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BE MBI AR B LB R E AN, AR R I A AR s A A ) A KO - B T
PRI HLD T ORI LA AR T CRE B2 S DR AR 07 ) B B B S B TR T AR B 2 — b e B (R 3 s R LA, X
THAYER T REM Z A S PTl Ve B A M . B AT CAE A R 455 2 Pt AR SC Bk (R AT AR B4 AA, - ] B0
oy SERI AT AR B B A T A TG R L], A REEE TS SRR SR BB AL . DRk, FEAE AN S B 2 I B A
RV IE S B A AR BTG AL T ST T R A R . ORI TR D W] A BT R DL L B L,

R T ARE Y8 AR SR R ] AR BT A T A PUE T FU e, R T ARSI T T ) o

XiEin

fEY), FEDIRTAR BT, RIENLR], AREYINE, B 52k

R, BEE, BWER, B E (2025). 3LE A4S BT Y N AR YAt 7k . YR 60, 435-448.

T AR B IS TR 28 T8 52 5 AR AR 4 W da (i
S R TR AER ), I AR AT IR B
AR IR T X e AR AR Y e 1B R A KR B AR
S . FATE K IAE AT AR PG — R A TR R
HLH LA )52 %5 Bl 4 4 B 8 (Yamaguchi-Shinozaki
and Shinozaki, 2006; Fedoroff et al., 2010). FE[F 1]
A B 2 AR M N 30 K5 2 (1 B R ML 2 — o
. 4H R B 4% (constitutive  splicing, CS)J& 45 i 14
MRNAIES S A & 1 XA 22 Bk, ATl Be ik e
RLERE, FAFERY P KA RIS AR, i AmRNA
RAEZE S BTN, 27 A i AR BT B2 (alternative spli-
cing, AS), i AI 48 BY 2 2 i AmRNASR & F LLA ]
B3 77 20 A2 AR [F) 45 7 A ) g I mRNAFI 25 1 5 4
A 1) i 72 (Lorkovié et al., 2000; Blencowe, 2006;
Matera and Wang, 2014). BifAmRNAR] A By Hz & —
Bl FHI& 22 WAL, T DA e 2 R 2 s v 1A
L, SCELE A Thae 2 FeAL, HE R E AR
KRB ISR, Rl il A8 B4 W ERAS 22 A1) B 1 BE R 7
AEZFmRNATY, 3458 7 & A RAZ N, e
e 8% P 1 R R 4 E LA H (Staiger and Brown,

e H #A: 2024-12-05; 252 H #i1: 2025-02-22

2013).

S5 [R] AT AR B 5 = 3 ik 1R Y AR 0 i 2 3
DA B AR R M AN ARV 0 A 2 (] R b, T i
SRR TR FRAA, T RS A R A () R AR A e
J%(Laloum et al., 2018). K&E#FEMY, JE4EYhiE
2 R R B DR () n] AR YRR A o, A e
18R % (Vitis vinifera)it ;B E1 0754 2 S5 v By 2
#H{F(Jiang et al., 2017). A il % F /K 5(Oryza sati-
va)t IR E R AT AR B e A, HN & TR &
Wi £ BT 2K 7 (Zhong et al., 2024). #hiE g
A7 7 B9 ¥ (Arabidopsis thaliana)f16 18843 A ()
AR BT R I (Feng et al., 2015). [FIIF, /N2 (Triti-
cum aestivum)7E i 1T F 404 B ia R = 429634
AR, T R SR R R BT R b N LT
B, RS> B R AT AR B A AT B 2 B 2
A=W aa LR 4% (Liu et al., 2018). BFFE LB, i
MR BN E (K A TR E DL
JABAKLFR) TR, HAN[FH 23 B[R v] AR B B AR A7
7 i % 7 F(Martin et al., 2021). Ft, SHEIHEE
S RZH 235 B A ) T AR B A R R I W B
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{1 L EE T Bl A SCERIR T R AT AL Y 12 R SR AR LA,
R TR AR B 2 5 A s R A S SR AR A e
MW et e, B TR R W T T 1A .

1 ATEHEMNESEHET

1.1 AT BRI

BEPR AT AR B4 2 — Ph B B A R SR RN, fERE R
JE K o B AT AN R 7 BT, KRR RIL 2
FEfE, PR B AN E DR 8 B R AR, BnE A
BN, NAEVIRRE M T 5 2 D) Re ik % (Grave-
ley, 2001; Laloum et al., 2018). &R A 48 55 ) 3=
BRME NG FRE . SR FEEER. wARS AL
R DA B AT AR 3 52 AR A37 4 (Laloum et al., 2018) (1),
i, R I R LI AT AR B S R NS R
(Ner-Gaon et al., 2004). %A1, A L8 #: 54 T
E A R & 1B %5 1Y 1 (premature termination codon,
PTC), "l I XA T HImRNAZEZS (nonsense-me-
diated mRNA decay, NMD)i& 12 F#f#, M iz 5% 5t
AL, R R A, I AR AE YN AR A
FiiR3EL (T 82 (Lim et al., 2020). [FI, 24mRNAR: 574
W AEAE B T U B2 HE (upstream open reading
frame, UORF)i, #ZBEAS R e 45 A HF1FUORF,
SR Ji5 252 TE 5 AL X9 98 A 0 B A% W A B T A
B, 43 EmRNABY 42 S b 1A B Bl 40 ) 2 A Rl
P(Calvo et al., 2009). AJ A8 By 4 l BYREAA AL, T 5T
AR th 5/ MZFER B A (small nuclear ribonucleo-
protein, snRNP)41 %, fu#EU1 snRNP. U2 snRNP.
U4 snRNP. U5 snRNP#FIU6 snRNP (Will and Lhr-
mann, 2011). U1 snRNP [{JUT/MZRNA (small
nuclear RNA, snRNA)if i g it B M xT 55" 8 $2 007
HMGUFFI BT X a2 A, AT SEBIXS B5'BY 4547 s 1)
W5, U245 B IK 1-(U2 auxiliary factor, U2AF)ii
i 5 3 AL R AGT FI AR BLAE AR R 3 % . U2
sNRNPZ 51550 3 fiF 41, 8 57 3 U 91 &
FLP I X SadE AT Bl A EL RO NS, SIS 43 S AT B
44 (Laloum et al., 2018; Paul et al., 2024), U1
snRNPZ: & 216" 81447 i Jm, fHEHE&EARE T,
TEE R A #)(E complex). b )5, U2 snRNPZE & 2 43
X EJPH, HE AL GAES BN £U1 snRNP
DA B ARG E AR R A BEAREA, TERAE EYI(A

