T Y2£4% Chinese Bulletin of Botany 2023, 58 (6): 982-997, www.chinbullbotany.com

doi: 10.11983/CBB22216

- ERIRIE -

EHISPLEE REFRE M INREM R R

ot Ao 1,2 % 1,2 1,2 3 w23 g1, 28
BEiES, RS S, EAAMS, RELSC, FkY
VEERM R SRR %, W 350002; HE RS, mEARVESTRES
A PR E RS, FRM 350002; S AR MO AR 2B, MM 350002

WE  SPLZHEWA KK T, HEA S PR — Bl 2848 45 MR € 0 Fr 51K RO i FE R <7 1O SBP 45 44
R, 2 HSPLIL I e sk 321k 52 microRNASBI U2 . 123045 & AT SPLeFE k[N 7 Wk FU ik fg, b HAE M) AL KA 7 A
B A5 T T (R AR S REEAT 4738, JF X SPLsHIMT FUAT St AT R &

XBE  EYAEKKE, SPL, Fk BT, W

BEWR, B, WE, 88, BYL, I (2023). WEYSPLE K T EMThASTI st . Y51k 58, 982-997.

SPL (SQUAMOSA promoter binding protein-
like) & — 3T IZAFAE T S (i) b B B s ) 1 (tran-
scription factor). 19924F, Huijser:(1992) & X )\ 4 11
EL(Antirrhinum majus){E/7 s 225 K, Hgmhs
P S MADS-BOX 4 f ek, fig 5 & i 550 A 41 21
KB K SQUAMOSAM & 3l T4 e tE 45 &, w4
4 SQUAMOSA Ji 3 -1 45 & & H (SQUAMOSA  pro-
moter binding protein, SBP), & % fith 3 [X 4 7% A
SBP1F1SBP2. 19974, CardonZ(1997) \#1F4 7T (Ara-
bidopsis thaliana) ' & #L7 1> SBP-BOXHE A, 435l fiv
4 NAISPL1-AtSPL7 (SQUAMOSA PROMOTER BIN-
DING PROTEIN-LIKE, SPL). 4%, WF7TA R bGisE
TEAS [FAEY) v B R B I SPLIE A, R INSPLFL 5%
KT 5EMAEK KT REME S E IR, HEE
I B A8 S S HR R A% T LR TR 6 ETSPLA S A
TR R R LA S o3 TR S A D R AR 7T,
H & 51 & E N AN )12 K1E(Gou et al., 2011;
Yuetal, 2015). FETitl, ASCEEEITAFEREIAHRITTT
BCR, X SPLEE SN g fgrett . Fak iy L%
VI DIRESE AT LR, I el s T R 2.

1 SPLEZFRETFRIGSH4F
LR T AR R AMERIR T, 2 2R b g 5 SR
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5% Lk 5 BOBAE oo 2 &, b e B 2
DRI 25 5 TR B 1) 55 4% i) DA — 5 8 B R I 1) 2 1 4
(Schwechheimer et al., 1998; Riechmann and Rat-
cliffe, 2000).

SPL# s K 1 45 14 A 7 — B 21801 24 R ik
M EERT A, FRONSBPE . iR b
®W], SBPAKIE A2 A e 45 by, 584
PP ER A AR, FANAERRES IS T
454, A Zn-1 (Cys-Cys-Cys-His Cys-Cys-
Cys-Cys)LL &2 Zn-2 (Cys-Cys-His-Cys) (Yamasaki et
al., 2004). SBPZ WM Ct &1 ML e G
(nuclear localization signal, NLS)%1), H:52Zn-245#)
JFHFAER 7 S, Ben| FSPLF R Tk N4HifutZ, it
MR MEERFRIA . [FRF, SBPES ka5 & =
ML TNCGTACAAR 8l 145 &, HrhGTACHHIZ L
F¥%1|(Birkenbihl et al., 2005). M4k, #7r SPLE;H
T HE 1A AR ST I microRNALS6 1R i 7 5, 7
#8243 W2 45 microRNA529/5351R 5417 15 (Rhoades et
al., 2002), IX&SPLAE:R ¥ 5 fa i E 207 .

2 SPLEZRAFHFIEFE

B I ZRIE AT AE 2N KP BET, WSk, sk
Ja s WL E. H TR T L BRI SPL
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e R TR R SR KIS (). b, S micro-
RNA15645 & FF [l SPLEL 5% 7= A I mRNACH 32 2i&
1% microRNA156 s VIEML 7+ R I, —KEEZH
20 KZ TR (AR G D B BE RNAF 71, 45 M9 35 9 AR =T,
BE AR 5 P R I RR 1 SPLL %7 A4 I mRNAJT 41, Jil
I BT R R mRNA F B A A B 1R B (Jones-
Rhoades et al., 2006). H Aj#fF 7 &8, 75l IT 1
17ASPLERH, H114-SPLITF 41 A microRNA-

W EEHESE: Y SPL Hek AT HIZAEI DI REWT FC kR 983

15611 HIN7 15, fE/KFE(Oryza sativa)if) 194 SPLE: A
th, H129SPLF ) B A microRNALS6R HI A7 . 1
4k, E(Sorghum bicolor). TK(Zea mays). #/R
(Cucumis sativus). HiIE# (Panicum virgatum)Hi%
%] (Vitis vinifera) #1435l 10. 19, 11, 21F1124-SPL
K49, 4 microRNA1561H 747 /5 (Rhoades et al.,
2002; Schwab et al., 2005; Bonnet et al., 2010; Dai
and Zhao, 2011; Hou et al., 2013; Wu et al., 2016),

MIRNAZE K

NWX\ (microRNA156/1571529/535)

2 NLS \
\ -{:EF:I— /
N ol Il
SBP i 5 ;
(SPLs) microRNA 3
1156/157/529/535%%&,@ \ osh
pre-miRNA
mRNA '\‘ ‘n"'\ ‘l"'\ (microRNA156/157/529/535)
T et (8
5'3'
4 A%
pre-miRNA
(microRNA156/157/529/535)
mRNA I“‘ “‘lli“. “‘m\‘ 5!l
/ i} /
/ o,
3
RISC /
E E .I‘ I‘“.‘l “'nk\ l
! W ~ _Ll-luulu—
Y || {11 «— 3 5' 5 3" mi
0 ' —rmmr 3 miRNA
3'"RISC 5 miRNA
(micro156/157/529/535)
lﬁ%f% RS
L.“l."'l \ ‘I‘“l‘
(LY S WIS
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v N 255@‘55_

