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Abstract
Genetic transformation is a key technology for gene functional analysis and molecular breeding.
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However, traditional tissue culture-dependent transformation systems in woody plants face core bot-
tlenecks, including difficulties in regeneration, strong genotype dependence, and low transformation
efficiency. The transcriptional activation complex formed by GROWTH-REGULATING FACTOR (GRF)
and GRF-INTERACTING FACTOR (GIF) plays a central role in regulating plant growth, development,
and regeneration capacity. In recent years, the GRF-GIF chimera system, as a universal morphogenic
regulator strategy, has significantly improved the regeneration and transformation efficiency of mul-
tiple plant species through overexpression of chimeric proteins, and has demonstrated important ap-
plication value in genetic transformation and gene editing of crops such as poplar, soybean, wheat,
and maize. This review systematically summarizes the structural characteristics and functional mech-
anisms of GRF and GIF genes, the molecular basis by which the GRF-GIF chimera system enhances
transformation efficiency, and its current application status in plant genetic transformation. Empha-
sis is placed on analyzing the preliminary exploration results and application potential of this system
in woody plants, along with prospects for future research directions, aiming to provide a theoretical
reference for breakthroughs in genetic transformation technology of woody plants.
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1. 5|8

TELPIE A% T Ak Ak 220 ST R R THRERRATT R0 207 B AR I B R R 6 o AR G A4 38 T 52 A4 e B 25 R 1
AR, WS A B R RV HARPEREEAT E 1 R, AR T B MR A, RSB A
Frid 37 MEEREY T, SCEAE 0.1% R e S AL A0 1], ARAHEMI AL I N .

& GEAR AR 38 4% e A BAR AR AT B A T B AR A S I H SR 28 42 [2] (3] RETEM IR A
ARAKEA) o O SO AR A T B (4] [5], AR 2 BOR ARV TG LA SRS P AR 1 R g Sr I A,
RAAEYA LI TR AR, 2 BURAE R FRT R LR35 S b = AR e IR s s SE TR R AR dt
5, [ AR R AR R R 2 R B AU RN AR R, KIS ARG S8k
M TCIE RAR S, fER R ISR, K (] B AR 77 2 T3 DNA H Bk /K 5038 B B Joe 130G, 3t
TSN FE AR R (0 R AR e PR (6] DRI, AR AR 2T I AR B 15 DA S A AR AL 88 A% 8 Ak [ L300

TR, GRF-GIF A 8 H R G 1R IR FEMAE P 38 A% e A S B2 4t 7 %7 g . AR K7
(GROWTH-REGULATING FACTOR, GRF)j& — W REA H 5 B 7 K, @it 5 GRF HAERF F(GRF-
INTERACTING FACTOR, GIF)JE B sKB0E S &9, 40 848 5 K 8 A R 3Rk [ 7). ¥
GRF 5 GIF @il & 1 g ik & 8 11 RS S 35 1 s A (0 P AR e )RR, e 2 P EY h R Il a1
(R TT5E[8] [9]. ASCERIR GRF-GIF A H RS DR & AL A b i N kg,
MR ZHARAE AR A Y I FEBUR 5 E R FNE, DA AR AR MY B L o R I 2% .

2. GRF 5 GIF EERNGH5ThEE
2.1. GRF #FE TSRS
GRF & — AT IR S IR T 500, |32 A7 E T N B B A0 1 e A AR [ 7). GRE 28 [0
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AT,

LA B RFAE 2 I N v 3 AN = RSP I S5 98 QLQ &5 #448(Gln-Leu-Gln-rich domain)f1 WRC 2514
B(Trp-Arg-Cys-rich domain). WRC &5 38t & BE 4B 2L P AL B S 5, B 57 5 3R IE R A 3l 7 =X
YER JCIFRE IR 255 QLQ S5t F GRF 15 GIF EAMAH AR, TERIhaett iR Bus 245
I[7] [10] [11].

GRF 2 [K]f{) 3214 5% microRNA miR396 ¥ 35 4% . miR396 181 BI 1] GRF 4 A sl ) HL ik
15 GRF IRIEKTF[12]. fEEBAR(Platanus spp.)+, %2 HIIFTH PaGRF 3 RN%&H Pa-miR396
BN 5, RIS T 7R PaGRFs 1E4)H i 335 K~ , T Pa-miR396b M 2 HLAH s i 2RI 1 12].
TEFU I I (Arabidopsis thaliana) L 3RIE Pa-miR396 2= 330 AR /INAR A, 21 o J&] HAH DG JE (R 8 /K7 I
TR X—HUREHLHZ4ERF GRF BEHOR#E M I S —— 4185 ¥ miR396 # s & rGRF-GIF
AR, GRF ¥ AR RGN, EE SR & 8am13] [14].

