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60~701 % HE TR 41 1 1 AP2 25 K 58, AR 48 AP245 # 35§,
B MU P SN]SR 5 R 54 W S T (R
1): AP2 (APETALA2), ERF (ethylene-responsive fac-

tor), DREB (dehydration-responsive element binding
proteins), RAV (related to ABI3/VP1)FSoloist™¢7,

Allen 2 A\ BSILL4DLFE IF AtERF1 9 191 43 BT AP2 45 4 i
B G SERRRAE AL 3 S 1l AT B BT B R —
JUF 5 2Z A7 a2 e (K1), il IS F AR AR
TR0, 2 TR 2 ke 5 00 R D) SOUER e 455 44 K98 8 i A
HESCI SR B F 5 GCC box U454 . X FIDNAZL &
FRAE 5 LR T 0 A P25 4 1ol o2 fiE 2 5 DN A Y 45 25 1
AR TR 22400 DU TR A1 R S A W SR A 45 A D
432K,

AP2 W R GEA 24 E A AP2Z5 /i 3k, 43 5l Ry
AP2-R1FIAP2-R2. ARG 2445 M W& 15 & 47 i A 7
YK AP2E R 5% 53 N ANTHleuAP24H, ANTZH7ER1SE
F A 10 SRR A, FER2EE MY AT 112 3
FRdf A, MieuAP2ZL 25 F I AN AF R A BRI A, 2
JEeuAP24 4 45 microRNA 17214 45 & 5. ANTZLAJ
i —#4r HeuANT Hlibasal ANTW.2H, eu ANTIVZHER T
FERLH AL & 10 > & %L R #f A (euANT1 3% )7 ¢
NSC[K/R][K/R]JEGQ[T/SIR), 7ERI1%% 43,0 N ik A
3N AL (euANT2, 3, FI43E £ 4351 Jy: WLGFSLS,
PKLEDFLGHITFGQR), Tfiibasal ANT %% #4) 3k N ¥ %71]
B, NE3ANE AL FE AP R A 14

oK MR B F 5 GCAC(A/G)N(A/T)TCCC
(A/G)ANG(C/T)TufF, (RSP LEGIER, 242538 S
L DNARY 45 AW, BBk A N 30T 5256 3E 52 AP2 53R
BT BN E5 A I Re 0 B il L I Rk, BT R
— A8 R BT T O R BRI, FEKUE W] 5 DNA
S50 B 1k T P AP2 Ak 24 25 AR def fple— S T 1441,

ERF K J% MIDREB W 5K % ¥ % A 11> AP245
P332 W KR B 3 R A & & 707, 248
N 0 2 B IX IS AP225 K4 3511 55 1407 FES 1947 &
FER TR HANR], ERFE N 2 B2 Fl K4 22, 1MiDREB
EWMARMA AR, HHh, EHEEGICHERR,
ERF V. % ik 4% 4 AGCCGCC ¥ %1, HI GCC box™,
DREB . 2 % 0] LA 1R T+ 5% e o7 18 175 5 o Lz )
DRE/CRT(A/GCCGAC) T, ¥ 5K -FDREBW. K%
) i 2 B Y 25 U — SRR R T, e An R A
HvDRF1 fig % 1 5 T(T/A)ACCGCCTT % 41| 49, £ >k
FAYABI4IR HICELE %), BICACCGH:FEM. 20024E,
Sakuma®§ A PTR 4 571 [v] U5 8 40 RS T H DREB A
ERFENE R 545> 6 T.4H (A1~A6; B1~B6). 2006
4, NakanoZ A\ PR 0L g 7+ KRS 19 P & -2
TG H TN A B P FRAE 2 — A 4R ST DREB HIERF
WHBES M12A T (T ~X, VI-L, Xb-L). Licausi
N R, 44 v FEARHEFE DREB/ERFAY 51 A
AL R, PR EA AL D BE Y AR 51 3R R — 4.

RAVIEZ G E MR T3 8, AR
DNAZS & 45H9 5 AP2HIB3RY. B34S My B Ay o5 — 28 5
B3R BT A (&), RAVIEK G REE T4
ST AP2/ERFR AL G FB3F . W5t &M, RAVIE
F I AP2EE AR CAACAFF S, B345H I 5
CACCTGFH, 244546 1l B i 5 80 35 D 2 oph 25 4

F1 HEFET AP2YERF 5 MERKIRF P 5 LRI

Table 1 Recognition sequence and main function of each subfamily of AP2/ERF family

N3 ZER IR PO F51) FEIIRE EZ BTN

AP2 AP2+AP2 GCAC(A/G)N(A/T)TCCC(A/G)ANG(C/T) HEREH [6,10,20,21]
DRE/CRT Juff: (A/G)CCGAC
DREB AP2 T(T/A)ACCGCCTT? E|asty/17)SEL A [22~24]
CE1 Jiff: CACCG?