v
IR A
Y
RTAmRNA N
ﬁﬂﬁiﬁi?ﬁ%:@:@i} |
ﬁf‘i?@lﬁ@i:@: — —r——
HETRE = > ===
LI L e e e S e e —
A AFSHRSZ AR, === > ==
B A e T AR BB £ B KA (S F Laloum et al,
2018)

Figure 1 Main types of alternative splicing under abiotic st-
ress (refer to Laloum et al., 2018)

complex). fif5, U4/U6 snRNPFIU5 snRNPIA, &
WBE &¥)(B complex). )&, 4id— RIS E
HE, U4 snRNP## 5, U6 snRNP5U2 snRNP 2 [ #H
AR, TR A A ST CE & Y(C
complex). CE A& 2k FE g [ b7, 5€ Bk AT A% BY 452
PRI T, FR SRR EHAT, &R
AN A I mRNAEY 42 57 74 44 (Punzo et al., 2020).

1.2 AEHENFETET

SRE FEF 14 52N RNA R 1125 7 5 (RNA Re-
cognition Motif, RRM) RNA%ZE £ 45 kg3 Fl 14K 5 ]
A% 1) C ity ¥ 28 IR/ 22 24 IR & 5 45 74 35 (arginine/serine-
rich domain, RS) (Manley and Tacke, 1996). SR%&
HZ 5 BRI 3 1S, 8456 2R e 1 By e
ST EUER TP A M, 5] S BRI A T A Ak
LA g, e 7 (Lopato et al., 1996).
SREHANEG THEMULTE, WTEMEHUT snRNP
5 5"8Y 1507 55 (1) 45 4 (Zahler and Roth, 1995). 4SR
WAL SN B, Gl RSN A 42 R
asa, IR, MRS ENS T
LR, ATRESHIHIBIEE. SR, X FhnRNP (hete-
rogeneous nuclear ribonucleoprotein)&E 1, i
BRFR o7 B AR B e s A, R AR RS DBy
B0 TR [Fl(Erkelenz et al., 2013). & & ZR 8/
¥R IR BI#2K 71 (serine/argininerich splicing fac-
tor 1, SRSF1)ifiid {8 F 5 RNASE &AL siAH & )2 1
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¥ U1-70K (U1 snRNP 70K) i) RRM #f # £l #if 14
mMRNA, Z 545 B 8T8k 20 3¢ 44+ (Cho et al.,
2011).

2 AEEYIRE TEE T BT

2.1 EEA TSR E N

P IE A — P AR, S1E G AR AR
WA AR, - BOEY A i 5 SR AR 550 A2 7= R 77 AR
(Barnabas et al., 2008). Kk, Hff 75 K ] AR By Bz 4
(ENERER LY/ )R S ERE N S R e e s oy S O K
TE T 0 il S PR R a2l it — R A A B FE R
LA iR, WISRER 3 BRI A mRNATE 4% (B
2), 3k A sh#koe J v (heat shock response, HSR),
AL FE WS K 5 5 5% K1 (heat shock factor, HSF) Al
P A K 5T 8 1 (heat shock protein, HSP). 7£#4 i
R, Y FIHSFIAEHSPR L, Y& 2
S ITHSPs,  LARDE R RL0HT Ok B Bkik, 18 9 i R
(Rosenkranz et al., 2024). 7E3LrE ITH, HsfA27E #
RN 2 RAEATAR B, P AR A PR T A R 1)
B H2A8 f (IHsfA2-11) (Palusa and Reddy, 2015). #if
FORIL, 1EZ MEAEA Y I E (B 45 # U iE ) N HsfA2%
K5 FAEAZRHSF iR m, X R WIHSIAZ 2 AP
18T 53 B R G OB R 5 K1~ (Nishizawa et al.,
2006). TERHME T, W I HSTAZ IE [A) 15— Lk
HSFALY] 615 5 Ja G S B R 308, 11 e KA e
TEIRAF I A R RS2 (], H HSTA7E 4 RF K e )
MR R AR, e —Hsfs (WMHsfBL)7E#F
S 3R A A v ) 4% B 9F JE 4 7 (Charng et al.,
2007). LRI 2 AR o e ¢ (K 5~ HsfB 1 ATHsB2b
AR Ry i sgc ) BT -1 A7 1) 1 755 #4055 3 I HSFs ATHSPs
(Ikeda et al., 2011). Ei%5(Medicago sativa)+' HSF1
B AT AR B U E T BB RE S A S 2R
T R ) # Bt 4 (heat shock elements, HSEs) I,
T T 5 M A S 35 R ) 9307 (Ling et al., 2021). 4HLFS
TrHSFA23 2 #Praa i 7 AL AT AR BT 5 . ) m, 40
P IT %)) P 5 5 T AN IR 9 B b E R 2 3 B HSFA2 A
AmMRNA E R AMNE FBRERER N & FOREE, JF 7 AN E
L FTHSFA2 mRNANEZY: HSFA2-I. HSFA2-11F1
HSFA2-1Il. i, HSFA2-IIE A NS 5HSFA2%K X
FYE SR, e B NE . R R R

