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bHLHAL R E FARARR S S5 SFEYRE =186 s R aER Ko

LAY TR, IR, TRE, EERY, FR
TRAGMRALA S A 0, R 5 A A R 5 2 R 5T A 5652, W15 150040

W £ X 4] BA(jasmonic acid, JA)Z FiR42 ¥, H4p 18 145 FOUE T Ao bt ) F 218 69 532 WhR R R IEIE 5 49 195 B R
B RZ TR, Mg 5 R eI, VA RSOR & = A 28 A%, 2P bHLH (basic helix-loop-helix)4% & B F £ #f L JATE
FEFAM R A TR R T AT ZREAER . R4S T OHLHA: B T 69 45 45 A AE 5 3 MR A A
FEGAE R, A G iA T bDHLHAS R B F 2 vf BLIAMS 55558 26 T 6945 4E B AT Au4], F4R3F TbHLHE 4 R A T
5EMYBE#FK R FEZMEAL R ARBIAIE TR, KiEiE st —FRAB TOHLHAAY 7 £ & A A4E W &-F 695

F 3t An 2h A AR B P R RS AR 0 S R IR B A,

XA bHLH; K ATER; 6 & 42 hu4)

AR, BEE N O 3 AU R AR 2590 75 SR 11
ANWTHE R, RARZY A= A B SR B T Rk R
Z AN JE IR o 4 TR R AR 2 R TR
JEALAF NAT fe 0% 388 3 55 A8 P 4 A A i 3k AT S B 2D
PROOE AL Sy 1 B AAS M TS H bR =088 R4,
AN 7T OIS 2 2 2 (Du%2010; Lee52010),
W T A MDA & AR BRI HLH] A
SR, RAEAREIR IR B AR, HANERIS A H
S HAEM, Bl B 7B, X 280K
A AR AT IR B AR AL S 8 425 9 28 R DA 1R AT
AR, @R RN TR SEY KRR EE
(R 70 1 AR 78 7 N TR FIAZ 40

bE & 5 2 R AR N, 75 R F(tran-
scription factor, TF){E & @A 1) T A,
DA R 2 s Rt 38, kb 7 AR LR HRAE
rh A S I R DR R A 2 R 22 A G S g 6 AT T
Aer= AR 4 B BUE R I Bk s (R E A 552012) . Utk
Ah, TSR RIE A 2 B, 1 H PRSP IR
TR MER R, 8IS DR - B PR ) Rk 1 4% AT A0,
R AR S v 22 AN R R I P R 508, TRk v ot
T 3 S5 IR - 1) 3 1 A A B R AR AR I AR
BT H AR )77 & . bHLH (basic helix-
loop-helix) & HE A 1 )2 AEAE 1) — S 2L s A 1,
EEPAEKEE . MHaNZ . (551 F AR A
T kR B AR FH (15K 45 252006; Anjum#52011).

X FE A 1905 080 S N AN AR R B A B A
Az il F B Iz K FT R (jasmonic acid, JA)
ot AR = A s A R T —,

AL 2 R BT B e e, (RS,
AR 1) A B B A 0% i AR i R R A (1R K 4E
2006; Anjum%52011). AL RG24 7 bHLH
SR TR N AAS 5 PR3 R A IR AL =B i 1)
VB a1 HL, U 50 i A b HLH 2 5%
Si DR 15 245 P PR R0 6 s v R #5442
BERLR AR -
1 bHLHE: R F 454

bHLHZ M) )12 A7 B I — R H s A
F, H AL 60N 2 IR, A 7 Bt [X A5
JiE- ¥ - 88 (HLH) X 35 (B 1) o Bl X sk i K215

K1 bHLHEL Y S JL HARDNAR &1
Fig.1 A complex formed between bHLH
motif and its target DNA

Sk B Q01 IFIE A B

WiE  2016-09-22  fEE  2016-12-02
WE EX A RF I 4(31570589) ks B AR Y %% 2
(257-2015DYO1) M ZK Bl 2 A A 5577 5£42(11210053)
* JHEHER (E-mail: yinjing20135@163.com).




