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CRF4%: % E Iz EYME K& FRIMRITR

W&, BN, IR, e
K T LR B ST TR, L PKR401329

WE: w3 % B A B F(cytokinin response factors, CRFs)Z A 45 A 6945 % B F, /& T AP2/ERF K3 9 .40
AR . CRESE 8R4 FFH VTN 518 345 3 b KAEAE R . RIEAT A CREFs AL MR R T
KEHRBERDAS R REFTL, AR, Bab. REpibrmm PR EZGFAEER. ALRENET
CRFs#t K B FAFAE A A oo RFAT T 1820, £ 5 A CRFsEEAAM A RLF . Mhiben 2 5 7 & 6

it
LT i RA KR T AR A

Y1 e 43 34 & (cytokinin, CK)EAEY A K KR B B
RZ—, 25 CMSRIN302 Fh BA TR IR
AR, CKEA ZNENF IR, £25
ot MTKE. REEK, R EZMAEE
W XEL ) N SV 22 7 TR S SSBE S AE . H R,
X CKAZ 5 Wi 32 AN AL C AT B REGEHTR
(Kang%52017). 4052438 N2 K1 (cytokinin re-
sponse factors, CRFs) & — 2% 55 B2 (1 41 ffo /3 24 2510
R [ -F-(Rashotte flGoertzen 2010), 2 5[5 CKf5
S, EEYAEHEAEK. AU, HEKE
PARER . ARIR . A B IR IR A Y aa e B 45
) e PR o £ T (Qin %201 7; Keshishian
2018; Brooks%:2019). T4k, CRFsHIA4)% 1)
REAE 9052 BB 2 10 03 o AR SO L AH Gt 7L dt Jg
HATERR, BIE N8 TRt — 2%,

1 CRFs#& 5 [EFAHIE

CRFsT-20065F 1 X pE i, A2 A4 % i 7
TER—R/NEE R KR, J& T AP2/ERFA: R 5
% (Rashotte%5$2006; Rashotte fllGoertzen 2010).
CRFsfi T AP2/ERFZE [1B-5 (VI)FIB-6 (VI-L) &%
KRB, RFHCRFEAL WP B EINSS
T A EAEMNECRESE M. 112 5DNAY &
(1] AP2ZE KA I 1A Dy BE AR R0 (1) 4 S M Coa [X 2k, 48
4% CRE41, 2 THE (Thr-Glu-His)[X F1 22 24 J5 35 A4 5
H ¥ (mitogen-activating protein kinase, MAPK) i
FRALAT 5. (1) (Cutcliffe’52011; Kim 2016; Striber-
ny552017). R4 5 B 45 MR AN [ ) M CRFs

5y KugH A H RILESINFE I (Arabidopsis thali-
ana)F O RILKLI10~12CRFEEE], FE4RHr F 1 C
Ui AR AT — 454 NI~V SRR ZH (Zwack S
2012), MTETE A (Solanum lycopersicum)H, 11/~
CRFs# 7 y=3%: SICRF1. 2. 4~6£19~11E7 i
T [{JCRF 3 ({557 45 #44, SICRF7RISICRFS /3"
Uiy 5 AL AR AL AL /L [SP(T/V)SVL], SICRF3 {5,
B2 CRFGE R IAI2AS AP24E A3k, R LRk A
iof 2 R 4 (Shig%2012) . LiuZ5(2013)7E H ik
BN (Brassica napus)™ RIL214~ B {# 57 CRF
SEMIIR I BrCRFs, 3K HA, B, C=35: AT
4 111N CRFZ 1 (BrCRF1~8 fIBrCRF13~15), &
AINR R CRFSE ML INAP2EE R, 1M
JE IMAPK 8% 8 A6 Az s N TEH X, 5400 7
CRF1~64H11; BAfU$EBrCRFI~12, &4 1) CRF4,
FIRAAP245 & 558, (H &R/ TEH X 35 R A6 7 51,
S IFCRF7~824LL; CRYHIBrCRF16~214H %, 25
AT FFCRF9~12,

CRFsFZE AL T4 A% 1, /D HAL T 2 pifk
(BrCRF9~12) - 244 (BrCRF21) 1 (Liu&:2013).
FE B AT s i 4y CREZE R R sh Fh & 24
B#JARR (Arabidopsis response regulator)f] 45 &7
1, W CRFs fE BRI ARR ) B 2 ¥ bR (Rashotte
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Fig.1 The diagram domain of CRF transcription factor

£$2006). CRFsfig 5 TR GCC (AGCCGCC)
o & DRE (A/GCCGAQC)F #1454, #E 45 3&
[K)2¢ 15 (Weirauch252014) . i, PowellZ(2019)%}
59 P I346 4 CRFEER 1Y JA 8 1 7 51T T
MEMEZ3 1, 45 R BoR A P 51 5530~3 10035 4 5
FELRSFIIGC, T A5 (CT) 8(GA) 1 1%
R H 5 5L (motif) o 0 H 455 07 fUBEAT VR JE 73
TR, CRFJA BT 55| FARAE K= R f e
M IO . H, WA 5 2 Mi(ethylene, ET). fit
7% R (abscisic acid, ABA)A 3z 2 P Bg (brassinos-
teroid, BR)N &5 yoF; WP 4111 3= B 5 iy ad v 2 A5 5%
TAHIS5CK. ET. ABANH RN A 5 1M W LHIVIEAE
RKEETHAK RN E O, WHVE RIS
775 2 (gibberellic acid, GA), £, & K& M HITE R
B AHICIE R 45 6 7 (Powell552019)