ERF AP2 GCC box Jtff: AGCCGCC Jaa R, YA [9,14,25~30]
RAV AP2+B3 CAACA HERER, M h; [31~34]

Soloist AP2 A7) SN D) [35]

a) DREB W5 5 455K 1R 51 51
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Figure 1 The 3D structure of AP2 and B3 conserved domains verified
by NMR spectra

NAE S HEHE A [R] I 2545, 24 AP25 B3 45 44 I ] i 45
A BULE PR AR AT DL 2 4R 5 I DNASE A i ok Fn g B

SoloistilV. % % & A — 1 ERF-liket H, {H5 HAth
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DA e I S5 A T PN D T B8 % 2 oAk, IH SR N
VIBGEE I 52, {5 AP245 ke S A5 B4 I 76 g Ak o 72 o
PR TIRE. BE NS BSR4 AP2, Solo-
istFIFR /- ERFR G B O1, #4856 3 i i A 2 BURAV
FWRFE e, N T E AL FUHT DNASE #y S8 4 AR F) T
V=1 B T PN 17D i 1) 2 48 R U B 3 2 (homing  process-
es), ITLLAP2, RAV, Soloistil 5 J% i1 i, it B /1481,

% 5% IR ¥~ AP2/ERF [R] — > MF 5215 19 R340 A
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B2, MR T WIREIF IR L0 [E R, GAR
A L SRSERTRN T & B B R 1 A R 02,
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470N, FE A A= K AR IR 45 X T SMOS 1RE % 42 il
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i 2R A% Kk shat ] Ml shar2, 38 32 VL v [ A A5 55 AL %
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F, JFFE 2T = = B R ik . DREBI S WL i 7F
=7/ DA R A AN 0 i [ Y 7 ) STE R U s AV
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JKFEOsDREB2AZ 2 T2 . (KR . EEWha i, 1
K G it 63Kk OsDREB2A %z R 55 & [R A bk 18 i 1 2
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SEERFWE R %A A BB 45 A A R B H R 8h 7 1
fIGCC box L, S R AR HE N ik, MRt
S50 KRR . KRRE(E TRt s o
PEPOS 32 v 4 B 15 B — AN ERFIE K 6 i 5 1
BrERFI11, ‘EZ5MNEKEIR . KFATRTEE . LA
AALEES, AL RS & BURLRE XS 7 A 75 2R G
BB PO P 1 5 B SR — 3 4 ERFAE 58 5 i 51 5
DREB. Z 0% 1 T 22D Re AR [A], 7 A8 $mm iz A A= 4 Jily
LR R AE P00 RAVIE 5 B8 53U R 1) A
KE . Wraame v EGEEEE . R B,
M STRAVIRY ik 38N, 7t B R A i
i, AR R R Ja W Rk T R A, Rl ik
RAVI AR M #0032 %, #F— L iF I RAVIZE R
- SuN L A R L R (SN E R e e
CaRAVITEA Y 5 AR Ylhia T 2 258 215 5, 7Eil
BT I 38 CaRAVIANA T T 7 118 B0 it 1 it i 44
5, T EL g R R SR AY T A7 13m0 Soloist
KNG F AR RSP F R ACE VAR5, B R R S
APDIINREC W liE, APDITENG R 12 AFIAMNE K
R . 5 #1  H TR AL PR Rk BB, S0 I B
APDI IE P8 ¥ K 4% B2 09 A A&, [A) B O 1) o 45 7
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AR, WA W5 5 T 45 R 5 T RE 2 TRl Y
KA.

2 RS T-AP2/ERFIHTEZ MR & &
W PRI B T 5
5t IF -F AP2/ERFTE 4 ML AR S AR ) Fll B B4R 9
PR REEERE S 5, Ak, DIRKREHRNE
BT 2 24 T A 4 55 5% N T AP2/ERFHE /0 B85 . %
SER T AP2/ERFAUAEA A K A B fEH &
A, i Hid 5 25 AR Y 09 36 PR s A0 &

SN S VAR 5 (62), LLTT PR B 3k [ P9 4
HRATFE L.