1  MicroRNAXTSPLsHE [ [ F 1% & K
SBP: SQUAMOSA G # T4 & A; NLS: #ZEN1E5; RISC: RNAE SR E &1k

Figure 1 Schematic diagram of transcriptional regulation of SPLs by microRNA
SBP: SQUAMOSA promoter binding protein; NLS: Nuclear localization signal; RISC: RNA-induced silencing complex
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A J.microRNA156 7E SPL3E [K i Hp & 4% B B2 4
£ H . Gandikota% (2007) %} L #5 7+ AtSPL3 3 [A] 1)
microRNA156 R il {7 s 3547 RAZ, R 3T AL AE bk
AtSPL3[14% 7K 24425, TimicroRNALS6 1) & &
5y e AR 2 fAEC, BE{EmicroRNALS6YE 4
2SI HPLE #3EA(Cheng et al., 2021), AHL
% H(AT-hook motif nuclear localized) ] LA it 42 /&
microRNA156/157 1) % iA & # il SPL i1 mRNA#H 1%
(Rahimi et al., 2022). 3 fi(Solanum lycopersicum)
fISISPL13 5 35S-microRNA156a 14 75 5# I £ ik &
b 3L RIARS, SISPL13EE K& & T b R BAK/KF
(Cui et al., 2020). /KFEOSSPL14A] i 4% /K FEf 43 4,
24 OsSPL14%E [A f#) microRNA156 1 il 17 4 & 4
L SR, K AEAR I A A AR 2 2 (Miura et al.,
2010; Jiao et al., 2010). 7EHH17#(Citrus reticulata),
microRNA156/SP LAk 4 if 2 H1 A 4 21 24 ) 44 40 i
JERG & 4 (Long et al., 2018). Yun%§(2022)7F K&
(Glycine max) & Hi, microRNA156fE B 45 & IF 5%
fEGMSPLOdIMRNA B, HE M 7 4% K 5 4508

1 T microRNA529 7 51 7£ it 44, | 55 microRNA-
156 YIAHOE, JUHAERE ARG 1) 7 S AR RE 3 o
DAL, 7038 23 SPL A [R] (1) ik 52 F microRNA529 1
#%(Morea et al., 2016). /KFEOsSPL2. OsSPL14f!
OsSPL17{EFE R )7 1% 52 microRNA529a i 1, M
A T K FE AR £ 4 (Yue et al., 2017). Hi%k(Mar-
chantia polymorpha) microRNA529% ik Ht 2k 2 5
FMpSPL2J) 1k F FE 4 iy, 3k 1 ook kN 77
A= K ) AR B A K R #5 AR (Tsuzuki et al., 2019). A,
K FEmicroRNAS35 1] i i # [ 1) FOsSPLA [ mRNA
JFHI, FEIKOsSPLAEE F AR 8, 11 1E 1 4% KR8 4y
BE, SONTKRE S AR R, S BUE AR I 5 K
i PEIR (Zhang et al., 2022).

3 SPLERETFHIEIFIIAE

31 ATEMEKES

HPAEKRE R ANERORGEY LTS RE, 2
— RYNEER IR IE A, I KERRENTFS
5. SPLEFHFRER L P2 —, LTS5
AMEH BN A KR E I FE(FR) . XuE(2016) T 7L K0,
AtSPL2. AtSPL9. AtSPL10. AtSPL11. AtSPL13#I

ALSPLA 5% 5 3¢ K 1 Wi [F) R - 4h 1 A 7R AE K
) A B AR K e e AR, R AESPLY . AtSPLA3 A
AtSPLASTEAE & B B id = S /EH, 1M AtSP-
L3. AtSPLAFIAtSPLS = B et L A H MK F -
7K %% SPLs L microRNA156/529-SPLs-NL1-PLA1 fi
P S 5 AR 4G T, SPLsAINL @ It 45 &
PLALW EshF s RE, MslE R KE, #HimiiE
HEKFE I8 754 o A e A Ry AR B B (Wang et al.,
2021a). KAE AR K A 43 BE I8 57 FmicroRNAL56/
microRNA529/SPL LA % microRNA172/APETALA2
FECHRE 6 (1 B [ 35 (Wang et al., 2015). M4 F
PvSPL1FIPvSPL2IL [l i Fa A Ak il 1] 43 BE, ki
AR (Wu et al., 2016). #1E7E (Artemisia annua)
AaSPLIIE#EAaHD1 Kk, #EMmETT R ERIKE
Elh(He et al., 2022).

311 BERRELE

SPLIL SR FRE AR R 1 0 A X AR & & - Bar-
rera-Rojas 4§ (2020) 8 7t & I, 44 B I AtSPL10%
K52 BFNGIET, AT LLIE G T 4 i 43 % 5 (cytokinin,
CTK) & 12 K Uil #% 4R & 40 2E L 4L 36 7% - Shao %%
(2019)WF ¢ % B, /KFEOsSPL3MOsSPL12% 5tk
M geE A K T R, Hor, OsSPL3 58 AL K OsM-
ADSS0MH EAEH, WK RSG5 5T, it
MR E R &, - H OsSPL3 %% % microRNA-
156144 . t4h, microRNA156-0OsSPL3-OsMADS50
HAEEF RS 5B ER K E R,

312 ATHREK

SPLA% s K 7 n] ZhaS TR bR g g TS DL R
S5ik5% . Lian%§(2020) 7T 1 /KFEOSSPL14d Fik #e
B DA PR 5 B AR R MHBT 1 R AAFAE, R IMOsSPL14
IERRAERE I A K R, R AR R B, MR
FERIN, MRSk, Liu%s(2019)%F /N # (Triticum aes-
tivum) b 38R SR R oL EAT B AT, R IS
SR 7 TaSPL8 i i 1T AE KR AL R NERE S &
PR, BRIk TaSPL8II S AR (A /N3 - Fi A6 B
3L, BRISEEINER S, A SREEO LY AR T N A i
e Min%%(2022) 7t &% 3, E 15 (Medicago sativa)H
MsSPL8XE K 748 T B H 75 4 v I th 2 HHRRAiE,
FECE G, B i SR I Ok
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R FxRKETSPLsZ SEMA KK E R