2.2. GIF R HFGEE FRIThEE

GIF (GRF-interacting factor)/& GRF & [ 46 s LS R 1, & A R0 SSXT &5k, N FEAM
FAHEAEH . GIF ilid 5 GRF ] QLQ SR &I Ui E A4, 145 GRF M s Bus st 15].

TR AP EEEH 3 4> PaGIF £H, BEEEXNRAZSLINIESE £ A PaGRF A 5 3 A PaGIF K
A AR EAR FH[12].GIF BRI R b Rk B35 Hif, $OR AN S S AR R e 5 8 5 R E[15].
GRF k¥l 5 GIF HBuE R F s se ks 264k, #EMiHSF SWI/SNF )i HBE 51,
YT T IR DR 1) R [16] 0 1252 A1) I8 I 18 28 240 e J) SO AR DG DR R 1 20 B 4 - AL DG BE IR R 0K, W ER 7
HTA 7R AR AL, TR EE B R4 [17] [18].

3. GRF-GIF 26 &R EEIIEEELPHRA

5T GRF 5 GIF M EAENLE], WFFREME T GRF-GIF k& & A, ¥ GRF 5 GIF HiZph&RiL,
SR SR B AR e MEANE I o i — P RO A SRS 2 AE GRF 1) miR396 #4751 5| N RAZ, #4% rGRF-
GIF (miR396-resistant GRF-GIF){ix 514, {# GRF # A bk miR396 B I4MH], Ml mik &
HIF R AKCE[13].

3.1. EEXEMPHINA

GRF-GIF #x & # Al I DU R AL A P AR S A 306 o W30 200 ) R DX ik R R4 i 4 4 A
FIERRIE, (Rt A GUENE[17]; fEAEY) F A2, GRF-GIF & 4438 ik 1 2 40 A 55 g A2 A 5 2k
R, 2 AMEAR I B AV RE15]: TEAS [FIIEHL 15 S5 b F vR S8 RE AR R IEAE S G 25 Tl 6t 81 R A i 1k«
#ik GRF-GIF kG A SME R B A FE NP, SR 5 Bk DR AR R N (8] S5 25 4 45 19]. H AT GRF-GIF &
T R G OAE 2 P AR AR B 535 0

B ARFE R e A R 5 RV & LA I EY) « 72 K (Glycine max)H, Zhao %[14]#& | GRF3-
GIF1 kA, I RIEZIR A WA A SR LU B 5y 2.74 % 8 9848 GmGRF3 £ [H 1) miR396b
YERIAL 53R 15 rGRF3-GIF1 AR, FEALRCR ARG R & 2RI i tH 4 4.67 5, ARG T K E sk
FEAR AR AL R B R AR MR, JLIR EHLHIAE T+ S8R SR A SOEE T P JR miR396 X ik &5 e S A 1)
BEfR, KIESETH T IhReE R ARSI RE, MMSRIEE N B A8 oe BN, b4 ik 7 2R A
WAL B G AR 2840 . rtGRF3-GIF1 5 CRISPR/Cas9 R4i4s 4, FERGmMEMEIRE T 33.32% [14], X
ETZ Tk A B N o AR 23T T A MR 4EREAE A, i SRR A T S A A A, PR TR
AR A () [ 52 R o AE T K (Zea mays)H, ZmGRF1-ZmGIF1 #4145 = T #dk 24t pVS1-VIR2 BEH, fdid%
WERM 2.3% B ERTH A 8.1%, [N SZHL T M%) CRISPR/Cas9 /S HIFE R 4dE[20], HALHIETZE &
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PIEFAN R T FKIE A GIF FEVEA & S B0 s aE BRI, 8 I - 18 4H 1f o5 2w 22 D% 286 Al o 7 A 1
5 pVSI-VIR2 = e#ik RGBH G, HUHI LR T “idik - B4 - BA” MR S—— = o ik g
T T-DNA HENTE FAAIRE, i GRF-GIF WIN#E 784 5 A 25 2R R R, P Rt [H
SR T EOKIE AL IR 1, EHE R E R AR KR B T R .