NI BB AT, W TR m A A R A
TR ERBIBCN, nIAR B PR B R R R
K, PRI Ak, T RE SR AE A 1IN #4ME (Ling
et al., 2017). {EMEIBT, HSTA2/= L3 By 248
fHsfA2-11I, HsfA2-11144 65 S-HsfA2, JE R —ANIE 1A
1) H IR, S-HsA2 AT g HSTA2 L R Rk, (N
TR 58 4 BY B2 1 HsTA2 A 227K P K iR #2 & (Liu et al.,
2013). WFFLERM, fERMEKL T, KEW FHEY
HSF 2 A 521 1% 53 (4035 7 (Solanum  lycopersicum)
SIHSFA2. Tk (Zea mays) ZmHSFA2BLL K [ &
(Lilium spp.) LsHSFA3)M A A8 By B2 4 0 2 42 iy
FE AR PTIPE, eI R A HS F 2 DR 5 0 j 3 7] 48 B 2
J& T — R 51 1) A B R E HLAT (WU et al., 2019;
Rosenkranz et al., 2024; Song et al., 2025).

SIZ1 2w FAEMFE I KL —FiSUMO E3i%E
B, 2 5% R T ISUMOLIEME, 1 i
FE 0 N #riE (Miura et al., 2005; Yunus and Li-
ma, 2009). B J5 IR 7K B, SIZATERL R I A [F 4 21
W RIS, TR E RS R RE KT . R,
P IE R SIZ1 38 ik SUMO KA 1 18 715 % 3% IR 1 1 i
PE, AR 3E— 28 g i R PR T B 1R B R (AnHSP70 Al
HSPOO)FK A, AT %5 4 40 B 5 L 18 (Ishida et
al., 2012). fEHRPE T, FEESUMOLIEH L 5 42
A7, Rk I S8 B 452 (K] 1 70 BT A s B, AT
BUE AT ARMRNAR BT, X PP O mT e A B T~
A REE IMRNA SR R, 32 17 e B #iie (Jian et al.,
2023). W5 KL, ULEE IF SI1Z1 5 #5248 4k SSV2
SSVSTEMRMIM N AEMA, —HiELRmLFEMEA
JiT, ERRSLRSEAE N E AR SUMO E3iEHRG K
PEAEHT; SSV24 T # SIS 240 i o 5 2 1 B o 4
ARz FACBM, S BT AR E s )
fE. ULAh, 7RI Trsiz1-298 45 fh vh R TASSV23 [H i)
PE R AR AT AN ERE ). IXSUEE R, SIZABY %
PSSV 21E A T UL G T i S s i el T HL A
Yk F (Kwak et al., 2024).

EFE T, IRELW] LARIA 25 1A IRE1a
MIRE1b. EHWPHE T, IRE1HIHAMAIRE LbiE it i
TS FbZIPEORTAMRNAE .2 5 Ll 4h &
F13 (BIP3)IRiA, #Eifiiis RO . milRE1aft /&
EH I 5 RIB B R, ZJEBRHIKE, X%
B #E 8 75 T IIRE1a F 2 FEURE1afE 5 il B 24
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A B

BEERNE

SRPK SFC SR

SRPK SR@

_ - EEMXEA D9
EEHEEA 58 AWZAXREN SS

SR
(E22

== B B #ifAmRNA

W& TiRE
mRNA

EA Pk

B2 EWEEMARBEEABE T, 5828 BAEERSR)EA RN TR AEMRNAREZNLE (2 %Ling et al., 2021)

(A) Y IEH KB BT BT R4 R BB X B (FE IR 2644, #A . 2 [l (heat-responsive genes, HRG) AR #HEEL L AR
ik, KA F (genes responding for growth, GRG)IEH KA. SRE& A K AR RR(BIG, mEH:H 72 A (splicing factor
complex, SFC)H [1]SR& H (SR protein kinase, SRPK)HETHEIRIL), WIS SHMM T, A KRR B HIKER), (B) Y
FE LR e R w] AR B R X R (R AR R BB (19 0, 32°CHFEE6/NI) T, A dE % T SREERIZE N I HRGSFE#E 35 /K T H s, 1
FRALISRE (12 5HRGsHIH I AL BY 2B A8 85 1%, [RIFT GRGSTER4 3% /KT L. 545k F GRGs I A Bt i BR 1L SR
BEBTE, AR RIThRER BB AR . R AN LB AL A K R i AT 52 A R e R R EE); (C) FE AR EE Hba T T
A5 B Ak o P (70 L S (Bl 4, 45°CHAE:90 81 T, EIEHAE FSRIEFTE W N HRGSTE R FKCP BT . 2R 1T, 70 Hia
TSRE A EBERRAMI I, HSRPKERZ F1HE), FETREMEBER T, MWMEHRGSHIGRGs N & T (& B I ¥ kA E4H g iz Y
R, RAFHIREM AR T Z WD Rk, 400 R 52 8 G RUE B A OCE A A EY) . ASF: TIARBIRE B X izl R
g

Figure 2 The mechanism of precursor mRNA regulation mediated by serine/arginine-rich (SR) proteins under normal condi-
tions and different degrees of heat stress (refer to Ling et al., 2021)