2 CRFsECKESREHRIER

AR I, CKAKH T XUt 2 7 R Gi(two com-
ponent system, TCS)SEZHIE 54 T, CK 5 BN #841
Z BRI 5% 14 (Arabidopsis histidine kinase, AHK2~4)
ShE R AR A, TR B IR A B (A1 4% ek 45 AH 2
TR R % 7 £ H (Arabidopsis histidine phosphotrans-
fer proteins, AHP1~5), H H 5 & £ i#H 4B ARRs
(HwangZ52012). BAYARRs (ARR1, 2. 10~14, 18~
21)IEAIF T CKAE 5 & 4%, MARIARRs (ARR3~9,
15~17) %1175 CKAE 5 1848 (Rashotte5£2006) . -
F 9T 5% B4V, B I+ CRF2 M CRES ()% 336 32 CK A %
CRFsl% JARRsHJEER, X H#% 5 AHPs BLAE
M CKi# i AHK 2 AHP T ANk #ifi ARRs 75 5 CRF 33t
A4 % 5 B A ARRs By [7] 18 3 35 40 CKAS 5 1 Jo
FER Pk, HEMAECKAE 5 i e CRFs A ge b T
5 ARRs AT 7 & (RashotteZ£2006) . % RF XU 4
LRG3+ 56 H AL 2 I CRFs A T i [
RIS AR, CRF1~85 2 A(AHP1~5% (4 2 |
TEERE S HAR, it — 2P E8] 7 CRFs5CKAE 5 il

R IBE & (Cutcliffe252011). 7] W, CRFsTE X415
B9 R RERIREEER. HAEMRR
W, ZHCRFsINFRIRZ A a IR AT, SR
4 CRFs % CK AMFUH (Zwack %5201 6a; VaralaZs
2018; PowellZ5$2019).

3 CRFsS5HEEKELXF

3.1 HEEEK

CRFs AT 2 A - Dife(3 1), ST CRFs
Z 5K E R, 5 HAter/ A ARH
EAHLE, CRFSFICRFOTA A7 a5 5 R 240 5 1 5
FUREHE L T (Rashotte52006), 5 H A 5 T IR EL
FERIVEAUNLE] M B o crfScrf6 XU SRAR R 42 F,
R, RL25% MR RAEMRILE, IJGiENEREL I
WK B BT R B, WerfSHerf6 5 AR 1)
AT IEH K E - AL, 7 CRFSHEER K E erf5H0
crf6 i G RAARRIEH R . "I, CRFSHICRF6
YK B R SHETE T, WA ReAAAE D) RE
TUA (RashotteZ52006). B 58 %, #L 8 7+ CRE2.
CRF3. CRFO{EN Ry ERIL, ThREHR K R ALK
LIRS AR S B T ) R . fEerf2H0
crf3BLGARAR A K erf3erfE M IRAS A, 7 IR R A=
BRZE KL B AR T 1045 (SimaskovaZs2015). A=K
RS A pin I pin7 B s AR & B R,
IR B 53 5 4R K R I8 4 24516 %(Simaskova
££2015)0  BEAh, B2 SO B MRS BAR
AW (Quercus suber) % 5E 71 15907 %K
WK, 408 AIL (AINTEGUMENTA-like).
PLETHORA. CRF. GATALL X ARF (auxin response
factor) 55 75 4 276 % (1) 5 S K 1 1E Ik & i 18
RIFEEAEH, 2Bt R OsCRF32 5 T CKAy
SHERAG ARG MG & B (Capote?$2019).

CRFsfEM TR B RIFEEEM . SHAR
ML, $UrE TrerferfSerf6 crflerf3crf5crf6% 858
AZAKR F erf1/CRF Lerf2erfScrfobk 2 SR IET /N, Fh
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Table 1 The functions of main CRFs from different species

Fh FER 2R FEI)RE PN
LR IF CRFI NP EL T INANI Y g =] Raines%$2016; Keshishian 2018
CRF2 he B AWE T R A K RIS AT Rashotte%52006; Simaskovasi2015;
S BEE Cucinotta®£2016; JeonZ2016; Kwon 2016;
Keshishian 2018; WaidmannZ52019
CRF3 SR Y A [ I EAR e S8 e g E SimaskovaZ2015; Cucinotta?#2016;
Wk & Jeon%52016; WaidmannZ52019
CRF4 VNI 8- S LTI Zwack%52016a; VaralaZ5:2018; Brooks%52019
CRF5 FALAN AP e m B A5 R E RashotteZ52006; LiangZ52010; NgZ52013;
Zwack%5:2016b
CRF6 AL IR R A K S s 2B R E Rashotte%52006; Zwack%:2016b; Cucinotta’:
REGE 2016; Siméaskovasi2015
i SICRF1 R A AT R RS EE Shi%£2012; Shi%52014; BianchettiZ2018
SICRF?2 FALFA A R sk H Shi%£2012; Shi%52014; BianchettiZ2018
SICRF3 LT i Shi%2012; GuptaZs2014
SICRFS WEL TR B REAL I N Shi%2012; Gupta?:2014; Bianchetti%$2018
MRyt FEFRLKE
piiBa BoCRF2 T EL AL e i B Li%2017
BoCRF6 T 5L e i R Li%$2017
HiE BrCRFS L Liu%2013
NIlE R4 ThCRF1 ENISEL N Qin%52017
AR OsCRF3 AR R & Capote242019
A3 BrCRF11 REKE Kong%42018