Table 1 The SPLs are involved in the regulation of plant growth and development

mbosum

LI BOONE FRA K BIEZE 1) Ko RS A

T4 SPLA#x it S ik
Oryzasativa  OsSPLs SPLsMINL1 % PLALZR KL 458 I AL K A S AE K e Wang et al., 2012,
#; OsSPL2. OsSPL4. OsSPL16#10sSPL17:if it micro- 2021a; Sietal,,
RNA156-SPLs B 520 £ 6 B . OsSPL4. OsSPL137N 28;?; Huetal,
OsSPL16: ok 4241 i 4 54 2 B Wi /K Rk 5 a
OsSPL3 MicroRNA156-OsSPL3-OsMADS50 L {E ik il ¥ A E Ml & Shao et al., 2019
=3
&
OsSPL9 OsSPLOBIE $h AL/ 4b B I 48 73 A H 44 3L IRCN1, 4% Hu et al., 2021b
Feb A RO AT B
OsSPL12 OsSPL12 1% Hi 55 3 K| GWS 2 2k 128 1 A 8 1 k7 7 Zhang et al., 2021
OsSPL14 %‘ﬁiﬁuﬂ#ikﬁﬁ WA AR SRR AR A K, {2 Miura et al,, 2010;
A BarsE Lian et al., 2020
OsSPL17 1B *?ﬂﬁﬂuz, fREAPX IR IS e e & P Sun et al., 2022
OsSPL18 G4 B R HI L [ DEPLRY B 3 i sk H R IA, %R Yuanetal, 2019
o]
fEEIF Arabidopsis AtSPLs AtSPL2. AtSPL9. AtSPL10. AtSPL11. AtSPL13fIAtSPL15 Wang et al., 2009;
thaliana Eéwﬂiﬁ%‘*zh*”“?%iterﬂ?ﬁﬁﬁi&%ﬁ; AtSPLsi@iENs Wei etal., 2015;
i TCP Il L i, V835 ME 45 MRS TR K 1 SPLsH) XU fl'izgg%b-
AHLS 22 80 T 4075 AR e, It AR 7 e i Rzﬁiﬁqiii'a 502
A KEEASFITFAE . atspl2/atspl10/atspl1l =545 {4 4 v
BIHAE
AtSPL3 AtSPL3E R B FULMAPLA S, AT B I 1L Wu and Poethig, 2006;
Yamaguchi et al., 2009
AtSPL4 AtSPLAFIAtSPLSE #EFULS SOCLI#E5%, W tE4)4£4]  Birkenbihl et al., 2005
AtSPL8 Hr‘i*&“?%@éﬂ HIEH R BT 3, Zmicrol56/1574: %44 Xing et al., 2010
, WEARE RN MRS 2551k
AtSPL9 AtSPLQHEr'uﬁJﬁBaFUL\ SOCI1FIAGLA2, {EHEIT1E Birkenbihl et al., 2005
AtSPL10 AtSPL105MED253%: [/l A #FULFILFY, 157 1E Barrera-Rojas et al., 2020
% Panicumvir-  PvSPLs PvSPL1FIPvSPL23L [Fl itk il 171 43 B2, MRS 2EM &, Wu et al., 2016; Gou et
gatum PvSPL6. PvSPL7HIPVSPLSE &I 1t al., 2019; Cai et al., 2022
Y16 E Artemisiaan-  AaSPL9 AaSPLIIE#EAaHDLIRIE, T ELEMEN KBl Heetal., 2022
nua
'I_'riticum aes- TaSPL8 TaSPL8 AT A K EMMEENTEE SR HEH 4  Liuetal, 2019
tivum TaSPL13-2B TaSPL13-2B%: /N 1/ INEAM L 15 % 1 1815 Li et al., 2020
TaSPL13 TaSPL13 /) microRNA156 R 5l 7t MRE 52 4%, 5 #(TaS- Gupta et al., 2023
PLASM AR £, fHRTFAEI R 455, 2 B usb Hikm
FRA, AR /N Rk B8
B  Medicagosa- MsSPL08 MsSPLO8ZE [K 545 54 1 75 4 iy - v B H ¥, il Min et al., 2022
tiva PR K
MsSPL20 MsSPL20:# i il #% /MME & & 3£ KIHD3A. FTIP1. TEM1Al Ma et al., 2022
HST1MRIEHEIR & 15 16
Gossypium hir- GhSPLs MicroRNA157/SPLEL B i il A4 K 2 A5 5 % Rk 12, kZgqE Liuetal, 2017
sutum R RE
Cucumis sa- CsSPLs ZH5IAT RGNS R E Liu et al., 2018
tivus
Eriobotrya ja- EjSPLs EjSPL3. EjSPL4. EjSPL5MIE]SPLOZSPLEL % H £ 51t Jiang et al., 2019
ponica I
Vaccinium cory- VcSPLs VCSPL35 VcSPL40. VcSPL4A5FIVCSPLS33E K E 1% Feng et al., 2023
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&1 (4
Table 1 (continued)
YrFp T 4 SPL4 & Dife ZE LR
WS} Paeonia x su- PsSPLs PsSPL2. PsSPL13FIPsSPL14IE &4 FHFFFIK/N. # Wang et al., 2020a
ffruticosa B RR
FE A Solanum lyco- SlySBP SlySBP 5 microRNA156 1) [F i 1 7 5 4 AL A4k &, I Ferreira et al., 2014
persicum BN FURERE
SlySPL13 SlySPL13Z 515k E Cui et al., 2020
—f4  Brachypodium BdSBP9 BdSBP9Z: S5k & Tripathi et al., 2020