2.1 SR T-AP2/ERF Y5 245 R il e 4y 1k

Y&k

25 A 16 Lo A & R AU H &
BABENAEY X, i HXT AN £ e H 2.
i 55 [ AP2/ERFXT ST IR A3 B8 KBk KB
Bk, PUERIEPEYI T R AR S e T
YA BGRRTRE AT A B

AP2/ERFIH & K 5 46 16 1 1 46 B A AL F 52
NN, AEEE 5] T AP2/ERFAE A [F) B 371k £
T, X SR R DR B R B A (F63)18Y. 19994F

F2 HRAEYHEHS EETHERETF AP2/ERF EH
Table 2 AP2/ERF genes with characterized functions in medicinal plants
WG 4 2t FEFYisE S5 3k
AP2 CAP2 JEWE XL (Cicer arietinum Linn.) itk TR [57]
AP2 NnAP2 3 (Nelumbo nucifera Gaertn.) R E [58]
AP2 NsAP2 WESZE (Nymphaea sp. Linn. ) PHERET . e [59]
AP2 Pp30 Fh RFRYK (Physalis philadelphica Lamarck) WAL REKRE [60]
AP2 EgAP2-1 ik (Elaeis guineensis Jacq.) SRR R E [61]
DREB TcAP2 2155 4% (Taxus cuspidata Sieb. et Zucc.) P mE AR AR [16]
DREB TcDREB LLTGAA(T. cuspidata Sieb. et Zucc.) PRSI [62]
DREB OjDREB # 2 (ophiopogpn japonicus (Linnaeus f.) Ker Gawler) SN S 1E] [63]
DREB BpDREB2 HIW (Broussonetia papyrifera (Linn.) Vent.) ik, REMRA [64]
DREB EguCBF1 KR (Eucalyptus gunnii J. D. Hooker) PR E A [65]
DREB BjDREBIB Ft3%(Brassica juncea (Linn.) Czern. et Coss.) Yidh . TEWma [66]
ERF ORCA2 KF 1 (Catharanthus roseus (Linn.) G. Don) R =Lyl AW L e [14]
ERF ORCA3 K AE(C. roseus (Linn.) G. Don) WA AR AR [67]
ERF AaERFI H i (Artemisia annua Linn.) PR AR [15]
ERF AaERF2 (A, annua Linn.) PFEREAAR & 12 [15]
ERF AaORA 5 (A, annua Linn.) JEEEAhRR [68]
ERF LeERF-1 L (Lithospermum erythrorhizon Sieb. et Zucc.) IR ZR IR AR AR [69]
ERF  NIC2-locus ERFs JH ¥ (Nicotiana tabacum Linn.) WA A R R AR [70]
ERF NtERF32 M (N. tabacum Linn.) LECGE Y AW i pr e [71]
ERF ORCI H(N. tabacum Linn.) VEEE A YA R [72]
ERF Tsil (N, tabacum Linn.) HUEn . PUT AR [25]
ERF OPBPI HEL(N. tabacum Linn.) PUERn . PUT A BN [73]
ERF NtERFS JHEL(N. tabacum Linn.) PO A e 7 [74]
ERF NtCEF1 Hi(N. tabacum Linn.) BT A 2 1 B [75]
ERF BKERFI = FS 488 (Bupleurum kaoi Liu, Chao & Chuang) PUKFEH [76]
ERF BKERF2.2 5 [CSEW1(B. kaoi Liu, Chao & Chuang) PURTEH [76]
ERF OjERF # 2 (ophiopogpn japonicus (Linnaeus f.) Ker Gawler) vk, TFEMNA [77]
ERF ThERFI BEMI(Tamarix hispida Willd.) A=Y W fEURR [78]
ERF LjERFI B kAR (Lotus japonicus Linn.) By iRE [79]
ERF JcERF RIS (Jatropha curcas Linn.) bk, RERE [80]
RAV CARAVI ML Capsicum annuum Linn.) PR TR B, Hokh . TS [56]
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Table 3 The genes coding key enzymes regulated by ERF subfamily member ORCA3 in different culture systems of Catharanthus roseus