(A) Schematic diagram of constitutive splicing in plants under normal development (under normal conditions, heat-responsive
genes (HRG) are not activated or are barely expressed, while growth-related genes (GRGs) are actively transcribed. SR proteins
are efficiently phosphorylated (e.g., phosphorylated by SR protein kinase (SRPK) in the splicing factor complex (SFC)), thus
participating in constitutive splicing and generating many development-related proteins); (B) Schematic diagram of alternative
splicing in plants under mild heat stress (under mild heat stress (e.g., 32°C for 6 hours), HRGs including heat-inducible SR genes
are transcriptionally activated. Phosphorylated SR proteins participate in constitutive or alternative splicing of HRGs. GRGs are
suppressed at the transcriptional level, but their pre-mRNAs may still be alternative spliced by phosphorylated SR proteins to
produce functionally distinct isoforms. Through this mechanism, plant cells produce a large number of heat-tolerant proteins to
cope with heat stress); (C) Schematic diagram of alternative splicing in plants under severe heat stress (under severe heat stress
(e.g., 45°C for 90 minutes), HRGs including heat-inducible SR genes are activated at the transcriptional level. However, under
severe heat stress, the dephosphorylation of SR proteins (e.g., caused by the deficiency of SRPK) leads to a deficiency of active
splicing factors, resulting in the accumulation of intron-retained transcripts of HRGs and GRGs in the nucleus, and leads to an
extremely low number of functional transcripts. Therefore, there is a shortage of heat-tolerant proteins and development-related
proteins in plant cells). ASF: Alternative spliced fragment; X: The process is inhibited.
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1k, DAIBE AR B R . IREADAN S5 1) A A% B 432 4 42 DA
a7 AT, fEER. SR AVE IR L
BE NSRS . TEKFEH, OSIRET A1 #4 )
i B Rl OsbZIP74 ) AT AmMRNABT #2 . 2% 3R B,
IRELS1 3 (1 bZIP ¥ 57 [K -1~ 2 i Jik [R] W] A% B 452 1 428 4
Wy A 38 2 — AR OR SF AL (Ling et al.,
2021). fE/N e, IR T 5 KT TaHSFAGe 7L #4 M.
WOR WTAR B AR 2 R B D B S AR TaHSFA-
6e-I1F1TaHSFAGe-IIl, — & dat )& 3G 9% 73T
PR TEE 70 (TaHSP70)3E R i s im k. IEAh,
/NZEIE I AT AR B B P AE TaHSFA2-IIl, S 5(Cli 14
A IETR IR I K3 2, 1T 3G R TaHSFAGe-II 1) i
STEPE(Wen et al., 2023).

2.2 EFA7THEAEEYSENm
A B AE R —Fh B LR AR AR Y a7 E R A
YE K & B (Miura and Furumoto, 2013). 7E{KIR
e, HER N K & 2 R R 1A 5 A (differentially
expressed genes, DEGs)7 7F % 5 14 57 #2 (Butt et
al., 2022). {75 5 HOAE A A AR BT AR A TR . ],
TEFNEE TR, 8053 25 R 7E VA 1B 40—60 7> B 4 RIR 2R
B E W AT AR BT, 5 B R IR R R R
MR FEAC, XA Bl T-400 e I il B AR Ak, AT g 2
fiirifi (Calixto et al., 2018). & K I A8 B 2 7F V4 g 7
AR, AR IT 2 A8 i R S R A
RNAZ & & i #54>DAS (differentially alterna-
tively spliced)J& P55 3 (e AL W 7 2 BH, mT AR BY
FEJR BN N UL, X AU ¥ Wi AR 25 i 5 2 b
H#1FH(Gallegos, 2018). R T, ZtH(Camellia
sinensis) 1 CSWRKY 2213 i A 4% B % 7= A5 AN [ 8 32
Ak, H A CsWRKY21-b7EfKIE F3Ri& Fi HE AR
FrEIGIN, B IE I H ABA S A O R R IA TR
ABAF &, MM SR Z W (1 214 (Mi et al., 2024).

K TR AT A B o A ) e s 2 L G A DA T 4
B £ 27 :(Calixto et al., 2018). 7] A8 By # 4
W 2 V% 1 38 R RIE A B RAE N O R . B FRR B,
TE A W8 T /N 22 o DREB2 [7] Y5 58 Rk AE AT A8 81 432
FEAEAN R B AR A, T I 8 B 45 A T B 5 e A )
XV 3 i N (Egawa et al., 2006). 7] AR BT 2] fig
23 5 R R R R ik, AT 3E ¥4 91 4k i 72 (Calixto
etal., 2019). BJH A 1 F B HE AL g 1 T Ui

DRI AT AR B A A AR B iE T, # R I i o o Ty
SRAhNRNPH: R ) il AR 8T 4, A BT 42 R 7 = B2 AIE
PR A A AR, 5 B DRI PR S, gk T e S92 4
la(Syedetal., 2012). WFFLFRM], — 1tk N5 2K
A AR B2 A /N T3k (small interfering peptide,
SIPEP), X %8/t JI i i Ik T (peptide interfe-
rence, PEPI)ff [a) i 7 #E 5L KR 1, ) it P74 hie
Wi JS2 P T B o (RIS, 25 i s IR a0 W] AR BY 2
7 AR B Gy BY S A AR B T SR ) DNAZE & fig ),
R85 A7 o 42 il B R K 08, T 57— 28 S b 44
TS S I B 5 AR D7 3K, R e A AR T P 3 )
i % (Seo et al., 2013). A AR By e it 72 = 14 A 5 AN
[F) Tl e BY 42 04 (1) B A7 e 24 38 o ol FE A BT,
K% (Manihot esculenta) 55 3= 21 Y f n] AF By 4%
HAFEE I RGN, Ao A 1 38 A R S e )
B OR B AT AR 3 2 AR AL p SRR BRI . TAEA
%S T, SREFmMRNA Y@ it e AEH 7 e
TEREAR L DR AR B 42, a3k T S50 SR 74 Jolb I ) 4 A e
SRR A ARME(LI et al., 2020). _EIRBFR R, Y
T 3 R D] P] A B v N 74 Bl R A 28 7 A — b
ST AL LM T YR R AL ) R IA R B v i aE; Sy — A
T8I By 7 R 5 DNAZS & 855 & E A HAE R
ISR%S IS