2 TP L PR

MNE IR AR, BEFGoN LA A LR kA, T
bHLH&S #3 N, % X I 3 Z 5 DNALE &4 K,
HLHIX 3847 T-bHLH 25 #4435 (1) Coify, 75 557K 3%
G B o- 2T, PR o858 E 2 [A) 4 AN R4 BE I 42 X
() IF, FERHLHEE ¥ . bHLHA% 5% K7 3@ it 7
A a- W8 e 2 18] Y AH BLAE T B TR] I Bl I = 3R
A, M 5 $EBE RS 37 BAS [F] AL A 45 5 (Kova-
lenko%52007). bHLH# 53¢ PA| 1-fi 4 X 3 rf (1 - 2
G TR e R S v TR0 BE R DN R Bl 7 X )
G-box I 52 454, N E R IR IA. Car-
retero-Paulet%:(2010) I\ NHEAY)HbHLHE A2 £
SR ZR, IExHEY) > B A5 211638 bHLHFL
KA FRET 7003k, 32K, XEEbHLH R
HEMEWEKKE . 555 FMRAENRGAES
EEEE .
2 XFHREKERERIER

=R A ORI A AR 4,
JZ oA T S MY, NS (Panax ginseng C. A.
Mey.). —-t(Panax notoginseng F. H. Chen), 2.
#2(Taxus Linn.). FH¥E(Betula platyphylla Suk.)+ =
MR, SR OFEE . HY SR 2 L
LIBRAHIG AN B2 F 2 % R (mevalonic acid, MVA)
AR5 A O, 1B 2 O B il R N 3-8
He-3- FEE T A I AGE 5 (3 -hydroxy-3-meth-
ylglutaryl coenzyme A reductase, HMGR). £Wg3&
FEREIR & A (farnesyl pyrophosphonate synthase,
FPS). ffi%&J#& il (squalene synthase, SS), )5,
1E M & 1 1 A i (squalene epoxidase, SEYEH &
8 = 5 S R [ B0 Joi 1 e (R T4 2,3 -4 05 (2,3 -
oxidosqualene) (Haralampidis%$2002), % 2 4EANH]
AEIGICERE RS, 7 A TR B DY 24 = 1 1) B
B8, T RANEI AN S BT . e 2,351
& 75 2P 5 % A ¥ (lupeol synthases, LUS){E T
EREMEREEE . AMERR IR (H B IEAT AR YD), 3
ki) 77 % 4 i (cycloartenol synthase, CAS){EF N &
J B %, 7EIA D ki b — 1% 5 i (dammarenediol syn-
thases, DS){EH & BOA H M I, 18 B-75 W i
& B (B-amyrin synthase, B-AS)YEH T & 5525
M =G . W ASH12,3- A& mEDSTER &
IR e R B, FECASYE T & AT IR i, 75 F
F K B & %% (1anosterol synthase, LASY{EFH ~ &

FCE B B . 0T =i A A1 A o o 1 o 2 AL 314
8, BT JUME 50 2 A =is & 2L R (Zhang
%£2003b; Hayashi%$2004; Basyuni®$2007; Niu%§
2014), Ak B NS 5. (Pisum sativum L) H
¥(Glycyrrhiza uralensis Fisch.). A Ji(Taraxacum
mongolicum Hand.-Mazz.)%, ZhangZ5(2015)t &\ M
H A HME(B. platyphylla var. japonica) P i) v &
CAS (BPX). p-AS (BPY). LUS (BPW)i:[H. HT
H AN ) =i A6 S R LA AR AR A R
AR, B LR VR B LAY & A i o 1
Fefih, A vl ReE I g R AN B AL P IR, oL
LN I R 47 A A = s 4 JO A L A A 7
ARSI R/, AT EARIb M E Rk T A
#EHMGR. FPS. SS. SE. DS. CASE:H A=K7
F, FIIH T R IAREE(Ying2012, 2015, 2016),
IR 3RA5 7 FIMEHMGR. SS. SE. FPSIEBIT 41,
WA B L EL AT TAR S 6 CGTCA-motif K i 3% [H 1
bHLHZ 447 £1G-box i s 14 (Zhang%2016), iX
LE R KRNI FE S AR 7 A =i AR %
W28 R ARUIB AT BB T BEE 1 AR
3 MeJAFNSAXTTHER & A A VEHIZIT R