EH  BIRAIE(ORCA3)T  BARHI(ORCA3)®  #FK(ORCA3)™ FARHL(ORCA3-G10H)* Hitk(G10H-ORCA3)®!
ASa + + + + +

TDC + ToAEAL + + +

DXS + + JoAEAL KiRil ToAEk

CPR + JoAE e RARAE + A
GI0H A4k JoAEk JoAEk +" +

SLS At + KA + At

STR + + + + +

SGD + KA Firs:! At

FEK TR A6 T FH B B2 58 5 7 43 8 H ERFE 7% A%
51 ORCA2, ¥ HIL AL KB IF MM S, w24
WVIms A A A S B il I STR IS 3 T #{ ORCA2 i 3%
PG, X B UOK B 5 F AP2/ERFIH DI RE Y i 2]
SR FI MR (Jamonate, JA)Z: 5 RUAEY) 16 W2 & g 42
Fil420004F, I T-DNASE bR 2 £ AR MK AR AL 40 i
H o B ORCA3 AN, b B2 4l f5 % 8L, OR-
CA3fEfS ¥ TIAs (Terpenoid Indole Alkaloids)ftiff
WP H L RN, TDC, STR, CPRF D4HK: [N ik
F I, U ORCA3 & TIAs & #2 14 4% .0 I 452 R 11670,
ORCA3RENS 5 XK HE B KL [N STRIS 3 FJERE G/ B %
GEE, WG STRINZRE™. s FRIBORCAZNIN T (L
iR 00 e A R R, (ELAS IS B TTAs, BERH i 21k &
Y %) S A A 07 s T 051 R — A g 4 i
6, K PASO AN 48 B 45 [ G10H A %2 3| ORCA3 1Y I8 45
fE B 20104, Wang 28 A V¥ G10H 1 ORCA3-
GIOH &3 H AL KBTI, KK F
Fe A i e M AR BB AU 6.5 . 20124F, Pan 45 A
YK ORCAIFIGIOH-ORCA3 il 3L IR AL K R b M
¥k, 18 FiKORCA3 f§iASa, TDC, STR FID4H %5
AR, HEXTCRMYC2 Fl GIOH TS, 45t
FKiIKGIOH-ORCA3 B, REHTT . LR, KER
O CIEEE - Wi R ) W (N5 T e 2 1R
B0k = . RIS A 2R o e PR, B 3 PR R AR v
BALPR S| A AR S AR R, UG B T 2% 3K GIOH-
ORCA3 %W 78 £ 25 A6 FLA A I ik A2 a8 1 412 F B A ns]
Wi A W 4 A 4 4 B

B RS N EEIE . BoH Y R,
N F AP2/ERFZ 5 T H & R 1A . 2012
4, YuSE NTHISFR AT 5 S KB, AR H
fi(Methyl Jasmonate, MeJA)LbFREEA Fh 58 KA i,
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@)+, FR LM, FR B e, S FS LR GIOH A it ik i

T 728 S B A I R 1) 3 38 AR AR AR R, X S e g i [R]
Ja 27 50 BEAT 0 B & B B R S A SR IR T
AP2/ERF45 G107 /5, MESTJE i ## & 5|74 AP2/ERF
JP 9, EEPCRAMHT R, H 245N AcERFIFI
AaERF2%Z B|MeJAE SR8 i e i, HAEA 441
TR b B L N ADSFI CYP7IAVITh Rl £ 35 #h7
AaERF1 TMAGERF2id F ik R IRFEAL T BRI AR, Sk
FFEL R ADSHICYP7IAVIZ ik im i & T+ 5, DBR2WSH
Fhier. RO A3 B S TR R R A g
B, 20134F, Lus A\ 38 o 7i e T 61 AP2/ERF
EeSR IR, GBI RIB T R, AaOCAY Ak
FEINADS, CYP71AVI, DBR2FEABITARML, KL i 5
B UEH AaOCAGH o 1E [a] 845 ADS, CYP71AVI, DBR2,
AGERFIMZRIRYE R T H B R ME SR .
FEJH B MeJA 15 % (1) AP2/ERF %% 5% [H ¥
NtORCIFINtJAP 13 B 845 AE Wy g A& 12 iy
KRB FE N PMTHY F2 K7, 1 2K NtORCIHE R AR
oA P e ) B R B Sk IR 7 bHLH R 8 3 5
NtORC 1A 6 s 3816 A FH U, 0 it AL 24 90 06 2 B,
A B KL DR 20 24 A7 A5 NIC TFINIC2 1] fig 55 4R B
Bl T B LA, Shojie A 7TOFE i 5 P A 21
NIC21v 55 & 8L T K i H A T RE M 19 % 5% [H -+ ERFs,
ELHIFE A7 05 204 T4 BRF3: B i 6 H %, X
BEERFH 5% N TR GCC-box, [FIFHETEE T T &
B R ZHOOCHEIE . X 8 ERF#% 5¢ K 7
B R R FEUE T & W B>, 20144F, Sears%
ANTIZEAENIC2A 5, At & 3 T — S ERFHE K, Hiep
11 RIKENERF32RE08 18 5 A BENIPMT ) 3R 35, &
AW S A BTG N MR BRNGERF320, Je i T
HHGEE L A Z 26, el T AR Y
B k2, IEWINGERF322 5 B T4 W4 ik



iE R

12 I 3] AR .

LR PR ER R AR EE R LA IE
HR . PO SN, CAMEEEENH RS
SO, B R BB A TR Zhang®E A1)
TElE T — N5 S N T ERFIE 5 6 i B LeERF-1, 4R
AR 4 A5, LeERF-1335H B ETHE, 1E B
PENEFR2 AR HE 2R 3R, LRIk i AR,
() Fsf, G Y 7 AN R B A () ek 1 1, LeERF-17EAR
s k. I LeERF-11] 62 56 M (5 55 S
AR, PR R R YA K.