THE D, XA AL TR E S5 RSBt F
Y 45 S (Raines%:2016) . crf3Mlerf6 B AR 44
DA K erf3erfE M IRAR A i R BRI R AR B B ARk,
crf2 BLGEARAR Rl erf2erf3 X0 58 AR A JIR Bk %5 85 3 k2>,
M crf2erf6 X F A A () R Bk B 5 B A2 R A 24, Ui e
CRF2FICRF6Z [0 W] A7 1E T B kM (Cucinotta®
2016). [AIFE, crf2erf3erf6 =287tk b A MERS R &
TR RS IR T3 B R Bk 25 i 25/
FH AT, 6-F L& FE L4 (6-benzylaminopurine,
6-BA) I8 Tl erf2erf3erf6 = AR JR £ 1~ )&
JEE RO Bk T, (E 380 B AR T B AR 2, X — 45 R
FWCRF2. CRF3FICRF6IfEH I KK AR T
WYXt CK I 3 g 77(CucinottaZ52016). Ak, crfl
Hlerf2 B IR AR AT 1 K /NFIA R B 3 KT B AR 7Y,
H R 2 [MAFE W B2 57, i RIECRF2%} Fi
TR /N (Keshishian 2018).

32 IREEK

CRFSTEAEY) EARFMAR & & it EEAEH .

W78 R VT 2 CRFSTE UL B THAR H 51 7% 14 (Raines %%
2016; Zwack?52016b), CRFI. CRF3. CRF5id#%
PR R ) AR AR K TE W 2 22 e 1 5 B AR TR A
bb, K 2E IR B 10RI erfl RAR I ER B E K,
crf2erf5crf6 = RARARBE /N, crflerf3crf5erf6 VY RAL
IRTERF R IG5 7+ 10 dP R EHMHIR RAEK .
B CRFsE AR K A= 4 ot A% g 2 224 F (Raines %%
2016). CRF3FICRF5ISFRIEFIGIHMARE 2, 1
cr2crfScrf6 Merflerf3crfScrf6 % B 98 A8 44 1 I iR
oD T AR, KB CRFsIE A2 AR
14 K & B (Raines?52016) . KongZ5(2018)HF 57 &
B CRFI1I1E A (Brassica rapa)fR LRIk,

BrCRF11aNAtCRFIIE R FYREE R, 5874 B4R
b, %S5 dfaAterf11 RS MIRRK E AR 5, it &
KBrCRF a4 7T AR K E R E 0. [FFE,
BoICRF11, BniCRF11aM1BniCRFI1b7E 1ty AH %
Tk K FEE, RYICRFIIsSHEIEKE X, R
1M, BnaCRF11aH1BnaCRF11bEHR (I H % Fih 7K
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PRk . Rk, CREIISTE AR H W (Brassica ol-
eracea) I H W5 B3 32 HH 2 TBAFAE D) Re 70 A F itk
— BT,

CKAZE AR S A M (1) 734k, MRS 53 AE 2H 2 (root
apical meristem, RAM)[1) K/NZCK Ui . FEBR
ZCKIZAF R, B AERUEARIIRAMEE /N, crflcrf3-
crfScrf6Herf2erf5erf6 % 8987 R I AR B i 46 5,
H S RAMK /N2 5 R A — 3, CRF51T
LIk 2 HH B KIMRAM (Raines%52016). I4h,
CRFsif 7 41 g 7 A0 el ISR B RISTIP (STIMPY)
[MFRIE, [k 2 STIPAI 2 AT ARRSFICRFs /-1
W CKAZ S0 |87, 3 4ESTIPFI CRF 2 8] T R I it [l
P, PR AR A A B B . CK Al m] R o
CRF/STIPBASZ AL (e #E 21 1 7314 (Raines552016) .

A HE TR ILCREs Ay F AR K R FICKAE 558
N HAE TR Iy o 4 5 PR 2H G B4 BT
2R CKEZ M AR 15 MR AE & ik 2 rh AF O A B
(Waidmann®42019). CRF2FICRF3{EMIM K & 5
WK PRIk, H CRF3MRGAE B2 2R3 K 40
RKik. S RMARALL, FHR+FCRF2AICRF31)%
KKK (Waidmann52019), CRF2FICRF31))
A 2K 3 0N AR 25l B2 K, T I R Ak CRF2 A
CREMEMEMIFR 5 AR AN M AR, 2ACPHEK
IRA . IXF B CRE2HFICRE3 AR & & 1 Fe )
HAWRL . Terf2Mlerf3 B RARARR RAEK A AR
PR CKANEURR, X 15 B CKAE 5 Al i 48 5 CRF2
FICRF3 8 K PRI MR A KA E . erflerf3-
crfSerf6VY FRAZ AR H 40 i JE AR G 3 Rl CDK BT R
Fak, W7~ CREAR A 1) 20 & 39142 ) T R i i CK
A5 1) 5 M 5E R (gravitropic set point angle,
GSA)ff) 357 (Waidmann452019).