RVETHEYD N EB T NI I 55 T 15 5 R FTR
fig(methyl jasmonate, MeJA)F17K# iR (salicylic acid,
SAYAMUFE SV R G0 A AE R R, MHEDT
W U AR GeEIE R, T H AR T4
V555 S AR AR 20 PR O AR A P ) R ) B
G570, X 4uuis 75 h 2 B AE AR = M an A2
ML BB, . HEREE. BRE. A
S )AL A O B il i R LA AR AR
- FAEREAEH . BIE i FTIESE, SA. MeJAEY
FL P S AL BRAE A M S ) 5 R R I RE R, I
PEBA A VAR 1SN, NOEH, 0,2 /1 MelA
MSAZEF; S e R A Y& N FEE 50T
(Fernandez-Calvo%$2011; ZE#HHE%52012; Yin%s
2015), PR, HEPIR R E HESERR R4 A e
B AL (superoxide dismutase, SOD). it &AL Vi
(peroxidase, POD) AN 454t & ¥ (catalase, CAT)55: i
ESZ MR ERERBEET LR
1 A2 BN 15 9% vh F AMJE 100 pmol L MeJA kb
B, 7% THO,M A, [ %S T IRE A B (lipox-
ygenase, LOX)FIL-75 A & 1 fif 2 ¥ (L-phenylalanin
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ammonia-lyase, PAL)VEPERIIE N, £ NS HIRE; 77
VIR i AMeJAFNS A ] DA 5 3k 55 1 A 4 FITH, O,
o, R . IS, AR RS, X
Fhigm BB ER N ES T ERE THEIEN
AR 2 PR RS R RE (2R R
£52012; Yin%52015, 2016). BRItz 4k, MeJARISA
R ERK K E - 05K E BUSE S HE
TR AL SR T ERIE . TE R 2 T [ A
FEW, fEJAFI 755 & (gibberellin, GA)i& 42,
WD/bHLH/MYB# 5% [A T /£ JAZ. DELLAEHH
PR S, S H B ES SRR IRENKRE,
GAFIJATR] LLidid 2 R IEMRIAZ SDELLAG K
BOEWD/bHLH/MY B 3 [+, AT 753 I B 17
A, o Y E 2R 5 (Yan252009, 2013; Wasternack
2014a), ASSZIG = AT HAM L4 UE B, MeJAFISAT]
PLE SHMGR. FPS. SS. SE. DS. CASF:N)
FIA(Yin%2012, 2015, 2016).
4 bHLHZEH#REFHEEMIEZRERBTEKF
RIS
4.1 bpHLH# REFE25IAIFSHEME S 8T
MYC2@bHLH¥ s K 7 Kk —, JAG 5i&
HHMY C2# 1A Jy e F ZE R 4% [H ¥ (Zhang 5%
2003a; T B252008; KoiniZ2009). 54k 2= i
W A LA R IR, FER AR NITALE 5 % O A =2
—ANEF A RCOI-JAZ-MY C2, 1E3&4G 4 55 f it
Ab T 11 1 E IR S (Yan252009, 2013; Wasternack
2014b; Hu%%2013). M2 2)E d. 4hFRIL
i K B LA I, JTAR & R EE IR N &
i MEY)IEIS EEIA(G 5 E AIAZ-COIZ AT &
MG, BRIAZEB(WENHEEAZ 5IAGS
AR B ), BOMY C2if i & FhIAMS 5 b ik
(MIAZAE 5 8 U@ S, AT EAE P77 A2 25 Rl B A
B O AR M. 1) K B I FE(Ohno%52011; Carretero-
Paulet®$2010; FellerZ:2011). [6]H G B 70 &R,
bHLH 55 % B 03 7E T J AR 40 25 D) R Bl A 2 17 5 (1)
BN R PATIEH, MYC2, MYC3HIMYC4#}%:
5 T IAG 5 B3I L2 R K A (Carretero-Paulet
££2010; Chico%$2014), H [EF}2EBE 246 K0T L
KL, VBT BIAG ST 7, MYC2iE i A [H
(3 0~ BIL ) O =55 A [ 30 B 10 T A ) 87 35 [R] (Z hai 5
2013), MY C2B R A0 AR 8 1) A 5 H Dh e %