25 A IEE R AR A s R A IR S £, W]
i 32 20 5% S PR B Pk R4, T A A vk A AR Y
2, A3 AT I I I Sk B 3 DR P ) T RE G IR AT IR A B A
25 S ML B s R 0 o TR ML ZoCE 2. |
SR — LS 5IE M 5 A W) B Y AP2/ERF 2 8% 4 25 5
IE, HER T KFEEE 3K FORCA3SN LT 5A #0074
BEHF, AT oBEZO0RER T, B0E54iEE
b BRI A B TSR TR AT AT, e S ok
S I R 307 A R4S A 3 S R T
REFE AR g HA AR

2.2 kP T-AP2/ERFINigh R Kk &

WP 25 AR ) K R B R sk I AP2/ERF £
BT AP, #5551 AP2/ERFIH 1% 25 M)
KEB FEERBERMAE, LELHEBTLRE. Luok
OV % H B B — S AP2 5 R i B NsAP2,
NsAP2TER LA BRI R i m. e
KB, NsAP2F B 5 AL ik, 7E 4
R IT H I Rk NsAP2FE A, $0Lpa T B AL AR n, A
MRS SR D YT — D NnAP2EEH, X5 EEAE G
i 2H SR 7 223840 7, K PR NnAP2TEAE h 3k 1
s [ 2 B, NnAP2E IR FE A PASRAE i b 2k 5 He
BOEAE I R, T NnAP2 T fiE S 548 & T A2 Y
AP2V 5 B B3 Pp307E [ 15 756 S i 2 46 A1 A 52K /)N
) A SRAE S UIA oG, R B ANFEY, Pp30f)Fkik
SAERE MBS RN R IEM O, HAT AE 2 i 48
TR SR/ ) A 8 4 PR 1901,

5 ST AP2/ERFIE 2 5 T 24 AL 4 1 Hidth %
F AR, G40 E KR LiERF1RE % 1F 1) 42 4R 45 983 19
TR, i F 5K LERFIRENS 35 14 hn 45 98 i B0,
RNA T4 LERF 1) 45 5 545 90 (4 i 7). pesb, #%
sk K1 AP2/ERFRE #5845 24 FHAE W) I i & B 2,

MorcilloZ5 A UYE A o 23 85 21— A4S AP23IE 5 6 i 51
EgAP2-1, EgAP2-11E & FIRh Rk & &, il
MY R, AR RR SRR, I HAE M FRE AR
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Research and perspectives on AP2/ERF transcription factors in
medicinal plants

JI AiJia', LUO HongMei', XU ZhiChao', ZHANG Xin', SONG JingYuan'? & CHEN ShiLin'?
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As a major source of Chinese medicines and traditional drugs worldwide, medicinal plants are facing challenges such as resource
scarcity and low bioactive compound content. Regulating gene expression by transcription factors (TFs) is an effective method to
coordinate the development of medicinal plants and the biosynthesis of active compounds. Therefore, many researches have been
focused on TFs. As one of the largest transcription factor families, AP2/ERF TFs contain at least one AP2 DNA binding domain. This
gene family is divided into five subfamilies, namely AP2 (APETALA2), ERF (ethylene-responsive factor), DREB
(dehydration-responsive element binding proteins), RAV (related to ABI3/VP1) and Soloist. This review emphasizes that AP2/ERF
TFs regulate the biosynthesis of active compounds, development and stress responses of medicinal plants. The regulatory mechanism
and research methods for AP2/ERF TFs are also elaborated. Genomics, transcriptomics, and bioinformatics are proposed to be
powerful tools for isolation, screening and prediction of AP2/ERF TFs. This review may serve as a guide for future studies on
unknown AP2/ERF TFs. In the future, knowledge of the functions and regulatory mechanisms of AP2/ERF TFs may contribute to the
enhancement of bioactive compound production by metabolic engineering and the breeding of fine varieties of medicinal plants. Such
work would help to address the growing global demand for natural medicines.
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