FEVR I8, 5 R T A2 B 1 52 31 4% o 1 1 52
M, 3 ek A VA Pl A ) 73 % R D R ) SR i sk
T N 38 . B, TAS1ase —F K B 3E g il
RNA (long non-coding RNA, IncRNA), FrJ4FgyHz;
{2 A B 42, TASla/@ R F€4 I B g bR A e K1
1374DASH K 2 —, TASLlakk[H 18y 82 % 2 1E %
R RAARA, BRI, FHULHASIRNA (small
interfering RNA)[¥17K-F-[%1ik(Calixto et al., 2019).
RCF 12— RNAME gy, Faid 4 #7 % i b7 AH 5 5
DRI AT A mRNABY #2218 51X S B[R ) 08, 3k T 52 e A
YOI FEE, HF) E RCF1E 5 Hee 45 I8 1 3L [H 7F
F, MR A2 2L DR R IA 2%, DLR ST AR 0% ¥ Bl ie
[ty B (Guan et al., 2013). SME1/& I I+ 5 H A%
A=) SmE SmE L A [R5 1) & 5, SME1{2EU1 .
U2. U4HIU5 snRNARAZBTHEERR R, 5 BT 04 (1 2H 3¢
FEvE B A HEAEH AER AT, SME1 TR M0 B
AHREE . [RII, KZHOZSMETIER N & IR
- FEUE A HNMDHFEAIMRNA, KU SME11#
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PR 1 ¥4 B35 R Hh SR D Rk IR ()% A 7K P (Huertas
et al.,, 2019). CBFsiiid SmEb & #filt: i AmRNAR]
AR B 7 ) 1 T €A RO S, T SmEDbiE i BES 14
BEIE S 65, 2T R T SE A B E T CBFE Rl 3R ik (Wang
et al., 2022). 4} & (Nicotiana tabacum) CINUM13E[#|
72 AR R 3N B H2 A A K 5 T AR K 3 R e e
YA K, HPCINUMLAAICINUMIL. 23 58 7 4 5 (1)
i 5 A1 G IR B 77, CINUML.334 58 1 i 1% 3 At F
(Zhang et al., 2024b). ix 3 B [A] —J& KA [A] BY 42 A8 44
FEARBERE V)BT I A AR Z AL, (RS 5] B 4548 4 1)
DIREAFAEZE 5 o

B2 [R] -7 R 2 A 4 v 82 94> Jle 3 7 T [ R R
AR STATZ — A EIAMRNABI K 7, #lFIF
STA1RIAZA AT S, @i T AT AmRNAT] #2
Wi v 4 i (Lee et al., 2008). fEAMMHE T, /KigH
OsRH425U2 snRNAE#AH BAEH, XTHTAmRNA
BURE R OCE L, W IR R HE I B mRNAT
AWy (Lu et al., 2020). 7E/KFErs33% B4k H, RS33
{10 R R 5 K S Mol 2 i 8 R R A T AR mRNAEY 2 57
AR UIVA A TN RS3338 ik 4 5 i 8 AH ¢ K 7 ik
MRNAIE & 3542, {2 3FFE ke 5274 18 (Butt et al.,
2022). K TEOsRS33M0OsRS2238 /& ¥4 17 5 Bl 13 (1) 5%
BrEATIE | TOs03g0701200F10SCATC 2 /K FE 4
o T 87 ) B LA IR DN, FH T KRS 1 ¥ A T
%1% (Zhong et al., 2024). W5t E B, 1£4:(Arachis
hypogaea) 1 7 1. 28 1~ ¥4 ifs 5 AhNDREBs f18 1~ L f5
DAS¥ISREY 2 Al -, 1 e 75 ¥ i 37 o i 8 224 H
(Wang et al., 2024b). {EfJ#}(Broussonetia papy-
rifera) 11 % 5E 141 & & L H RS 2R (SR) 1 BY
Rl F- ], H 54 SREL R E V4 Ab BR12F124 /N J
PRI 2 53Rk, aX 3% B SR [K# ik v] A% BY £z 1
R R VA i (Yu et al., 2023). LUC7/E U1
SNRNP [} 4L 73, X n] A2 B 2 HLAG B B 1R A,
ARG LIS B AL AR AR T e SORN3'BY 367 45
WS, LUCTIE S 5% i RN &7 B85 B0
o HbAN, BB, BEAE AR NS TR R,
LUCT v fe i ik 1 15 1 26 Py 55 7 10 57 422 g 2 74
(de Francisco Amorim et al., 2018). 7EAHE T, /K
FAOsRH42E  FI R A &= i, Hoidid 5U2 snRNA
S TEMRNART A BT B b RIE EEAEH . fEdRIE
OsRH42fE ki, i & IOsRH427EU2 snRNA%E &

B33 AL R SR Ak R4 A, 2 U2 snRNP. U4
SNRNPHIU5 snRNPHE & B 8YHEk 1, MR T 5
EmMRNABY #2812, T HOKREXT A BHE AT 52 (Lu et
al., 2020). iAW R, SREJEH 7L KLUCTE
BY B0 R AR I RO T T IR TR AR A e B 3
R ICEIEF, AR XA Wil R By FE A A
ST KT AT IR AT, DA B 25 K] v A8 B 42 45
A P L 7 (R 4 P 4

2.3 EEFEHEFEEYTREN A
TREMHEYEKKRE  EAEED A 72 ) B3
MR 32—, S ARME AT RFE R A4 B K B (Ings
etal., 2013). FE 4 A A 1K 22 B0 R m] AR B 4 44
HNWE TR, SR 24K 5 (Glycine max)3Z 3|5
JR B, A B R R B R A 2 I T AR B A
AR T B ER AT DM E B S5 A 2 RE I, AT RER R
IE R ia ) — R 207 (Kim et al., 2024).
TR, MK G 5 H 56w B T 5L iy 3 (1 8
B2 X 7 (splicing regulatory factors, SPF)#HJ¢%k
RIE T 5564 AT 7RI AR B4, v 3 2 A4 55t
A AR BYEE RN A 7 B ER o5 2 %1(Song et al., 2020). 7t
IKFEFRF-r, KPR BR 28 B AR 2T DLId o 1 42 8 422 A
T AH O 2k [N SRI3 A SRAO ¥ 2 34 T 1 & kK 1) mf
AR, IRk, R KRR R B R
(R BRI SE, 2020).