DIRH G . AR IETAG S 2 F, MYl
SRS 1A i s A - 2 R A BRI 1 SR R 2 i
B A RN B A KR B AR, AT IE R 2 AR
W5 (Zhai%62013) . H T A I H 05 28 5 s R 3
HAE R AE KA (Catharanthus roseus G. Don). I
¥ I¥[Arabidopsis thaliana (L.) Heynh.]. % %j(Vitis
vinifera L.). WH¥E(Nicotiana tabacum L.)ZHEY)H,
EIEAP2IE, WRKYF., #4EE. bZIP. bHLH
&, (H b 28 5 B ERA R T R AN AH IS (Chatel
££2003; Fernandez-Calvo%52011; YinZ$2015). &
K(Zea mays LYFVFZ AL (WIAEZ) . F7. A
YIHT )T R I G AR 7 2 Al e T K35 R K
FIVER, rdE IR R (r le sny bEE)FT9mis i)
HEEFUR TOHLHE K 7, 8T R & R
B oA A B PoE HEAE H(Ohno452011).
TERKFET, ORCA3 (4% [K 1 AP2/ERF) N % T
MeJARE S, v] LA SR K AEH A M & A RihiE 42
FEZAER(DXS. AS. TDC. STR. D4H)M)it &
Fak, MG K FALHL T 77 & (Chatel 5:2003) .
KA ) () B A8 e AN AE K R B LA )
A VR B E R TA R IR AR =) &
JH B A AL T, AT R SR e S
e AR HEBGE IS B AR A R DA B A
1R FE [N 2214 (ZhangZ5:2003b; HayashiZE2004; 15
IR AE2006; Anjum%£2011; LugE2010), 78 A S25G
FERTHOCT M i =k & R A SR R
{H G T TALE IR A P26 b 1R 2 s Y 458 =l 5 i
IFLHIAN R MANIE 2 o Bl 5 T8 4R K 52 U 1 i S5 A
T %5 T ITARRAACOIL, $H T COl 5IAM H
PERTL(JE12) o H R} B R I8 IV 25 [ BA G ik 22 o SIZ 56
H AR 7 SFbHLHE 5k K72 530S A
BEBARIMTEMM IR A AEKKE, IESE
bHLHZ 5 | Z FiE T @42 2 8 1) B AR, 2t
MYC2 (bHLH¥: 5 [H 1 Kk 2 —) R IJAE Fi@ieh
FERIRER T (Hong%:2012). HAE WK ILSA
5 o Ims5& Tt KERIANZ RN RE, &
ST SASIAZ 8] HAEX KBS & Bt 1E 7
FRURIE RN . AR S50 2 1T X SA 5 TAE F: 1
S R o R, RE SA S TARY nT B 2 2 it
= AR AR R B R BRI R IA, HARbHLH
(MY C)%e s IR X P R 5 15 5 S5 B4 i I AR X A7
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Fig.2 Mechanism of JA-induced gene expression following JA perception via the SCF

“O_JAZ co-receptor complex

268 AR AR, ASKUAT T A5 5 AT B, COLUAZFI R A5 517 i b i i 4% K 7, CULLINAE32%72 KiEE, EIFE2A
V2 BT, JA-le NIA T RIS, JARE NJAN N T4, JAZNIA ZIMZ5 K88 11, MY C2 JybHLH 52 % Hh 11 35 R 1, RBXCA33E4k 14

SFIIVE 2%, 2% Wasternack (2014b)3£05 G 1550

1E 2 72 3 (YinZ%2012, 2015, 2016), KE7xbHLHAJ
e LA kRS 2 5SAEIAG 5% %
WL A . FIRTE N IR AN RbHLH 5%
S FAEMeJABLS AT T IR AE =W 6 1 % e
SR IR T &R
4.2 bHLH¥%REFNNJAESEELE KPR
BEER