33 MHMARZE

B R K BAHKs . BRI ARRsHICRFs%CK
155 JUHAE R 3 28 % 5 R OB E A . W
RUICK A A2 B A I R it 2, a9 2%
N AHK3 & /5 R B F2 0 G HE H 7. CRF6
fEAHK3 /1 R HICKAE S8 T KEEH, 5
ahk3TEAZARFELL, crf6 TR AL A v CRAR W 1) Bk
PEREAR . MHECEF AT ahk3 5845 (At CRF6XFCK IR
FRURRE W S ek 55 (Zwack#52013) . 7E TG AMECK

SAEN, I ECEF A TR, 1 RIE CRFGINRI 1 K
BIEE, REREMH SR EE, Herf6RZMK
PO BT AR R AR I R R a2 R, S CRF67E LR
I %5 J7 THI 62 2 LA F (Zwack 552013) . 55 A HF
TR BLAHK3 T B R AL B0 ARR2VF L, [R5
CRF6 )55, ARR2FICRF 6 # 1A 1A 2 41 Jfu e
AL (cell wall invertase, CWINV)AH e L [X] i) %
15 DL 3223, CWINVIER PR EIE . P13
ZAVE SRR RIE R/, HIHENAHKS
KT ARR2FICRF6 4 [ 2 5T CWINVA &
HIEEEAE T, I FE H ARR2 & 15 BT
CRF6 /R IE AN G 2 (Zwack FllRashotte 2013).
xCK-AHK3-CRF6i& 1%, JEA ) Mid tnl i g A
Wi T AHK3 [ ARR2-CRF 638 15 1 42 - 1 B2 & ik
&, BCRF6.5CK. FEAY M ia 2 [AIAFAE SRR I
Z(ZwackZ52013).

RainesZ(2016)H 72 & Bl crflcrf3erfScrf6lYy %
AR Merfl/CRF Lerf2erfSerfokk ZRINIELZ 3L,
CRF1. CRF3FICRF5i3 Xk MREIIM Fr 5452
Yo HEFRCIERSAGI2AEFZEZ M F Rk,
ek R A/BLE G R H23E K CAB2 (Chlorophyll A/B
binding protein 2){¥:FaMHERAA T HE T BT LK
FH(Wo0%52010). X 3 HToR, fESUCRFI
CRF3MCRFSILRIBRZR T, SAG I 2 KKK
HRIE N, CAB2FRIE/KN- TR, IX 50 2 1) 5
AR —5. MAEcrfYRes R RHSAGI2 A
CAB2#5 5 /K15 B A Bt AH 2, X 7] g 72 BL IR
W TRAGAA () 322 R v R 8 30 P 8i(Raines 55
2016).
34 RXEB

TV ] F F 6 8 2K (phytochrome, phy)/& 52
LML, Z 5T P85 R 2 R 5L R
1%/ K B 2. BianchettiZ(2018)% & ii(Sola-
num lycopersicum) phyZZZ K BB 78 % 1, SIPHYA
(phytochrome A)FISIPHY B25 i H 52 1) & & Ak
FA, TR A TR T A IO AR B AR O AR R R G AR
FEM R IVEH . SIPHYA i 6 fICKAE 5
AH G HE DR R ik, T 8 48 3 0 o AR 1 20 A AR 3 22,
IMSIPHYBIA R & LD fE . EF&HIPHYA RNAi S
(s, SICRF3RISICRF 9K KTk AE W i
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Ak, MSICRFI. SICRF2. SICRF5M %K &
2 T 1 (BianchettiZ$2018). PDV2 (plastid division
2) & W SR AR A b 4R I SRR R R R H
—, HhoE R 2 2, ZCKRTE, dRik
CRE2W)FG I HE MR PD V21 i 5 /K7 8.3 LR, %
B CRF21E [7] 35 PDV23E [K ) R 15 (Cortleven
Schmiilling 2015). Z#iPHYA RNAi & FSIPDV?2
K R 52 B 00 2 4], SR AL T 4 AL 1)
(Bianchetti®$2018). 1t 4h, FAPHYA RNAI R 1R
SZTRR (tomato response regulator) % 35 7K >F-1,52 1H i
SO, RIILEZ R R PHY RICKAE 5 2k 2
[ 177648 X HAE, CRFFIARIARRs 2 5 CKAE S i
REA AR K B T IAR B A 43 2 4
3.5 CRFs54% KZWEEIEEIE K
CKANVE K F 2 [AFAE 23 4514 I (Schaller
22015). A K ZEFEi2 5 APIN (pin-formed) 71 5%
KR AEGH ML R AR PR I2 %6, PINTRIPINT 52 CK 1
5 (SimaskovaZ§2015). HIEHT 5t K BIPINTA/E A

T 72 R A H] (Cucinotta®$2016) . 44t 57 G L It
TE FH 5 5 R AR 15 5 K] 43 #7 ik B CRF2 HICRF 618
L 5PINJG 81§ XPCRE (pin cytokinin response el-
ement) JG &5 & Ui PINI 5 5% o SR PCRE G/
FHPINFIE X CKANGUR, [ 55 1A 2255
400 R AL 463 A K CKUF U (Simaskova s
2015). CRF2ECRF6i33%ik L PINIFIPINT )3
KK, MiAEerf2. crf3Merf6 928 ik v PIN T Al
PIN7H)ZFRIEIK- T A, SMitiCK 5 & 3 B (Kerf2.

crf3Merf6 i RAZARIE 7 H [ PIN 1315 7K, 15 B
CRF38 i3 {8 CK i %5 PIN 1 ¢ 1% (Cucinotta52016) .