R — R 7 Re BFR, g 2 BRI R SRS L SRS o 16/ N2 (Triticum aestivum)H, Zhou %5[21]
KI GRF-GIF 5 BBM-WUS H &8 7] B E S m A 80, IS 7Bk E — P I RO 3. R =ML
AT R R AE A A S E A ThARE H 4. GRE-GIF i 58T 245 OO 7 (0 7 A2 4L 200 5 40 i J 3
HEFE, T BBM-WUS W5 7 3R S A4 i [ A iy R A2 38 A% 16 A8 s 3 B (0 i S 3% 2 T « R 37
5 AR BT TR E AN, PR TN AT 2 ARG . TR A il (Dendrobium
catenatum)", WEFEE BRI T R H/NE K TaGRF4-GIF1 AR E 2% 41 i H 5 1) DcGRF4-GIF1 &
W, PIE YRR EIRT R A AR 3P miR396 BN AR HE— B HR P AR AR, T
miR396 [{IFEARELLY) MIM396 AMY AE (e itk ZE FAE, IR BRI oI AR A= K [22], HAMLHBIIR R ER & T 2 RHE
VIARE () FF A A R ik B RN A L I8 e R IR AR S, B TR S R R A A AR K 1T
S 3 IR Th RERFF 78 5 B

AR A RIS 25 S R AT PR SRS o 75 3& AN (Solanum lycopersicum), FAEEIRRFEE
WAL AL B E A % . Swinnen Z5[19]8% T SIGRF4c-SIGIFla i & & A, 5/ # LR & R K RUBY
LA, G5 R T IORFIEMR A VRIS ME A AR 2R RO B HEIEN 1.8 %, SR1G L S R AR I [ 448 2 1 A
H, FAEZRN T%RTHE 13%, ZRIHUEIAAE T A Ao i i 0S40 i & #1248 (i CYCD) I
A YURERE N R IE, KIS T A H LA E g #8223, sl 7 40 i 58 4 A 1 7 7%
12 RR . B+ FAeRN BRSSO (Brassica rapa var. utilis) ™, KR FTE K599 #:77 AtGRF5-AtGIF1 #k
ERIE B IR, A OE5ES L 20.17%, FHTEEALERIE 17.69% [23], 1% ik& ki@ 58k
THAE R A S 5, R T RN AL SE My 3G 0 Fe e PR AR QE B AT R 2, TR “ Rt S i ald:
R R BT BEERF T WA AR ST R

3.2. EAXEYPNNIREENAES

GRF-GIF RGEARREY WAL TR B, HEMAZREAR, (BCGYPERE NG
FEBLE [ Bl

FERMERARAE YT, GRF-GIF &SR N IEEZ PR, OFRYIEFRRY], GRF-GIF &
EE AEW RIS (Eucalyptus spp.) [PE AL Fe A R I H S TH 3 A0 803 (0038 70 (24, {HEE X 2 B ERE
RAER M RGEHTA TGP ATV T2 AN SR S, S AL BRI 77
SKIGNIEY], GRFE-GIF R4t 0T RA B ve iR IR BR . Ak A0 R I EERe e, i OR A 18 AR 4k
PRSI L 1Y) P A DR A 5 2 DR R AR 55 1) R A 1 R B BB A o

B GRF-GIF k&8 AR AR A 1) LA BOR A 787, AHAH SR & 19 3 57 1EAE s
1E 1= 5 (Sorghum bicolor)¥', Butler %5[25]F| ] GRF4-GIF1 il 85 (3R 43.2% + 2.9% MM @15 40 2055
TR, AWM ERAEIE Bbm/Wus2 JGRUCRIE R E 79.2% + 2.5%. BEIRERNEARNEY), (HILEFF]
RS R AT R 3R THAE AL A P AE AR SRS, fET77508 FONRAE e fit 7 HE %,

AL, KIREATEN SRR T RE DL PR PR T mAEARE R, N GRF-GIF 2%t
I BB T IR A AT & o % RGAEMHE(Citrus spp.) [26]~ 2 B (Eucalyptus urophylla x E. grandis)
[27]~ ZE8i(Litchi chinensis) [28]« TR (Mangifera indica) [29)35 AR A FM H 8 AL 5 A0 245 2 5604F . GRF-GIF
A E A 5 N B — PSR IX A R (P RGN, T A A 0T 2ok IR 8 ) 4R e R 1
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33. SEEGESEARANESNHA

GRF-GIF R4t LRI 2 FE R gm R 2R, o BROWE 36 AU AR P 1) 56 TR A RSB R A1 17 A R U T 2
W9t %M, GRF-GIF #:4 5 CRISPR/Cas9 F 4045 & nl i 35 1 i 4B 0K

Zhao Z5[14)#6 K542l 7 rGRF3-GIF1 5 CRISPR/Cas9 PRI, i RCLitE T 33.32%.
Vandeputte Z5[20]17F E KK E T ZmGRF1-ZmGIF1 kA 145 CRISPR/Cas9 (154 %501 . 76 = 42 7, Butler
SE[25]FIFH GRF4-GIF1 five & E &R TR EAHLNFE SR, R T S5HREH%E RS &M
P