Z B YbHLHT] 5G-box 454, fSrebp.
Tfe. Myc. Mad. Mxil. Cbfl. ESCHIRZ:; #IFg
T 147RbHLHA% 5% K1 1, 45 104FbHLHJE T-iX
—2&, PISTRJEZNT_LHIG-box{ENFES, NKHETE
cDNA S ZE 73 3 HbHLHZR 4 % [A - FCrMYC1 .
CrMY C2, 1EEZBEAH i v % 12 55 DRAH Y. 1) 2 T R
5 S b 5 G-box 45 & (Zhang&52011) . 7E Kb &
TR, BRE ST RUAR LSS CrMYCL,
CrMYC2 mRNAKFKIE, (HCrMYC25 H Ak ()
CrMY Cs2 [B] TG ¥ [F4E FH (Chatel5£2003) . JAN. %5
W, CrMYC2M R W A Pl £ A 5 SE K TDC AN
STRIF) 2 IE VAT R, AE A Pl (1) FR B4 50 2 (1)
EH, X R —ABE A TS Rk R 5 2
FR) A 2R P T 42 B8 ] 422 PR 2 S DAL - CrM Y C 2.4 o
(Chatel252003). GL3&bHLHZ i 5 KT, %f

FodkAT I B 208 v 0L i I R B B 3 hn, g
A B8Ny faf (Mentha haplocalyx Briq.) i FS i
FH & (Artemisia carvifolia Buch.) 1 [ 5 & 2551 4%
A7 B B S BT ) B, AT R 2 8 v vk
25 B UK A R (Zhai%52013) . 18R (Hevea
brasiliensis Miill. Arg.) & —Ff LY 18 5 1 —Jfi&
BE I Z 0621, R FLE AR, JAZ 1
AT 8 i 6 bHLH 5 % 5% [R] 1 25 (R 3R 08 (1) J0E
YEH, B 8— R 5BIERFLE AR IR A1)
B BURH G 1 Tl Re i AT, AT 42 s 7L 44 A ) A
TP FL 7 B (Zhao%52011; SongZ%2011). K3
FEbHLHIAAETAS T K& o FHLHI R . 7]
W, FEHEPIAG S F@icd, b HLHE % 1
FHFIFRWHTEH, 58— KPR EE K
HIRIE T = AT AT 5 1 A BRSO o
4.3 bHLHEEREFEMYBEREFEESS
REKBHEE

UEAESR, MYBFIbHLHF R 5% K 7 FI A BLAE
F A B s A V32 (1) ot 7T 74 5 (Chatel
££2003; HuangZ$2013; Xu&$2015; Luo%$2015; Bul-
gakovZ£2016; Wang%5:2016). fEfUFE SF6H &4
Y& g, TT2-TT8-TTG ME A E &1k 4%
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Fig.3 A model for the molecular mechanism of bHLH

regulating JA-mediated terpenoids synthesis
26S: 26SHE [AMEA; JAZ: JA ZIME IR 45 SCFE': 12 33k
TR G . 27 SongtE(2011)IFIRAT IBEL.

banFk N Fik, HATTGEH /E AbHLHK) W) [H %
BT RIEVER . EbHLHE TN A 5
MYB# A EAEIMIRIX, Cuiifg ACTEALL 45 #35k,
T KX — 45 ZEDHLHE 4 5 R2R3-MYB &
H AR SOE B A s i AR . AR ST
RAIEFR(K15TFIA159)£bHLHE A K& 14 5 0%
TEPERT LA . bHLHE [R5 % 5 MYBH 3 [Hl
TP [EE T 42 25 5 AR 14612 (Song 552011
WangZ52013). LR IF 113 M HLHE, %K 1, &
LR RARAAAN . P e I, CsMYB4-1,