IS distachyon

PEBE Prunus avium PavSPLs

9/ SPLA: K 12 Bk A SRS A B AL 2

Sun et al., 2023

313 BEHREMLE
SPLEFN TS TN AN EKEIHEP KEE
FREEER . Liu%(2017)0F 7L M 4E (Gossypium  hir-
sutum) W feds B K B I, KIMAE K F J5 I Ghmicro-
RNAL57 5214 W] 5 EU8E 7] (1) GhSPLs 5 K 3 1k 7K~
3 R, BRI 55 MADS-box 3 K 4 5%, FEmi 4k
KEGSHTRRE, MELBENREHRE. L%
(2020)HF 7R BH, #%3¢ A FTaSPL13-2BS 5 /N3 /)
W5 Rk & T, Hittaspll3-2B A i K /N 32
ANTERORN A R b B s B AR R R B S . Bk Ak, SPL
e R MRS B 04 . Ma%i (2022) 0 i %
B, T f§ MsSPL20 8 it i ¥ /NE & & 3 K HD3A
FTIPL1. TEMLFIHST1MRIEHER B T4k, dRIE
MsSPL20 ) #% 3 K 15 & k& 52 0 H A8 0€ 1 & 3B JF
VIR

EMFEIFTE R BW B, ¥ T AtSPL8 Ry ™ 1l
HREFH KB, HZFImicroRNALS6/1571E
B G MR R AR U, P SRR B A4
1oy %e. oA AR S Rl A (Xing et al., 2010).
Unte%5:(2003)Hff 7t atspl8 5 A5 A R AU, & B i1 /N
YRR ERE, SIEIEAEERK, I K1
() AR AR S AR 22 A SR 1T, Zhang %5 (2007 ) 7E U g
Tratspl85 AR (4 F i A= A b ik FRIAALSPL8)E, K IN
I FRIBERAE A TSI, JEHACK 8 T .
Wang%5(2009)i#t — L1 70 KL, #3% K T AtSPLTE
ARG IF I 1E % <4 L N FT (Flowering locus T)f
FD (bZIP transcription factor) ) =i & 4% B Z4E .
TEMESS IR ER & B B BL, AtSPLFH Ci [EARSE /¥
A TPL/TPRs, F{& BN 7 5145 7 45 & TCPHI i
Hhfe, A TRk E (Wei et al., 2015). 7E/K

FEAE R BB, Sun%:(2022)F sw & W, AT
OsSPL2.0sSPL4.0sSPL16#10sSPL17i# T micro-
RNAL156-SPLAR A i 1 il FExf HEAE & sz, Hr
OsSPL17i& 1E 45 2 sl & &, % APX11) &
15, M3 AR B 1 . thAh, SPLEE KT 5[
N AEZ MR ER & B i F2(Liu et al., 2018).

R4h, SPLIEZ 5T INEFRAEK AT EK
(1% ¥ . Rahimi&s(2022) 58 &K L, 1l FEF+ SPLsfEH
i BARFHBAHLLSIIL, IS TR, (i
HhaEE FEAE K ) R A A AR K AR (juvenile to adult
vegetative phase change, VPC)UL & JT1¢. Hrh, #
SEIHFAISPL3 B FUL (Fruitfull) L % AP1 (Ape-
talal) i) # 5%, AtSPL4 fi1 AtSPL5 A& % 1% 3k FUL £
SOC1 (Suppressor of overexpression of constansl)
(1) %% 5%, AtSPLOMIIE i ## FUL. SOC1LL K AGL42
(Agamous-like), TIFUL. SOC1. AGL42 K& AP1¥{¢
BEFEY) I 1€ (Birkenbihl et al., 2005; Wu and Poethig,
2006; Yamaguchi et al., 2009). J5%:, JungZ£(2012)
575 SOC1if fit B # 5 AtSPL3. AtSPL4 fl1AtSPL5
()8 B &5 & i 45 H 3Rk . Yao %5 (2019b) il A 7t il &
B, AtSPL10iE i 5MED25 H.1F, L [H i # FULAN
LFY (Leafy)S5HF e AH G R ) R0k, M {2 ik i &
IEASPLIOM L I 2 7 H- 1€, UL Fd It atspl2/atspl-
10/atsplll = 4% A& U %E 3R JF 4E . B4k, Jiang %%
(2019) /& LA (Eriobotrya japonica)’% 3% A 1-EjS-
PL4. EjSPL5HIEjSPLORE T8 IiE {6 K B % B 2k [H
EjSOC1-1. EjLFY-1RIEJAP1-1f158ik, I HEjSPL-
3. EjSPL4. EjSPL5}MEjSPLOTE I+ it Rk
RILHACIAIE AT R, RIWESPL3.EjSPL4.EjSPL5
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MEjJSPLOZ 51 % . WIE R, 5K +Pvs-
PL7 f1PvSPL8;# 1T iff 2 SEP3 (Sepallata3) f1IMAD-
S32(W Rk kM 15 HIF1ERS (5] (Gou et al., 2019).

it FIEPVSPL6. PvSPL7HIPVSPLS 4% I K #k R 14
WA T E RFAE, TN HPVSPLE. PvSPL7HIPVS-
PLBMERIE, ol FEUE MK IEIR 4L, HZEAFF1E(Gou
et al., 2019; Cai et al., 2022). Feng%(2023)i i %}
VCSPLF ALK R FE R FRIA A S 27 17 54T
IrHT, FWEEEN T VeSPL35. VeSPL40. VcSPL45
FIVEeSPL537E ¥ %% (Vaccinium corymbosum) & 77
A [ IR i AR R T Y BOR R AR . Wang 5
(2020a) £ 4t F} (Paeonia x suffruticosa) iff 7T/ tH &
I, PsSPL2.PsSPL3.PsSPL9.PsSPL10.PsSPL13
FIPSSPLA3AE VA2 4 P AR % A% 1) B 2 S R o

314 BEHIFNSRXLE

AT AR, SPLIL KR F1E R RAEM I = 2 %
B IR SRR IR SR E T A R A
TER . DOKAEF =SR], SPLA R ¥ F i K
TR R RORE H Sk B 25 5 dn, A BIF 7T 3 W
B 5 F T OsSPL4. OsSPL13 L, & OsSPL 16 i i
P 53 2 F KPR I IRL T, 338 T 5 1A 7K A 1A Y
(Wang et al.,, 2012; Si et al,, 2016; Hu et al,
2021a). TEKFETBE. Bl A S FlRL £ S5 IR T Bk
R, Bk T OsSPLO A 7 4h A /0 1k B 0] B 423
TWEAET o A 4L 1 2 IRCNL (rice TERMINAL
FLOWER1/CENTRORADIALIS homolog) [ % i ,
T T 8428 K R 1 40 5 AR B (Hu et al., 2021b):;
Yuan%5(2019)ff 7t % B, OsSPL18I# i B 45 4 /K
T B 37 %5 Fli s o) 3 R DEPA /5 5 1 1E i 5 H %9k
T KRR, SEPARIAEL, osspl1858 AR fA Al
Koo BRI DR 55 B R TR AR I, (H S B
BT % . Miura%s (2010)0F 50 KB, B 1
OsSPLA4EE 2k /K Fe A 5 AE K A i Bl A T g v
FEa = E. A, ZhangZ:(2021)MF 7%, OsSPL12
T 45 A K RERL 8 S FE RIGWS (Grain width 5)ff)
Ja B R KRR, RS S P EOsSPL12 W] 1
BekisE, KRG i OsSPLA2 AT KL %% . GuptaZs:
(2023) %I FH CRISPR-Cas9# A 4 4 TaSPL13E [A 1)
microRNA156 1A 51 JCAFEAL 1, R 3 52 A8 FE Ak [ FF R
KN FVRERE 35 5 B AR R . Tripathi% (2020) &