UEAL, erf2Rlerf3 BLIRARAR LA K crf3erf6 SR AR
FRA I ARG 2250 2Lk 55 A AR L 4 2F K e IR
4b, 54K R IS A AR R R A AU(Simaskova
£2015). Ui BCRFs{EACKAS 21 i o,
WA PINR IS S K R I8 6 /)« Tian55(2014)
XM 2 oy AR 4 AR B I A 23 4 e A R TR 4 3R
ik B FEAT 438, I SR SRS S
() S AR T CKAH G R R 4R . I B A i A
KILCRF51] 5 CUC2 (cup-shaped cotyledon 2)#% 5%

K745, CUC2 X ] 5 A= 43 tE A 41K & AH G
S [KFLAS (lateral suppressor) B4 . CUC2#; 5% A
TAEEYARE DT T WRE H RIS HE
1EH, TEFLES T I AE 70 R I Auxin-PIN1-CUC24)
TS T A A AR AN R R AR A T R
Mg - (Kierzkowski%$2019), K, CRFsZ& 5%
5 Auxin-PIN1-CUC2 %31 W 4% i 42 A 4 14 5 1 28
[EFIAD RIERESiaai 27 WS

BEAk, W78 R BLCRF2 52 4 K 3 N % K -F-MP/
ARF5 (monopteros/auxin response factor 5)f)#E %L
K, $ar 4 NTMO3 (target of monopteros 3), CRF2
AT MP/ARF5 R i, MP/ARF5/ 5 A K 25 v 5k
DRI Rk, 78 AR JEr R e 1 R VAR T Rl Hp e 4 DG
E FH(Schlereth%2010). #f %% % B PLETHORA I
ARF5Z 5 AR AE kL 46 & &, CRF2FICRF3
5SHY2, BRX. AHP6IL[FZ 5 CKMAKZRAZ X H.
TEN AR N 4EE R G, Ui B CK B AH G i
kN7 5PLETHORAIR 12 2 [8] {7 /£ Bk R (Chéavez
Montes?52014), CRF27EARR12-IAA3/SHY 2145
W 28 vt A T EE AT A B, TR K R R CK S
N5, K RE Wi (loi05$2008). MP
AICRF2XF 4005 IF @55 2 408 A 2 AR K &8 O 2
crf2RZZARFWUS (wuschel)F1ISTM (shoot meri-
stemless) ¥ K- T B, 229353 2H 4 (shoot apical
meristems, SAMs)JE 852 fH . TIMPAZE {438 52 1 775
TNUESTMAICRF 2T g i 38 AE 2F 1) % B (Ckurshu-
mova$2014). B {051 % SLTIE (ChIP) 73 Hr & 3
A K K BURAux/TAAE A BDL (bodenlos)fIAXR3
(auxin resistance 3)7] 5MP ] C A 5t 45 ¥4 45 45 & T
HE G, BLIESWI/SNF ATPG I 5:BRM (brahma).
SYD (splayed)5MPJE Bt % 5 & 644, M
TMO3/CRF2. ANT (aintegumenta)3 [X] [} 215 (Wu
262015).  bdIFaxr3 B9 7% Pk A MP5 BRM ] ) #H
HAEH REWR. RUEKZRIME TMPS5BRMAI
SYDZ 8] () AR (WuZ52015). 54 i 5 R ICRF3
X PINE R ) 38 e 5200, {Herf2 A AR CRF3 Xl
MRARIA & B AT IE % 1 H JeonZ2016; Simaskova
£62015), B 7RCRF3 AT g 38 o A 42 U F AR 1
ERKAKRE.
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4 CRFs53iEE1ihE

4.1 {K:EAMEB

CRFSTERE PR IR B34 1 3 0] et 2 v b S e
TEH . W78 & B4° CAR iR 8 7] 55 5 0L g I+ AR A
i 2F Fh CRF4321K /K35 0, i ohJm ik B0EAE, F
Ja YR TR A RIE KT, Ui IR 5 3 CRF43R 1A 1]
TE 55 I (8] Py B SR AE ) (A TR 2 1 . 3 — 2D i K
i, 5E AL, 4°C M4 N CRF4d R IEAE R
KRR R, s R IE s, R R
i 52V, T crf4 s ok 93 788 R oAt B R0URK, &0 1)
AFI5 300 3 PR (Zwack®52016a). CBF1 (C-repeat
binding factor 1), CBF2, CBF3. ICEl (inducer of
cbf expression 1)FIH11% & KICOR15a2 HEYIA 55
B ) ALy, crf4 AR CBFI. CBF2.
CBF3. CORI15a%i5 Fif, MICE1 Ak, Rk
CRF434 58 COR15ak R ) ¥ s KV (Zwack%§
2016a). crf4RAARFIERIE R CBFMCORI S5a
FERRIEKFRAEVRBN, BRCRFAS5AES
WA . CBFsFICORI5a% 45 GCC boxTit,
CRF4E {7l 5GCC box o 45 & i H &Ik, M
CRF4J5 37 X 43¢ CRT/DRE st {4, tH 71 HCBF
s R 7 B #E AR (Weirauch%5:2014) . i BHCRF47E
ICE1-CBF{& &AM NS 53 Mia i

