRESELEERVEMREHIEHXR

CVA IR B, R R PRSP T A 6 RS i i B A A3 . KA BB
W ZARAL IS 25 (Chen et al., 2003; Dudareva & Pichersky, 2006). $0LE 7+ 116 TR IBII4% & 1k v
KPR EESE (E) - B - AT 20 2P0k A /D ECHGE (Chen et al., 2003; Tholl et al., 2005).
UeAk, BRI e TPS SR A IR FAeks . 2 AL AR, felrh e B3k, BAa
HLU P (Chenetal.,, 2003; Tholl etal., 2005; Huangetal., 2010); MfE4ffkith, KA
HA LG A S R R, i R AR S B KA (Dudareva et al., 2003).

ARG o I SN 50T B PCR 23 BT 2 i FifEH TPS BEDH (1580, KX 10 4> TPS J& A
PR I & AT o - KT & B R A, 7R i A R0, A AR ESE . e SR AR )
SR 4. 3 F1 5 ANJERIZRIL, Forh A G G SRR AN A S 4 B B AR AR i A 2k, R
HH S R 2L P S o o — T 0 T S s DR R R A e/ 8 P P A e F i S DRI A h & i it e B
3 RRRIAK SRR, I HAZ MeJA S, 5 HABEER R LI

R 48 GC - MS Z0 8T, LRSI E] 7 Bkt &4, Ko DS e 0e e, BHSt
HY B ERSEESE AR T . AR CUESE, MYk s S5 T4
4, LR AT IR FUEAE (Wang etal., 2000), &A —L5iESM) 5t o w8 A g A
YRR 47 (Luan etal., 2006). ASBHFHf TPS JEH 1R IA K 5w b S0 B B I H
—EMIEARDC: Stk S O E DR B - B e Rk DR R D AR I G RS AT () Rk X 3
Pk &) S AL A= B A R B R RIS | s, BE S BB A AR
P B R DRI LE 4B Bt i (R IR I A TR K, AEACAE B 1 i oG] 81/ et i 20 5 D AR
KB 1 77 R IE OB P S A A R B AP AE, DRI, 250 TPS S5 DRI 1)K 52 s 284k &4 S AR
W=t G RIS P IR R IR & R R, (RS EERE CGE 1 P aSEN 0.56
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g - gD, IXTTAESE R A A E U1 22 P R e TS T R S A e A B A R S R (1
IRRAL AR o 10 [FIRE R T VR AE AR AL 25 P L S I 21 K R TR AR A, 3L 5 K (i e ]
REBL T 115 Lt B (AU AP A P ) S i) i U o DRI, I 23 A P s 288 75 1 il
SN SRR R AR G, it DO il o SR

3.3 RFIER FERALIE N FAT FiE K A BB R E AR 165 XL S VIR

MYV 2 AR W) 2 R DL RO 8 5 S 1 AR )2 ROV R SR AR (JA) R R (ABA) %55 3f
T T HERFRRIE LW KFRAKF R FEE (MeJA) S5 5Y, iR IG5 F@7T
(Devoto & Turner, 2005; Acosta & Farmer, 2010; Kazan & John, 2013), &I THYAEE ALK
(FEFFIF) (Claus etal., 2013) DL HRARIY 5P 55 5 24E A (Devoto & Turner, 2005; Nathan et
al., 2012)¢ AHHFTH R FHAMNE MeJA ZEBRZS B Fr, DURAC PR 2% di it i oot A o o s 45 R 2o,
A 6 > TPS JE A IR IE KA AN IR FE (R e, e rp RN 0 45 S ek DR R 0 A e - il 5 KT 1)
LIR30 R i AL 28 £5 0 31 £

AR TCR ], AEAED I E R AE R e B S A R, WG . ERA R AN
TR PG AE AR AL S WA S GRS 5%, 2006, ISR 4F, 20065 Jang etal.,
2010); “HRITFEN Ludk, DRI /G i wif Egi T 805 i J H A= 3540 & ) B T i
HAEH5AAFAESW R (Choetal., 2007). AWFFTEE R EoR, FKHRVE N IVEAG 59 A vl GE/E
e A e B AR P T AR AR A S R R A P B X AR B, 7 A BB 3 g A B AR

ZEEPTIR, ABFFURIN T 10 AN FoW BB R RG2S AR A 5 bl DR S FL kil () S AR AR
DL SR S ACEE A CE . [FI, MeJA 1E M5 S in] % 5 —LEkE %) TPS LN ik
(Nathan et al., 2012). JJ TSP TR 0GR 5 R IE R IR D BE, A 538 75 5o B AH DG 28 55
BEEER, 0 DR R A 207 REATIR A G o A TAE N — P SO i 8 7S o A 6 e rIATL
FEFT RN, R B e A S TR AL TR @A
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