W EEHESE: Y SPL Hek AT HIZAEI DI REWT FC kR 987

B — R 5 44 5 (Brachypodium distachyon) BdSBP9
RAF R A R

SPLIL R Fib 53 R M 1) R S K B % V1A
K. Ferreira%s (2014)0F 72 & L, & A 1) % 5% K 1
SlySBP 5 microRNA156 1 ] i % -1 55 73 A H 4 Kk
B, FFHREAFR SR E . Cuits(2020)0F 7t % #,
SIlySPL13 1k 4k 411 ] 1 2 5 A6 A0 SR s B 2> HAR
SEAFN . B[R TPsSPL2. PsSPL13MIPsSPL141E
PP RN BB AR 50 K (Wang et al.,
2020a). Bk (Prunus avium)$ sk gidfedr, 94
PavSPLsYE T S m ik, F Sk BT A 2R 1A = )
ZURIT M, KX SPLIERAE Rk E 5t
Fetrpifd B 2L /E F (Sun et al., 2023).

32 S5HEMBREFESER

BRI KRG I ki L ATE . SPL
% EJli 7% (abscisic acid, ABA). ‘£ K E(IAA). 41D
Y. JREEE (gibberellin, GA)LL K Z. )7 (ethylene)
R INE 5 F1818(3K2). Dong % (2021) i 7t K I,
LR ST AtSPLOE It B #2245 & ABA(E 5 i@ 44 S i KL A
ABI5 (Abscisic Acid Insensitive 5)JE 2l TiudH#k
ik, (EHFABASG S SRR IABATL 8, ikl
TFR T A G JE N R 2, HLAtSPLOAZ B 1 Wi
SNRK2[{ B2 1L 1 % - Bencivenga(2012) 1 7T Ul ¥
TFRER R B, KI5 K7 AtSPL10MIBEL 1@ it
HAERKERHIZIEFPINVHEAER, W17 IRERN 1A
KRG R E DA, NnEERERRE . Kiak
kR FOsSPLA4iE o s 4 K &R iz fi 2= F OsPIN1b
DL PILS6bIIRIE S 5EK KR EEHI(LI et al.,
2022c). Qin%5(2020)#f 5t £ B, /KFEOsSPL12#% 5%
HF it 59NGAG I RN HEZ EAE, 25
VR N IRGAZK S, ik R AR IR, 23540
IR WOGR AT AR 2F . Zhao(2022a) DL K kk

K FZmSPL12fg B4 5D11 3 8 T 5 5 45 & H i
LS, KT NEE R R A, AT 40 2
{0 08 SO s S N (21 < I 7 =) (1 SO SV € 7= 5 S
FIFTEIIREE 7. Ak, XuZE(2020)0F 53R, 7E1-H
FEIL M (1-methylcyclopropene, 1-MCP)4bHE T,
Z A\ (Carica papaya)™' CpSPL3MICpSPL6FH#A H
SEANHT ST IR IE, CpSPLL1TE Z.4% F|(ethe-
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Table 2 SPLs are involved in hormone regulation in plants

YiFh W14 SPL4#x Uik 2 ik
WE7F  Arabidopsis  AtSPL9  Z5& ABISHI ) TG L RIA, (EHABASS 5 H#Hufifl T HABA Dong et al., 2021
thaliana TR, R0 7 R I IEN R 2E
AtSPL10  AtSPL10OFIBEL1@IL 54 K RiFiz K PINIHAE, A7 EEk4 & Bencivenga et al.,
REARSHFKT, dmiAERSE K E 2012
KRG Oryzasativa  OsSPL12 594 GAfE 5 E M H E# HAE, HAFRGAKT, kK Qinetal., 2020

PATRIIRIR, S0 AR A 2

OsSPL14  ufA: K Kiziiz F OsPINIbHIPILS6b, 54 K EMRMEZE

EXK Zea mays

Li et al., 2022c

ZmSPL12 ZmSPL12E#5D1HJE 3 T4 Gl A%, FERIOKTRR% Zhao et al., 2022a

REE, MEIR R, (T AER, PR AR

FHAJN  Carica papaya CpSPLs

CpmicroRNA156/CpSPL3/CpSPL6/CpSPL11MiETH/I-MCP (ethep-

Xu et al., 2020

hon/1-methylcyclopropene){& 5, 75 A I € H1 A

Wit;#  Panicum virga- PvSPL2

tum

PvSPL2{E it SLA: W& ik FIPVLBOIY ik

Yang et al., 2022

phon, ETH)&bHE 1) 558 R K IA K- B 2 iy T AR AL 38 Al
1-MCPAbFE4H, F+ H.CpSPL3. CpSPL6FICpSPL11
FEA7% 1 B A 5 CpmicroRNA156 4 % I ETH/I-MCP
i 5 % 5, 2 B CpmicroRNA156/CpSPL3/CpSPL6/
CpSPL11 7] ggil il i N ETH/I-MCP/E 5 2 5 3 AR
& R R BT

Pl A 4: N T (strigolactones, SLs) & = 25 HE 4
W AFAE ) — OB BRI R . IRk, FEEEA A
R KR T SPLs Z 5 U & W s 5 5 % 5 5 1%
R, TR A ) oy B AR R M i . D53 (DWARF-
53)/& SL15 51l B I LB B K 7, Song%(2017)4F
FR L, KiED53#EM 51PA1 (Ideal Plant Archi-
tecture1, RI#:5¢[A-7-OsSPL14)EAE, #HIIPALMIH:
5, HIPATIERE E #5053/ )0 51 745 Gl is L&
K. FRPHEEIA RN RESE. B, LiusE
(2021)45 i, D53 5UB3MTSHALEE EAE, FH4mfle
TR TBLA e s, kM ik £ oK 7r 8¢, H.D53ik
A LL4E A UB3FITSHA R 3 2l 1 il H 4 5% . 4,
Yang%:(2022)ft 5t K B, MR PvSPL2 ] B 2 1E 1
FESLAEY) & B Z A PVLBORI R IA .