FEL) SR D] ] A% B 2 £ AN [R] 288 714 e 42 v o 87
BB H R LS B A RSP R T AtSR45a i
AtSRI0 1) 1k Rl A] AR B F2 52 IR G B al P 4%, £ RS
FREE e 75 T Ak ¥5 B EE Fl (Tanabe et al., 2007). 7&
T2MHa TR, K25 SRIE K K 874 R Kk A A8k,
F A SRER [ AT RELE A 25 i B B b 3 A Ok $EAE
(Gu et al., 2020). 7f£ETEMia T, I35 (Brassica
rapa) BrSRA5aE [Klid F ik £ oiR - 5 i i 5 [R] ) B
PR, (et R A . [RIRE, BrSR45a3kik
SO I 1 7 U2 AF £ 5 e mig 82 o () B9 456482 2 (Mu-
thusamy et al., 2020). & H#(Populus tomentosa)
PtoRSZ212& — M2 W RKE AR & L BTHER T, =
iR R T AR B g A, ol S0 B R
PtoU1-70K&5 &, i Ok B 363 A A AE A A4 A0 v A% 1
TEHiEF, & AMPoRSZ211E K IE M 15 K,
JE I 1 5 PtoAT G 2b 1) BY 42 54 W A4 7K 43 F) FH 280% F
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PLi¥ifE /1(Huang et al., 2024). £ T5WHA N, #lE
Ir g KIA AR ERSZFK K K 5iMeRSZ21b L A, fig
PR TR A ALK, ek, MeRSZ21bid i it ik /b
R B H R R SR R G VR I A A T
B R ERNR/E I (Chen et al., 2022). EiR#fFFR%E
BH, SR R 20 AT AR BT 45 v] B 2 A R A A T 5
o 3T 7 (R PR SR BILR o SR, AN TRIAE A R RSZ KRR
T B IE T I LA R — 2D I B

W9 KB, KIEOSDREB2H2FH 5 #4544 (OsD-
REB2AfIOsDREB2B) 7L = i fl T F il T 22 7 3%
iE, DL B 385 8 (Matsukura et al., 2010).
ARG IT I A3 AL S AT AR B4 77 AR T B SR
[A-F1 (Zinc-Induced Facilitator-Like 1, ZIFL1)¥iz
EA MM BT EE R, Horb A R T AR 2 L R
e R AT AR K RIS, T B ZIFL AR e A
A ALAR AE R B SR, TR FLIE AL, A S
HFRTE S (Remy et al., 2013). F2MHa T, £X
ZmCCA1 87 % 45 {4 35S:ZmCCA1.1 11 35S:ZmCCA-
1. 3t kDR 1D AFLRT 32 AR K FE AT X R 2 3 3 v T
PP, HZmCCAL LTE$ iy 5 R 40 B I AR vk i 2
77 1 5 45 %%(Tian et al., 2019). £ kZmPP2C263%%
PR3 i 7] A5 842 77 42 ZmPP2C26L M1ZmPP2C26S
P A A, X 24 S 4 o I 2 % IR AL ZmMAPK 3
ZmMAPKT i[5 8 5 F i 52 ¥ (Lu et al., 2022). £
b, FETFRMNATR, KA [F 3 R R A B H2 ¥ ) ge i
FR, [Rl—PFR e 538 T RT3 AN [ R T AR
BYRZ BT R, (H X B [N 2[R 2 A A7 TEAH AR
F, BAK G fa] FAEATY A A5 1 B

U1 snRNAJ —Ff K JiZ J560-300 bpff]/NRNA,
AET HAZ A AT, Ul snRNATEBY £ 7%
HREEEAEH, 25055 8 847 2 (Liu et al.,
2020). fET-SEWraF, AtU1 snRNATT F ks i il
LR IT T R AR R ma N R i, FE, &
55 5L iy 1 e B AN ABAE 5 18 12 (1 22 S 3 08 5 [ A
MEFEBEEREES M. £ F£HiET, AtU1
SNRNA T % 1 10 7 I 18 Pk & 00 L 3 it ) i 32 4,
FEEMRB KA EEE R N, HidFREAU1 snRNAEFE
T AMRNABT B S R AR B2 AR, & T
PR B Bl o AT R pE N, IARS B AT AN G AR
MR 2 B gem, S8R R BB AR AR
[FIET, U1 snRNAREDS hias ot o] AR5 8T F2 47 s HR T4 50

AR, AT a2 S o B AR A R A . TR E T,
AtU1 snRNAGZIAISPCHI BT 4, SER L%
FEBRAG, 1% R T 305G 982D 7K 73 288 S 3k v e ) - 5
fhifi(Wang et al., 2024a). iR #F 75 % B, U1 snRNA
TEREY) il I 2 S A B R i, a0 iR e T R b
AR OCEE R 2k L /b o B B A AR DA S A
AT ARMRNABY AL, SR 2 75 A7 76 & 5 T (1) 1 4%
B W45 42308 o