% CRF44F, CRF2HICRF3% 5 i * IR i
THMKAEKKE. CRF2, CRF4, CRF6.
CRF7FICRF11J8 ¥ X &4 DRE/CRTIGAE, ifi
CRF2. CRF3. CRF5. CRF6H ¢4 ABRETGI:,
T2 AL R 2 e AHE N CRF2 A CRF3 1] R Ji i
ANRIIAE AL 2 5 i ag e 3 (Compton5$2012)
W R IA°CARIR AL FE6 h)5, CRF3FICRF41ERL S
TrEF AR R W R 825 5, 1 CRFOUAER H FiER
ik, Hik S ERiER A S CRF3H CRF4A— 3 (Comp-
ton%$2012). SEFAERHILL, crf2flerf3 98 PRTE
IR T R H AR R LG R K EIR, Mierf2erf3
KUGRAER G erf2 Mlerf3 B AR AR L, AR 25 B 5
k. &, CRF2B{CRF3id 31k 5 SUMAR %5 B 14
fn(Jeon%52016). TCSIHE I D g 2k 58 AR 74
ahk2ahk3. ahp2ahp3ahp5Vh FarrlarrlOarri2H,
CRF2XJ I et oy 2 UM R B AG, i3 — 2D o b

IMARRI. ARRIOFIARRI2S H B T X 4 &
s & BB CRF2INERZE . REMIAE T
CRF3MRIEAZTCSAE T It RAZ B0, i B
CRF 30 B AR 5 3 5 TCS T % (JeonZ52016).
1, CRF2F1CRF3 73 5l 38 3 Mt §- TCS AN T
TCS AL M B AR IR P o
4.2 | LimE

2 A a 1557 A, AT
A M, D] MR ) 24 R SR AT K S R 3 1 R
HAFZROCHE, Mhaskh T, MYy nld gk
147475 (mitochondrial retrograde regulation, MRR)
AN K G S, BRNERERAERE. B
TEH, SRR T E A (mitochondrial dysfunction,
MD)i% § CRF6%%1%, CRF65MDM (mitochondrial
dysfunction motif) i = FH 7o it A= AR BLAT H,
TSR AE I SE A B A 52 M (De Clercq®5:2013).
BEAN, LRI B A 77 15 3R A (antimycin A)
TRATJE 45 &5 5K TNACO017 (NAC domain-con-
taining proteinl7) 8 ¥ e T4z N, 5 CRFS
MICRFOMI R BN T4 6, WodH LR (Ng52013). &
WJCRFSHMICRF6 K L T~ i 48 5 DX AT G ££ 1 18 75 =
(R ZRLAAR Ty e PG B A FH o Zwack%5(2016b)
WEFE R B, 55 AR AR B, AL IE R erfo RARAE
ML REIACER RS, M E R & 2K, midR
ILCRF6W R IR S o %A1t HL O, 1) B A R Fll erfs
RAL IR REAT ¥ S AL 50 Hr, K ILCRF 64101 il - g
ARRG6. ARR9. ARRII. LOG7 (lonely guy 7)Fl
ABCGI41FKIE, IR KL Ty e 2k A2 14 1) 2
5id FRIECRFOEY) AL . CRF6T] [ E 2 84 (7] 4%
R AR P S A, BB P2 AT S 06 UE W) CRF6 HL 4%
5 ARRGJH 5T X GCCH(AGCCGCO)4 A, i 53t
i 5 PR B3 A T 5% R (Zwack552016b) . W]
CRF6 171 1 #25 CK i I 5 [K] ) R ik, M~ 3 CK 5 AL
JRIR L 7 2 [ ER B R o

AN CRFs X g v 2 R HLAI A7 AE — 38 22 57 o
Shi%E (2014 7 K ILSICRFIFSICRF21EZE hhi T
M AR ZE ORI S g A e R SR IA,
AL, JEEAEM IR AR LS H L 2
F#IE . RIKEH,0, (10 mmol- L) &3 iR
SICRF2133%, (BEAE MR 5 SICRFI3RIE
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(Shi%52014). [EFREK), SICRF3FISICRFS{EZ e
FEAVETE S B P RIS YEAAAAE I B 2 5 . AhiE
BAfE#E . 25, MHRSICRESIIFR X, TMSICRF3{X
FEM i i %0k (GuptaZE2014) . A1itiH,O, [F] i
PR SICRF3RISICRFS i3k, M F
T . SlerfSTRATRIEMRM A ERAEKHM
AR B & 284k . W] WL, SICRF3MSICRFS &%
S R B R T CRE R 38 A 55 R 7
FE IR T(GuptaZs2014) . %ilt, Melton%4(2019)
TE2 BHEY) Marshallia caespitosa™ K I McCRF1
TEAR AN ZE A 2 52 S AL i AICK R 25 5, B2
HHRIE KT B3 = TR, B /R CRFSTE 2 R )4
A 3 7 R Dy e LR ST A
4.3 FHime

CRF LRI CRE27E A 4 5 Joly 36 v )& o e 2 5
YER . ZERLEGIT T, CREIFICRF2IE B — AN 3, 3%
CKiFEF HRIE . IEWKMET, erfiflerf2 L5878
PR CKFRIE K FAHEL, TiNaCIALHE J5 B A= Y Rl erfl
RAKRICKACE T =, Merf2 98 ki FEAR . crfl
Fllerf2 B o8 B A LR T AR 1 B 3 i 6 RGN
# (Keshishian 2018). B CRF1FCRF2H] ¢ 611
PSR ER AN S, CRF1ELCRF2T)) g i 2 1w
i s . AT RN (Tamarix hispida)
ERF# 3[R 1MV 2H % A ThCRF 12 55 i 36 i 7 3
5, et i1 Sy L UTE 73 B R I ThCRFA] 5 TTG.
DREMIGCC-box25 JefF4t & o X ThCRF I FRIAEAN
RNATERE AR BEAT HL A7 12 U &0 52 FEvans 1
Jeta /3 Mt R I, 1 ik ThCRF IV % 2% 32wt 2h 1k,
A ThCRF1 RNAGPTER M R 25 1 5 2 P (Qin
42017). #t—D L8R W, ThCRF1#5 5 P5CS (pyr-
roline-5-carboxylate synthetase). TPS (trehalose-6-
phosphate synthase). TPP (trehalose-6-phosphate
phosphatase). SODFIPODZwD 3 K] (1) 1A, w4
P H i SR AN I B &, I SODAIPODYE 14
(Qin%52017). X% B ThCRF 138 ik 384 9 5 i A1 I
LRI ED G BRI IBE S, Eid g 5 SODA
PODYEMERIBUA G M SAIH BRAE /7, 3G R RS 3
SR T4 ca