3.3 PTHEIRERE K

AR 2 W& AR 2 75 90t i A7 AR = 0 1
AR, — AR A A B — i B2 R Tk
Wl . k7 SPLBZ 5o R AR R, H

DAFETT 2 10 & ORI 2 (R 3) . fE T R — R EEHN
AR YR, &hmERERTEER, S5/
T G52 AW IAE A YIS ke . WangZ5(2020b) 1)
WF 7B, microRNAL1563E i 4 5] 1 42 SPLIE K] 1)
MRNAZRIE K, {(RHERKM 1L #(Populus tremula)ft
HE . AR IR ) A A R 78 25 RS A A
Z(Salvia miltiorrhiza)H % % #1549~ SPL#; [ 1,
H SmSPL6JE [H it A vl 2 7 P2 v [y R AL R,
T R AR, HELEFPFSHERFIAR R ) 3 2
IK VBV R P S (salvianolic acid B, SalB)All
k1% 75 (rosmarinic acid, RosA) 2 &34 T B A Al
T Tok P R B 2 A R ' B TR P A S S B SR W,
KA SmSPL6EI# T 45 A SmACLOFISMCYP98A14
1) Ja 3 Rk, dEimifE gt SalBRIRosARIAEY)
41 (Cao et al., 2021). Chen%5(2021)#F 7T £ W,
2 SmSPL7iE L B 45 4 SmTAT1MISMACLI 3 5
TAMHIHERIA, FBSalBRIAEY &Rk, HILitlEHE &
MR, EEEHRABOEREF, #5%HTAaSPL2iE T
GO T E R A OB INDBR2)E 3 T (I GTACHH X
TER G R L RIL, IREm i E R M A KLY et al.,
2019). fE] %% (Pogostemon cablin)#, #5%[K 1
SPLOM IS B4 & 5Lk & MR TPS211) B 3+
PSR, (R A SR G A A R (Yu
et al., 2015). A& )15k (Morus notabilis)+, #
SR F-MnSPL73# i 0 LS 3= A g EMnTT2L2
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Table 3 SPLs are involved in plant secondary metabolism

WEEHESE: Y SPL Hk AT HIZAEI DI REWT FC kR 989

YFh T4 SPL#4#x ifg 52 3Lk
Wy li4m  Populus tremula PtSPLs  MicroRNA156#! [ i SPLER A Mt m R L #4EH %&. # Wang et al., 2020b

Wl A A e F) 24 £

F& Salvia miltiorrhiza

SmSPL6 SmSPL6IE i 45 & SmACLIFISmMCYPI8AL4 1] J3 51 T & H: Cao et al., 2021

Lk, {EiFSalBFIRosAM A& .

SmSPL7 SmSPL7ilid B 5SmMTATIHISMACLIM 5 5 T- 45 & #0413 Chen et al., 2021
ik, FHWrSalBI L& p

#it#E  Artemisiaannua  AaSPL2  AaSPL2ilid 454 E & Ao 2 DBR2M B 3 F{E#E L Lvetal, 2019
ik, WERE SR E K
J"iE#  Pogostemoncab- PaSPL9  SPLOid 4 & hs & ML K TPS21 1A 3 v #ud 3Rk, & Yuetal., 2015
lin HEZ S S A5 2 1 A B
JIES Morus notabilis MnSPL7  MnSPL73#E 3 #03% JL A 2 & g M TT2L 23 K (56 5%, mi; Liet al., 2022a

FEIIHEATH

ke DR P e S 3 28 R K BCEE AT (L et al., 2022a).

3.4 BT ERY IR B E N R

I 2 RS B AT miRNA 7 3K, B 78 N 5 R A
Y VF 2 microRNAs T N AE P/ A= Wy i e oy 3l o %%
SIK 7 SPLIK % IA 5Z microRNAs [ 5 55 K P 4%, 7
T A v S8 A ) R0 Al A 4 W 3 v e A R YA (3R
4) (Sunkar and Zhu, 2004).

3.4.1 S5EYFEYMER IR

KEWHFEY, SPLE K125 AP i
BN FE . Stone5(2005) 8 it B FL IR IR T -
DNAfEH AR R atspll4, KIMAtSPLLIAR L & K
S 1 RAASHR DB RBIKIPLIE. Yings(2019)HF
FUR I, AtSPLOTELEE IF B il Sz h R R AE L,
T IE AtSPLO #% B R A MR L SAE 5 i 1R B R R4
R, W I YIRS e D AR . KRS I
T OsSPL5MMOsSPL9Z 5 H 2341 g () i 75 o 15
(Jin et al., 2015; Yao et al., 2019a). 42 LWk %
2445, OsSPL5I# I i1 OSWRKY 1418 &
S-f (i AR IR R, 5] AR GL 4l B 5-52 (L fIEAR
R, MR R P, MoK FEE 2 KR %Lt
#4595 B (rice stripe virus, RSV){RZLH, K -F
OsSPLOMH [1F £ .35 N, SZSPLO% S¥is s
fFImicroRNAS28F S a2, 15 11 $& i 0 56 PH 14K if
1% 42 AL (ascorbate oxidase, AO)f ik, AOIE T &
A HUIR IR VA 5 R A A N R A SR AR S, g T
RSV {2 By, ME5R/KFEX RSV BT H K. It 4h,

Wang%(2018)#f 78 K I, 5% K- OsSPL14AL B
I S KRR AL S R A A, 04 R SR KRG (1
SR HIME, o OsSPLA4 ) il BR A A& 1 2 - 17 7
S et AR, fEiEEAEK &N T, OsS-
PL14%E & Rk B A3 KIDEPLIN 5 ) TR #E %
i, KRR, oK R, (2R
I PR LB, OsSPL145Z a0 i 5 T iR At, o
P& A 1) OsSPL 14 5 4 7] -5 57 14 45 & OsSWRKY 45 1)
FREI TR A, B9 A AR N A S OB, R
PR AE IR R L