2.4 EEFEEFEEER M E N R
LB ERA R — P E R AR E, BT AL L
B AR T REM L, WORHL IR &) TR A K
A=y, b At SRR AR 4 7= 2= AR & %2 42 (Zhou
etal., 2024). [Ft, BFFAEYTE MG N AR BT H: )
VPRI EE, EEE T, F AR E A
BB B2 m T IR, oAb B Bk ERAE £
b BRFE A A g g L, 3 PR SR e (i a3 7 AR AR e mT
A HIEAR K (Gan et al., 2024). BIFLRIL, HhE T
U T R AEAE 15 5 0] AR B A G I B R 7,
F10 i s & 2 Z RS E IR (SR)ME AW, A
o SREEH N & IR BRI D, T 8UR W e s A ik b
AN R SAKEG N, AT 58 7 REAR OGS SR B 1 i 52
P£(Ding et al., 2014). 7£ #: 8 F 19 H % (Glycyrrhiza
uralensis)®f', MPK4. RbohD. SnRK2FIETR2%:3
RT3 3 ] AR B 452 08 i A (] 26 R S R s 1 Ll g, 3 T 1
Rl a2 S ) AN S I T S R N IS G T
(Yao et al., 2024). HHWFFRKRI, KIGHIEAE—Fh
B2 A 7 OsSCR106, H T fit 5 U2AF354] H 1
H, 25 5 8 AH SG S5E N 3 By B2 A ik £, AT
WK RGBT £h 1 (Alhabsi et al., 2024). _EiR#F 5%
B, 7ESEMME T, SRR A 32 B i 5 R w] AR B B
75 3 v X R 3 P iR A2 1 (1)

175 7F SR45.1 T 7 38 1 i 45 SOS K ) ik,
TE A% B T A2 7S AN T 5 P 7 T e 2 224 H (Alba-
gami et al., 2019). #ia T, WFEIFIT
SR34bif i 8 2 T i 4= R IR T 11 BY 422 A £ e 1%,
WRIRTIEAMNHMRER R, IRTIEAEL S5
Wi R B SRR R 52 1 (Zhang et al., 2014). LR TT
SADLHE PRI %55 35 $ vay 1 ik DRI R o 2 9 2 g
VA G J5 R R B 4 R0, 30 TG 44 v A ik DRTAELAR PR i 2%
PE(Cui et al., 2014). SKIPZ BT B4 (1) Sk 417y
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22—, B EES AN 5 — A5 SRASH HAE
F, deRFBYREAATIAE, FEIHAT LN W AR BT 2 (Wang et
al., 2012); fEEEWMETN, LRI SKIPH i 1 2 3y 4%
A B [v2) 35 D] R 75 i (AL A 7 AR T A B B2 AT A
FR B D) B S A 3 IR A AR B 92, SR R AR X 2
Jir 38 T 52 P (Feng et al., 2015). LB FFAtULARZ BT
BRI G 23, 57 U AT AR mRNARIS BY B2 07 14,
[F) Fof AYU L AGE I 9 7 755 P S T PR AT SR (R 1y B 42, 4
FEUE VU ST, AT v AR 1) 26 1 38 T 52 7 (G

®1 R FEEY R AR AR S R T R R AR BRI AR SR R

et al., 2018). SICYP19[12/~r] A By £z 45 {4 (SiCYP-
19-af1SICYP19-b)¥) [ H#h 5 75 - (Setaria italica)t
Mif £h v, HApSICYP19-biE i T2 kifk, il i #2 = fili
AR O B AR T 1 A B T S 9 A% 1 A 6 1
(Zhang et al., 2024c). LRI, FUFETFSMIZ 0
1 SmEbf it 1 #% RCD1 nJ 4% BY )5 /b #5175 5 (1 41 i
SETZ, AT SRR IR (1 2514 (Hong et al., 2023). #
¥i(Populus euphratica) PeuHKT1;33 i 7] 48 5 4%
A PeuHKT1;3a78 /4, #F— P idid A8 By 1 ik FE 2

Table 1 Alternative splicing-related genes involved in regulating plant responses to abiotic stress in different species

Yrkh S hhE it 7 2k
971 (Arabidopsis  AtHsfA2 YRR T B U AH DR R (1 Rk K P #JPpa  Charng et al., 2007
thaliana) AtSIZ1 (R T R 14 H S S R #Ye Ishida et al., 2012

AtIRE1 I A S R T bZIPEORT AmRNABTH: | #Jlig  Ling et al., 2021
WBIP3E (MR IE

AtZIFL1 PEA BT GR, R A SR DAIRME TR WA Remy et al., 2013
HE A G

AtSPCH FRARS AL, B Koy 28K T 5rie Wang et al., 2024a

AtSR IR TR AR BN, M Al Syed etal,, 2012
FRIL R ik

AtLUC7 S5 E AT W& F T EAR Y % de Francisco Amorim et al., 2018

AtSR45 SR45. 1V AL T SOSE KR IA Uit 88 #he  Albagami et al., 2019
TR T i 25 14

AtSR34b ESIRTLW B AR e AL IRTIE A R #h#ia  Zhang et al, 2014

AtSKIP 25 WAL A IR B ED)H
AtRCD1 RCDLA SR A ] /b £0155 5 A0 AT T
JKT#(Oryza sativa) OsIRE1 T A I 7 3 (K OSbZIP 7419 BT A mRNA
LLEES
/NZE (Triticum aestivum)TaHSFA6e  TaHSFAGe i) BY #2745 A ] 14 5 N JifF # iR 70 2R
T 32 PR e SR
& F#(Populus to- PtoRSZ21
mentosa) R g
T K(Zea mays) ZmPP2C26

s

%t (Camellia sinensis) CSWRKY21

I IE

4+ (Setaria italica) ~ SiCYP19

TH kR

#i# (Populus euphra- PeuHKT1;3
tica)

K E(Glycine max) GmPeNTL9

vl
AtSAD1 T2 5 e v 7 3 R R B R R

CSWRKY 21 /¥ By B2 (A HI | ABAST i FH G 3L A i
BN R T DU m IR R & B AR a4 i
FEAPeuHKTL;3a%b /K, BuZs B Fik it Ehihia