Li%5(2017)7E46 M= (Brassica oleracea var.
botrytis) 1 &I CRF2a. CRF4afICRF6a%: 5%

JE2Eit, 200 mmol- L' NaClkb#4 hj5 CRF2a3
ISP b, FETE8~24 hN R, i CRF4a
MICRF6aFIEKNAE 2T m#ass . th4oh, CRF2af]
CRF6aFIEMZ T EMBES. EWEKEGT,
FH LGB A2 8 3 835 CRF2a 40 5 I He bk 2 28 G 22
%, 200 mmol-L™" NaCIkb#E5~11 dJi5, 3L FRiXCRF2a
AL AR 2 0 HE A 55R  Tif  , 17 BEF A 7R 3 30 I B
Wy VEMREZE(Li%52017), B CRF2afE £ i i
N EEEH . Ak, FAESICRFI, SICRF4FN
SICRFG6TE 5B 1 F13 hjg Rk /K P23 Fif, i
SICRF2. SICRF5MISICRF7{ % /b &% S (Shi%%k
2012). LiuZFQOI13)MH IR SE R R H %558 T
214~BrCRFs, BrCRF5# LL At CRFs X} 5 filpie 58 0
B, 200 mmol-L” NaCl4bFE8 h/f5 ik AKF 54 0
704, M BrCRF10FIBrCRF12~183 3% 523, 281
CRFsH] il i 2 4 15 5 M 2% 2 5 IS 2
TELIE N
4.4 F A

BB R EKKE LR, Ak
DAL 2 PE I T AT kg . CKARITANG S 1%
SHENFHZEZTIMER, 5455 M5 CKhFE
W ZF MR K B (Guafs2018). B 5T K AR
CREX 2000 B R I 4H 2 S vk, SR TR AR I 28
CRF3. CRF4. CRF1135%} %0 MUK, M CREL.
CRF2., CRF5. CRF6. CRFI10MICRF1I{{ZE % h
LI UK (ZwackZ52016a). fKEIIE T, CRE6H!
CRF7 %5, CRF2. CRFS. CRFIOFICRFI2F
WL, CRFI. CRF3FICRFIIN| 58 E AWK
J& 4 % (Ramireddy%52014), 0] I, CRFs7E Z M M
MCKAE 5 HAETT T RA BT EM .

Varala%§(2018) 2 T[] (1 20 U 2 9 28 43 47 i
NCRF4AZ 505 5 M B 1) HE A 42 R, 78 s s
FRHEP P PLHFE S . SNZ (schnarchzapfen) fICDF1

SNZ i /EH, M CDF 1 [R] i 47 4 i0E s il 4
o Zh&Z MM, CRF45SNZFICDF1 ) [A 4%
KELI54% BB MM AN R IE Y . RF IR
1, CRF4I2 2 31| i B2 £h 4% 12 R INRT2.1 (nitrate
transporter 2.1)4fi%%E K] [1) 4% 3% (Varala%$2018) . 1E
i, CRFAN] 5% A8 L1 45 A R IEE L, TR
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CRF4VHFE I IR 3 R SCAAR I K B I A2, b 3R
1K CREAFEMONS AF TR 3 PR R USC RE 0 98055, 1B
AW /D (Varala2%2018) . fCRF4RIEE 5 M 2%
#H4TTARGTE (transient assay reporting genome-
wide effects of transcription factors)43 41, #E— i
SE 1 CRFALEFL ) mi B ot S g A ], CRF4 5
GATA17. NAP, HYH. MYB34, bHLHI112%§5%}
R NAH R s R 1 AR, [t 1587%[¥ CRF4
7] 2413 [H] (Brooks%52019)..

ToHLIERR #h 1 AT Mt AR A ™ T 1)
FHRIER, e T AEAE AW R SOR A B0 adk
MLl A Py e /1 {6 . Ramaiah®5:(2014) & B
RE % V5 LR I CRES[RI R IL N AtERF 07 03K 3%,
AtERFO70F K D e S AL BEMIAR K 7, 18 9 AR 200
TR ICRNAR R o 1T RIS AtERF70%)) 1 () EAR K
FEAMMAR S b, MR B IEIR, /N, Shit
GAPWREFLIER R AL BE— 350 KILAtERF070
2 51071 ACP5 (acid phosphatase 5). PHTI; 1 (phos-
phate transporter 1;1). IPSI (induced by phosphate
starvation 1) RNSI (ribonucleasel )51 22 BRI
J.(Pi starvation-responsive, PSR)JE K| ({615, PLAERF
BEBNAT1 .