342 B5REMEBINN

AtCBF2 /2 U B T+ I I i b L ], 485Kl 15 -5
R DRIFH 8 AM G I 401 1t 58 [R] PR ik o 4400 7 3 S2 AR
I, AtCBF2 K T eI i b A DRl 4 P ik o5 5
(Vogel et al., 2005). Zhao%:(2022b)#ff 7t % B, #IE
Ir i R 7 AtSPLOE It B ¥ 5 AtCBF 21 J5 3l 1 45
EIERERRIE, S 58 IHIRIR G 5 B 52 1
o WA, B IFASPLFIAtSPLA 238 i %
HHABAX/KPYL (pyrabactin resistance 1-like)/~5
IABAME 5 Fig4t, &R IR N ik, [
AL B A iR 38 (1 U (Chao et al., 2017). 24
JK A A2 IR I B2, OsmicroRNA156:H i i/ 15 #%
kKT OsSPL3IMRNAK -, FEKOsSPL3[H#RIE
FBE, 9% S T OsSPL3XFOsWRKY 718 ik (1)
IEVAEVERA, 2 BROsWRKY 71X} T il bt € 2L A
(Ao, B9R T 7E 1 (Zhou and Tang, 2019). It4t,
Shan%(2021)7E il ¥ 24 H % (Brassica oleracea var.
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4 SPLsZ 5V S e i v
Table 4 SPLs participate in the response to various stresses

Ykh H T4 SPLAFx e 22 3k
ENEapis Arabidopsis thaliana AtSPLs  AtSPL1MIAtSPL123 5T #3% ABAZ /APYLAr &) Chao et al., 2017
ABAfE 5%, R EALT I, BRARAEXT # il
SR NF UG
AtSPL3  AtSPL3.5Culi b 2 K 1) 5 3 TR EH ofk4h & Perea-Garcia et al., 2021
AtSPL7  AtSPL7E 35 Culi v £ [K 1) 5 3 T CUuRE 45 &, Garcia-Molina et al., 2014;
R I J5 g 3 (R FROAYS L 5 i % i2 3 [1COPT 1/ Perea-Garcia et al., 2021
2/63%1%, EIRAT CulfHEIN
AtSPLY9  I[ERIEAICBF2EIA, & 5K IREFE W2 Yin et al., 2019; Zhao et
A5 AP SRR al., 2022b
AtSPL14  AtSPLI4ARIE EF R ma kD5 RB1M itk Stone et al., 2005
KHE Oryza sativa OsSPL3  OsmicroRNA156-OsSPL3-OsWRKY71 H.AE#%4%1# Zhou and Tang, 2019
Eete2YP POk N SER L)
OsSPLO &5 um Ty, H5Rnt /KRS 2% S0 Hilis 233 A 5 7 S o2 Jiln ;(;1%I., 2015; Yao et
al., a
OsSPL10 i~ /K Fam 2hidk Lan et al., 2019
OsSPL14 =2 f3fi i i i SRk, 3 50sWRKY45(( 357 Wang et al., 2018
gh o (R LRI, S BRI ML 0 S S B, 2 i k)
SRR BT, SR, S
HiE Brassica oleracea  BoSPLs  {iE Ml 2= BoSPLO9bAIBoSPL16bIE X  Shan etal., 2021
var. capitata
B Medicago sativa MsSPL9  MsSPLOf{IRNAIVTERAE 4 b B AE RS &E 3 T 23855 Hanly et al., 2020
MsSPL13 MsSPL13 4 il B 18 [ #41%; & FZ microRNA- Matthews et al., 2019; Fe-
156%% 3 F A 2ANHIMsSPLA3 %, fEiiwD40- Yissa etal., 2019
1RiE, RO EDFRE L, WRIEH K&K,
TR R B AN T MR R, S S 1 R
K Manihot esculenta ~ MeSPL9  MeSPL9i@ it 4% SR F B (5 5 Mpi 4k W i & & 1f Li et al., 2022b
AREMPF e
FM Carya illinoinensis ~ CiSPLs  CiSPLIEP7E T2 M &Lt N 28 H 2 Rix4HE, Wang et al,, 2021b
%Ak DNNROpUEE YIS ER
R Malus domestica MdSPL13 MicroRNA156/SPL13 i it 1 7% MdWRKY100 ] % Ma et al., 2021
TR 1 3 S 5
M Tamarix chinensis ~ TcSPLs  TcSPLs3Z TcmicroRNAL1564E [ 71, £ 5Pk Wang et al., 2019
Eh i 3 g )
E--v4 Populus trichocarpa  PtSPL3  PtSPL3MIPtSPL4 1% Cullii i 3 K] i) ik Luetal., 2011
E Solanum lycopersi- LeSPLs  LeSPLsiliid 4% & SINRM B 51| H32i%, k59 Chenetal., 2018
cum i T 3 Ji Tl 5 C ool 1 175 S5 NOZE s 14 401 il 4

capitata) CT-92341 kI, %K FBoSPLIbFIBoS-
PL16bEACIR A T I RIEFERE L, EEET
i 3% 1% microRNA156 2 # X MsSPL13 it 17 4L [1]
RNAIE B R AZ, eS80 15 A& X F4 B a8 10 e v 1 o
F T 3 R F-MsSPLA 347 i 15 i 15 B i #A4 (Matt-
hews et al., 2019).