IE4h, GRE-GIF RG] 5 KA H M5 RNA Jothgh &, SCHlJ0 8 JE KR 28 1 3L [ 4% 85 . Duan
L3014 H A R IR AT B AR &R, L RIA B R g 4 53, 81 (RNA RAUF I KB 5 5%
RIS K 5y, TR S AR A AU S L R i, SR 23RN /MR DNA F B 1) G 4 A
Mo IX— SRR AR IR AE T — SR8 /MR DNA B & (1 22 4 5 5L R 2R 4%

4. GRF-GIF &I SRR

R GRF-GIF i & 5 A RYE L R AV b B B2 R 2 e 1, (B N R RIE R B
VAP, N FHATS T i o i AR e ) )R PR

REBZHNEENWER . AWM RER T HER 7% TIEE A KK E, GRF-GIF KR4GFAGIFh. #
IR, AR E B A R 5 R B 2 R S —— /22 Hh GRFA-GIFL B2 BRI AT & HL G I
REGRMEB1]; FKF ZmGRF1-ZmGIF1 R IEX R A KT 252 [20]. HERAEE T, BIERHX
AR ZM. WEIFH, GRF 5 GIF BRE SMEMSEMEZE K E b R IExEEH, miR396 XL S
# GRF-GIF E &8/, 3t B il G5y R GURIAE 25 TR L 10 70 1 BEAR MO VAT i, e S 30T s e
e ARG, GIF R = R R R =4 7 Rm e [32]. 7EMNMES, GRF-GIF B ERKIAE “ 2
16”7 R (— P FEACHTTEANICE KK B B2 i) 2 VA G331 MeAt, s DB B B DR 46 N I g 1iE 52 W] 5
RAFREERRE R XEEERMAAEE, ERS T RBERAE P i BN .

FEDRI ARG B TR AR N8 o 12 R G0 TR AR Ny “F Tl R RO, (R SERBRTS LT 2 02 “ iR
MEE “WRHEFR” o E5E T, R GRF-GIF &8 F Re e - B AR BRI R R B 56 B 2 AN B DR 2 (1 P AR 2
B, AEAS [ 25 DR 28 2 ) P 38 250 R R Y —[34].

wHHRSHRIEAENE RN, GRF-GIF f& & A MEH 2 E LRSI, vk, R
GRF-GIF il & 8 AR RSP T kil , AHAEF A 20 (0 B AR BUKSF I Y B IR, $RR vl REAF1E
WP R KPR R H[31]. rGRF-GIF (miR396 Hith RAR ) BAl #i 4 m i A F B2, (H A B Al O ~F (1)
miRNA % T REf IR PIRFA, A RAETUEIRN. . BeAt, ASFEPFH YR GRF 5 GIF RIAKE. B
TEM 2 2R BE, HEEHNAREHETRSRA—, FE B EEY T ERIA33].

L LR, GRF-GIF R4 FAER TR e M RIA TR . 81 A 8 PR v T 428 2 5 LAt P A R -1 1
[ O A1 S5 7 T T RE R ANHIE AL, DABATE LRI i 25 A 1 (R B B e 7 e, 30 0 A SR 5 7 1) S s 6
W o
5. BiLE5RE

GRF-GIF #k&HEH RGEERANEY) T ORI 8 0 B AR 5 R A RUR, (BAEARREYI T
WHIC AL TR I B . 12 R G OE 40 M S AR R R R . (R AR AR E SRR R
P DR 2R PR A S AL, SR T TR AR SRR, FRIE 2 M AR D) B 5 % CRISPR/Cas9
BRI gEARR . RE LRGN AR SR A b CY8 B IRTH A RCR TS /), (B 2
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HARBE AR AT RS TN T A R KRS B FR AR AR Y 5 fE GRF 1 GIF [FlJREER, %
5E FLI 3 RIA I L miR396 HEA AT, MEYIFHER 1) miR396 HitE Bl A4 1EMILEE B, ¥ixRA S
RIRRFF N T I AR B AR RIR RS, 5% CDB Ml RAPID 58 R s mg, @i Wi,
BRI YA IR AAE AL 65 BT, 25600 Bk L 9K Ik 558 Bkt 753X, 193 [ CRISPR/Cas9
SN GmBHA, HESIARAEY HARMER ST R UhAh, FIFRESI RNA SO SEIT0 5% 56 IR R 1) i (4]
YR N, AR A OO R R e A VE R . 25 B ATIR, GRE-GIF A 8 R GurE v 2 R B AR
AR RIA . SR A R AR DT T AR B, A A AR AR a8 R B R R S AT . B
FHARAFEY)FIE GRF-GIF A5EHL 1 5 b %5 « AR5 51 i R A DL 2 5 R R g R B AR R B R A AL 20
HEE, % R GUKG BN T A ARE DAL F AN IR 26 & B P oy T B P R E R T A

E&WMAE
IR A S B BRI 9T 42 (2025A1515010648)
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