5 CRFs54% 488

CRFs7E A1y iy 2w J97 H [ 45 4% 28 22 (1 4R
H . 908 B K% (salicylic acid, SA)W S PH
TGA35PRI (pathogenesis related 1)J3 5l Tas-1
(activation sequence V)AL S, FEM#HZECK
Wi 1 15 A ARR2IE B sk 64, 3 Mt
T DR () 2, B AR 58T AR 5 0 B (Pseu-
domonas syringae pv. tomato DC3000, Pst DC3000)
P, Wi B CKAT 5 S A [ 18 5 H 4 () % 9% Th
Ao RPN R T — DG SRS A S HI AT
J53 4 (Choi%%2010).

WFF I, CKAHE L K BB ARRs (type-B
ARRS) 177 R S CRF 255 | #2145 (Rashottes
2006), HEFARIA L, o RIXCRF2UEHEFEZ A K
FENSAGI2MSAG I 3HIFR L, I AU g 7 3% J3E A
M52, [N EIHSARNZIEKIPRI. PR2FIPRSH)
FikKF, FEERRR Pst DC3000 TP (Kwon

2016). SR, 40 KR ¥ 40 B 55 R Nah G111
ARR2[)RIE T AT MARRS, #3109 55 i R ik
CRE2MRRIPUR R . WISATIIEARR2, L
WCRF2[MFRIEIK-, i — 4 R SAKF, NI TE
AN 1E s Al B (Kwon 2016). HE 7~ CRF2 1] fE
HRKER(SAV I AEYD & B, 51K H 5 G2 SN
M. AN, AR TR IE S A G T CKI Y,
Bk CRF2W#IN 223k, FHAESA &4 A 3 & %
PN o IR 251, CKATIKA T ARRs /1 5
(7 £ AL 38 R 4 6 I 45 SAK R L K () R IA, 4
0O B 9 IR A ) 2 Bk (Argueso®$2012). [AlFE,
CRFSTERURE AR 250 M. fERI s £
1k, CRESH] REAE N B0E R 2 5500 [ M, i
FIECRF5#EFF PRI, PR2. PR3, PR4FIPRS5
S0 FEAH DG FE R 1 A R aE, H8 AR AR 7 SR A Pt
DC3000/ 47 P£(Liang%52010).

6 RE

CRESTEREDN T IZAFTE, crf RV TR B
RAWE R LAEBYE. A, REReREd
T A (0 E R AEAE R, SR H AT AH ST 7L 2 SR R
FREEIT T b, 6K, e
TRV 2 BRI 7 AL T 25 FOR A,
B B K B AR AR ) 356 DR A 5080 SR R IR A B A A, R
BURANEYICRF s [FIFFE DR (1) 7 1 FH 4 8 T A i 75 0
5, ik — 5 BN CRFs 72 R AP0 (1 4= 12 Th g
BEE A, MK I RR TR CRFsIE I 2 5 14
F R Z 0 0, RIS erf D BB 4 &
AR K, 2R IR AR AR
BE—2Bnag . BRAk, SRR A R4 CRETR) 5 2
IR Th e A7 75 B 2 22 5, A OC 2 A AL B 45 T
Fo HORRZ BT R /RCRFsVE N EZ 1555
FAEAE IS5 A ) 87 A G BRAE H, (RHAEANTR]
L FTE W AT S 5 A& 1A A4 M &1, CRFs
BT hEEAK K. ABA. ET. GA. SA
SV 2 EYE S oA, X RCRFs SR
[P BEAFTEAR L 2 I FEAR, BE 5CRFsZ
() e iy [F) 2 5 8 4 R 0 A K R B BB I 35 Y
W FEA SR /b, CRF s I ik WR & o ] 43 Bl ¥R AR 7
CKXUTLE 5 R G RKIEME AR . AX
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CRFsIVF 2 B 1 45 SRAB 15 AR N B2 FE 4,
B2 YICRFsEICE1-CBFA 5 5 & 1% H i fa] v &
FEAEH, CKIE 5 @42 Ff ARRs 5 CRFs i) & A4
HAE. U CRESIRIEPINKIZRIL, #EHI A KR
(2, X —ERPLER BT Z A T H AR
Al KB S I6E, CRFs 5PINE R A& 5
IKFESEAEI IR B B IR TR 2 — I R (1A 58 T
fE. BAh, CRESHIETLFE IR N E TR AE KL
NAEFEAK, 485 T A E B, SR AL g R K
Fa N SRS AR EY G A AR = R B
BRI RN . ARG REE R T TAE R WTR N, CRFs
B SR IR 10 AR 0 2 Th e 0 K 43 BRI B AT, MK
N A KR B RIS IR LS 2 O EE SR
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Advances in the regulation of plant growth and development by
cytokinin response factor

YANG Lei, HONG Lin’, WANG Wu, YANG Haijian
Fruit Research Institute, Chongqing Academy of Agricultural Sciences, Chongqing 401329, China

Abstract: Cytokinin response factors (CRFs) are plant specific transcription factors, belonging to the AP2/ERF
family of subgroup members. CRFs plays a role in the branch of cytokinin binomial signaling pathway. Recent
studies have shown that CRFs is involved in plant embryo formation, seed development, root growth and leaf
senescence, and plays an important regulatory role in response to stress such as low temperature, oxidation and
salt. This paper briefly introduces the characteristics of CRFs transcription factors and their role in cytokinin
signaling pathway, and focuses on the research progress in the regulation of plant growth and development and
stress response by CRFs.
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