343 WEHTRESHMERN

FEF R ERMa T, MRS B S P A B A sk oK B

G, LHLZ A e e T 1 7 S R R T T R S B I ) T
TR, IR I, PRSI R K RE AT
Wik, IPAT5SNACLII R BN F45 &, BERBuG &
ik, MIATTROS (reactive oxygen species)fa#s,
7 /K FEFE AR i 54 (Chen et al., 2023). & 75 Pt F0F
TR, N FMsSPL13% 5 5 1T 51 1 1,
1& 2 FrImicroRNAL56 %% 5% = i il A 4l | MsSPL13
2RIL, EFWDA0-11 K35, i DFR (Di-
hydroflavonol-4-reductase) 3R 1A, ¥t H R 14
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VIR, et Il R A AT IE R A SR, AT B8 = A
HPT F % (Feyissa et al., 2019). Hanly%%(2020)# 7%
RIL, ¥ 3H T MsSPLO [ RNAIYT B % it K B 75 L
S A RE S AR I BT R . XK 2 (Manihot
esculenta) FIHF FL R B, 5 5x K7 MeSPLO# it 1 5
JALE 5 RIHTEA A T 7KK 5 R 2 1) P 7 e (L
et al., 2022b). 4k, Wang%(2021b)AfF 7t K B, 3£
i ##k(Carya illinoinensis) CiSPLIEK 5 ik T2
AR I8 N AN R (0 B 2 Rk KR, DLRIX I
B .

B 5 R - OsSPLA0 B 1 15 /K & i #6144, 25 1y
IEF, ossplLORALZ A IR RN v A BB MR,
LR ()T 25 P B 35 55 (Lan et al., 2019). 3R (Ma-
lus domestica) MdSPL135{MdWRKY 1003 % ik 15
RE 4R SE SR 257, 1T MdmicroRNA156aid %4
SBRARIER M SR . B ST R B, MASPLA3/IE
ik 7 FF %% FMdmicroRNA156a i 45, F HA K 1
MdSPL13 B # IF i # MdWRKY100 ] & i& (Ma et
al., 2021). Ut4h, Wang%%(2019)HF 52 & I, &M
(Tamarix chinensis) # 3% [}  TcSPLs 5 H 4 [
TcemicroRNAL56Z: 5 e R # 18 w5 o

344 SPLES&REETHIEENN

s K- SPLIE 2 S5 E MR 42 B8 1 IR USRI
Garcia-Molina%§ (2014) 8 5t &K 3., 7€ 7 T 40 L A 5
W ) 53¢ (R - AtSPL7 78 i A R = 4 (Cu ) B 43 0
AtSPL7 B ¥ 5 Cumi B JE K 5 3+ k- (1) ma BZ g 44
(CuRE)Z: &, 2 1AL i iy 52 K| FROA/S A i iR % i
HHCOPT1/2/631k, Mgt CultiHH(Yamasaki
et al.,, 2009; Bernal et al., 2012). It4), Perea-
Garcia®(2021)i# — 27, AtSPL3iE R IA T
14 microRNA156 % AtSPLs#4 58 /K 7 i1 4%, 59
AtSPL7 4 T Cufik = M 7, AtSPL3 ] 2 5% Cu
Wiy )37 455 [R5 3 7 AR e i S e ve g & Lus
(2011)iEd R G K B iR W], BRM(Populus tri-
chocarpa) ¥ 5% [ T PtSPL3 fll PtSPL4 & CURE 4% &
HH, WIECulg A K )Rk, HPtSPL3MPISPLA
KA 81 7 5 R AN ECURE, HE R IE A %2 Cutd
. #(CA)WEF, FAiLeSPLEL RN TREE 4 &
SINR (Solanum lycopersicum nitrate reductase)f]

W aEHEAE: 1Y) SPL Fek A7 LM DI REWT FEHERE 991

JA B FANHI AR, T FUR S AL SR B (nitrate re-
ductase, NR)i&E, M NRAEHIHICAE I 1 —%
b % (nitric oxide, NO)4: ii(Chen et al., 2018).

4 FRREE

SPL& —KAEMRr A % F 7, Bl CER & 1F
WOKRE. FRAVNES), WRMEM(E %) 4 H
TP S S E R 8 55 RO AR ) (R L #
I Z55) b % 52 K B ISPLIE R . 4Rk, MFRLA
PISPLEL SN T2 5MYMAL B EMWE. KEhE
W AV BRI S AR AR, O
TERA Y B A ) 5 AR b 3 Hp R EE AR

SPL# 5% BH - Al K 45 2 75 52 | microRNA I %
N2, M AU 2 1 2 52 microRNA R #% 11 —
2, FZE LImicroRNA156/529-SPLE A 4 ¥+ . Tsu-
zuki%%(2019)HF 7t & W, microRNA156/529-SPLI 7Y
TEALTE & RAE N HIVE 2 B AR FE Y0 R B % R
. microRNA156/529-SPL AR 4 v ) micro-
RNATE = S5 i BEOR ST, 5 SPLEE SR 1 [R] 2
AT AT IE M« AR BEMEIR DA R 3R TR R S
K G FE (Wang and Wang, 2015). 4R 1, AN3%
microRNAZE 3% i 12 ) SPL#: 5% [Rl 1t 4 11F SEAE A 4
MK K B S N A5 R T R AR, EXY
Hoor TR R AN A T AR S Th A M TR AR 7T o

SPLH 55 [H 7 5 38 2 78 VA =15 1 470 398 855 0 17 5 Tl
EL AR . Fltn, SPLEER T NABA, 2 5ABA
X (22 R FE . Feyissa® (2021) %) 15 75 1)
WFFE 2, ABARKHITESNRK 1215 microRNA-
15631k, FHSPLSEHRIAEE T, e
TEEE T ARG . NingZE(2017) i F BN, sk R1
BpSPL9Z: 5 ABAi{% H#(Betula platyphylla)fE 251
TR i N RNE A AR S, T 3 9 M A 3R A
PrRE. SR, SPLE: RN 5MEE S @AM H
1R AR E R R IR R 25 [A], X SPLE KA 12
H5#MEGSEBNERIITRAVGR, AT 20
Yo s E B8 B R B R ST S L .

JRUEWEFEN G &5t — Le i 4 v SPL % S IR 1
MILEDThREREAT T R, (H W R R LRI ETTEH
MIBERRAIE . H BB 5 RN LR BV R 5
WIEEMLE . HeSt, B BITIAEAE VR 2 A2 DR R A
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Research Advances in Biological Functions of Plant
SPL Transcription Factors
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Abstract Squamosa promoter binding protein-like (SPL) family is a class of plant-specific transcription factors, which
contain a highly conserved SBP domain consisting of two zinc finger structures and a short nuclear localization sequence.
The expression of most SPL genes is regulated by microRNAs at transcription level. Based on the current research pro-
gress of SPL transcription factors, this paper summarizes the biological functions of SPLs in plant growth, development,
and environmental adaptation, and discusses the future research directions of SPLs.
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