B R BE DU R R 4t
GMSNRKL.1 5% s (K] 7~ {3 PR AR 52 1

Cuietal., 2014
Feng et al., 2015
Hong et al., 2023
Ling et al., 2021

S
S

=3
=

BB OB B B
=
&

=
=

i Wen et al., 2023

I 7T PtoATG2b ) B4 5 AE MR /K 22 F] 2 ria Huang et al., 2024

ZmPP2C26(1) 2™ BY #2384 [ P 5 T 51 52 T e Lu et al., 2022

Mi et al., 2024

Zhang et al., 2024c

Lv et al., 2024

Liu et al., 2024
W Liuetal., 2023
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T KR SE R g, 1 A PR L 25 B 38 R 3E B g
(Lv et al., 2024). GMNTLOAIGMRSZ2257 445 {4
T WOE U A TE PR R SR A K S B R A 5 1 aE i)
iy 52 ¥; GMRSZ229 Fh By #4843 1] 5 GmU1-70K
FHEAEF, AT RE TR Eh e e S 5 DR ) n] AR B B2 i
(Liuetal., 2024). {E#HPiE T, GSSNRKL. Lidid 77
B R FiE PE AR B R TSR R RIA, R E
TPETRSE AT S A H R, 3R P R AR R i S
P (Liu et al., 2023). HHIF TR, EhbradEE 7
7T SNRK1 g, d H % 12 1 SRRM1L, Fifi j5 SRR-
MAL5UA-70KAH BAE FHE N BT R4, T4 NFYALOHT
RMRNATFT AR BT 32 72 £ ThREPENFYAL0.1 78 1, 1fij
NFYAL0.1 i 2 15 w3 58 4007 7 % 25 e i b 14 (Sun
etal., 2024). FIRBFFLR, HF WA BT E R Y
e )97 6 i iE 32 @ DA R 2468 2347 — /& mRNA
B 52 A Bl BY 42 20 43 38 3ok A 7Y P A v 18 A 5% 3 1R (1)
FIEW BRI S, R IEREL EES S
TP 245 R 45 A T s R

3 RE

BE R W] AR B 42 H BN R R R AL, Fos g A
BT S AR AN R BT AR A, T P AR A AN [F] 1)
REMEE 5T o RIAE AR LI IE R w] 7 AR AN [ B AR
P TETT R FREE R )7 o ASCERIR T 3k R v] AR B 4 7E 1
FEARA a7 TR, ARG AT AR By e i ¥
T S0 8 5 5 TH ORI T R . AR, BT
iHiTRNA-seq. RT-PCR. It %t K EW1E B 2Ess
FOR, T 7 A FEIRE AR AR AL a8 T IR 22 S 1 R R
PR B RS, PR T ik DR T AR B AE R 4 R A o 8
AR 8 77 T LR, A AR SR 38 P R AR
KBRS Y H B8 5 | B, R A T T e AR
F¢J5 [fl(Muthusamy et al., 2020; Hong et al., 2023;
Sun et al., 2024).

H TR DR AT AR BRI 1 S 2% 1, B AR T
AR B R % R A W) R R A ) 3 R AL A A AT A
EVFZ S, FEAFELL 4T

(1) BHTSEnvr Z WA e T s
A 7 K R T AR B M e el e 2 1, AR
V2 BRI DI Re AR . Ak, [ — 2 A R BT
AR ARTE AR A Y 38 T 1) EU A AR A TE T 52 1 T

THI P 3 SXATY A AR5 1 B

(2) TEVEEA B T AR B 470 S 2 70 1 B PR A R
PEUE AT, KRG OSPIE 142 PR B 432 S5 4 4k Eb 451 7T LA
kSR (Zhang et al., 2024a), Aknliz [
S AR LR E B, Pk R A R AR ]
RN B AR, iR E B EARR 2R
BIVERHT A o

(3) B AT AR A 3 AH DG FE DR ) AR By AR
B 9T = BEAR TR AR — P R AR W e B B — 2 K
o, X T2 YRS A A TR AN [F 2L 2L ] AR B
PR o DR, AN () B AR AR AR A A A [ H 2
DA I R E B B0 2 A 4G AR AR W 38 BT EAE 2
KR BB AT Z

(4) TEREYR, JE DRI P] AR BYEAR 78K 2 B 7E ]
AR B A I AE WA B KB 4 B FORE 58 BT 4
AR (40 Th B A AT J7 T, E X T A 2 e J e 45
5, JFE BT AR BB b R AN AL

ZE b RTIR, PR AT AR BYEE AR AR A e B AR AR ) e
Ji T EA EEREER, B ZHHIIAE . KR
[T 0 AT SR A A v 82 i R S N I 2 AR AR W)
Foip 2 SR A ER R AR

{F& STHk = EA

RERAR: FEEIRSC. BEOGIR AL EER, REE A
iEE: ZHRBY; FIME: BRRUREIFE
B
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Abstract The external environment severely affects growth and development of plants. In recent years, the increasing
extreme climates have posed a serious threat to the growth and development of plants. Understanding the regulatory
mechanisms of plant stress tolerance is of great significance for ensuring the survival and development of plants (espe-
cially economic crops) and their yields. Alternative splicing is an important post-transcriptional regulatory mechanism and
plays an important role in the diversity of plant gene functions and stress resistance. At present, a variety of alternative
splicing variants of stress-resistant related genes have been identified in different plant species, and several regulatory
mechanisms involved in alternative splicing have been elucidated, effectively advancing the relevant theoretical basis for
plant stress resistance in plants. This paper reviews the types and splicing mechanisms of alternative splicing in plants,
highlights the recent progress in alternative splicing regulation of plant responses to abiotic stress, and provides a pros-
pect for the future direction of research on alternative splicing in plants.
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