CsMYB4-2. CsMYB4-3. CsMYB4-4. CsMYB5-1
M CsMYB5-21# )7 51| Hh 44 & [DE]Lx2[RK]x3Lx-
6Lx3RILFY, 1%L FP e 45 A bHLH, A B T ilifa
EMMYB-bHLHE &4, #&/R X HEMYBE [ 1l g
HbHLH— e K PEEH . % VVMYCLR#E R 5
R e AR T R R, JEAEAR 25, MR
REHHRIL. VVWMYCLH 5 AR E0E K S AL
WS M CHI. UFGTMANRRERH K G301, (HS
MY B 35 PR - [7) e G i m] i 30 32 B — AN 4544
BLPR 8 2 F (Licausi®$2010). AtTTS &L 7+ £
S DFRAIBAN AN 28 5 il A 485 44 ik [A] 1) R 0k
JIT 25U, AtTT 845 il H B 32 (1) [R) I Jse ot i 1
WD40%: 5% K FTTGIAAE FIMYBAbHLHA &,
T AR UL O A AR R B i B A (Baudry 55
2004). 3 H(Malus pumila Mill.)1, MYB. bHLH
FIWDA0EE iR E G4k, WS IEE RAEVE K
FRERRIE, Z5EF R 6 R L5
2007), TERLEIT A, JAMEIESCF & & 1A 4 fif

JAZEH, 5244 IMYC2/3/4FFIL/YAB3 254
SR 1 LARE T, AT 0 T U WD-repeat/bHLH
RN T, i EMYBISERE &K, RitEE
Z 4 li(Fernandez-Calvo%52011; Boter%:2015).
5 RE

JAE I bHLH#S 3¢ K 7R 15 5 il 22 A g 12
(RRE T Rk T2 SR N, DHLHIAEIA A i 2%
BRI T AR AR A0 T (E12), JAEHE
JAZ5SCF g &, NI SIAZE AL &M
bHLH#%, 3% K+, bHLH#% K K+ f 5 FiFni k&
FRHE R (1 J8 Bl 45 &, AR JEmE 28 A BORE DG 2k R 11
Fak, B 2 105 W) 5T X2 AR T R A0 )
bHLH#% s K 1% M, {EbHLH% 5% K+ 4E KF £ 3))
BT SARIMel AN 2 5 A i I 52 i 2
REbLIE ., mEL—MIA S AR AR eI
Fik o ARSI F I R, 50 mg L SAMI100
umol-L" MeJA 5:24~48 h), FMEEZA T
WEESOD. CAT. PALIGMEIME IR =, H =&k
BB ELNFEPS, SS. SE. BPYZH ANFIFLE
LiRL, IFIESH,0,. Ca¥ 2 545 7 SAR
MeJ AT FEAN AR I D 180 22 50 )5 sh AT dE R AR
WA R EH552014; GEAEEE2015); [0 7E 5 5%
B T O E9NDHLHS: 5MeJ A S M, 10
ANDHLHZ 5SA T, HRBHE R EAF,; HX
FARAIEY) A MEBHLHFS 5 K 7 X MeJAE 5 7 T
Wi 87 5 =il A B R R A A5 5 0 TR =
it A B AR AL AT 2 . E— 20 IR A
AN A BT K LR AN 7RMeJA T 5
I HE =05 AR WG B R AL, ik — 2 ) B
bHLHTE A4 = 5 A8 8 3% 9 2% 1 2 7 Th g
N A ME = AR IR AR A o R B it

B
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The molecular mechanism and the function of bHLH regulating jasmonic acid-

mediated secondary metabolites synthesis

LI Xin', LI Ying', QU Zi-Yue', SUN Lu', WANG Si-Yao', ZHAN Ya-Guang'?, YIN Jing"™
'College of Life Sciences; “State Key Laboratory of Tree Genetics Breeding, School of Forestry, Northeast Forestry University,
Harbin 150040, China

Abstract: In jasmonic acid (JA) signaling pathways, the proper defense reaction and the development process
of the plant were regulated through transcription activation factor and transcription inhibition factor, in order to
adapt to the changing environment and to stimulate synthesis of secondary products. The bHLH transcription
factor plays an important role in JA inducing synthesis of terpenoids. Combining with structure characteristics
of the bHLH transcription factors and the role of jasmonate-mediated in terpenoids synthesis, the molecular
mechanism of bHLH regulated JA-mediated terpenoids synthesis were expound systematically, and interaction
of the bHLH transcription factor with MYB transcription factors regulation participated in the process of sec-
ondary metabolism were discussed in this paper. This review deeply reveals the molecular function of bHLH in
plant terpenes synthesis, and provides theoretical basis of genetic improvement in metabolic pathways of active
components from medicine plant.
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