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Abstract: OsSCYL2 gene, a member of the SCY7-LIKE gene family in rice, encodes a protein that interacts
with clathrin heavy chain 1 (CHC1) and localizes to the clathrin-coated vesicles. In this study, the drought
tolerance of OsSCYL2 mutants, scyl2-1 and scyl2-2, was analyzed. The results showed that compared with
the wild-type Xiushui 134’, the mutant plants had a higher degree of stomatal closure on leaf surfaces,
lower water loss rate in detached leaves, and higher water content under drought stress conditions. The
drought tolerance of the scyl2 mutants was significantly enhanced as compared with the wild-type. The re-
sponse to ABA treatment in the scyl2 mutants was not significantly different from the wild-type, and the
endogenous ABA content in the mutants was significantly decreased compared with the wild-type, indicat-
ing that the enhanced drought tolerance in the mutants is not dependent on ABA signaling. The H,0, con-
tent in the leaves of scyl2 increased, especially in the guard cells of stomata. The expression levels of mul-
tiple Osrboh genes encoding NADPH oxidases increased, indicating that the OsSCYL2 gene-mediated
signaling pathway regulates rice drought stress response by negatively regulating the expression of Osr-
boh genes. These findings provide new insights into the molecular regulatory mechanisms of rice in re-
sponse to drought stress.

Key words: rice; drought tolerance; 0sSCYLZ2; abiotic stress; drought stress

TREEMAE KSR G R EZWAREY) &2 AE SN EZEIREE 50 T (Wrzaczek

iz —, AR EA W EER R —  %2013; Baxter£5:2014). 758 52 Bl i, 40 A 1
(Gupta&§ 2020) R AR, MR N TE R ROSZFBELENZRAA . o 48 A 4 i A R 208 1 5 44

T BRIRIIHLRIR R T2 il DURCRBRE IR a K, 14 s/ IROS 3 2 b e A7 76 40 g i

H /D HA F S (Tardieu52018), 7214 1L+
SRR ORE T B G0 e R A A R 2 DA
JHAEW)an ] 38 R 1 By AR BORAS SR R T 5 y
B AIHLE 7 TS T — S 2 (Zu552021).

T W) AE T8 52 T 5 38 B i 32 22 (1) PR s i 2 AL
il 2 — & i AL O, LAysk b e 7% 19 1
L 7K 73 (Schroeder®52001) . 7EHR/K (IR EE R,
YR B S 2 B hie, 52800 V& T2 (abscisic acid,
ABA) & A H G N (Zhang 1 Davies 1987). R E &
J ) ABAGE I A5 B2 A B S, ARk e
i V£ 4 (reactive oxygen species, ROS) )& 38 i,
i JE I — R E 5% T i FRR A AL B 9% A
(SierlaZ5$2016). [Al1, ROSHIA N2 T 5 Hpia e i
HIIR 215 5 A T (Cruz de Carvalho 2008). ROSs&
fRRFTEARILE, I A= RUE IR, &80 —RY)
JR, AAERLSA(O,) . HEMET0;). AL
A (H,0,) F¥2 3 H | 5 ((OH) % (Camejo 25:2016).
F R H,0, 22 A0 L AR 8 ) — 2RROS T, BAY
AEXT R P2 . DR e AE AR 42 1 2 Pl 2 ) 7
I FEH, HO, & 40 AN 2 (7], B4 i A A [R1 48

FINADPHA LS 40 BE b ()i S A g A i
E AL A R (ZhangZ52010; Kadota%52015).

TR 2> AR 4 L P ROSFa A5 7K 1 o W il 34 Fr 5%
(40 9 30 7K T, DT 6T e 30 A S 38 224 1 Wi B (Mettler
2002). AT, MROS/KFid i, i HROSTERR 24t
A SZ PRI, 2> 5 Bk W 8 B s A IR 2R 1) A AL,
AT 0 A A2 O R B AR K, R A ] AR R T
(Miller%52010). [ HLAEY)EAL H T —&ROSTE Bk
FG8, DAIRD BT b v e SO 4 i ) S A A .
Yk N B ROSTH B i 2460, 45 8 A A0 ) AL il
(SOD). T EALABHCAT) 25 B H Ik Id 5 il At
AANEE(POD) (Youds 2014).

SCYL2 (SCYI-LIKE2) 3£ [N /& SCYI-LIKE %:
FIE — R, A i & A e A T M &
HI 4% 11 2 49 _E (Conner #1Schmid 2005). SCYL21E
L F9 IF (Arabidopsis thaliana) A WA~ U1, 43 5
i 4 NASCYL2ARASCYL2B, %55 15 .58 77 (1)
AR KR E (Jung2017). FRATLE AT A 8 78 b &
P 7K #& (Oryza sativa) | OsSCYL2 R A5 — A~ #4111,
OsSCYL2E: R [ 5748 S B0t iy v HLO, & 23, 7K
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FE P H B0 B 1R 3R B, 9 LR 1 e A 9 R 1)
Ptk B, OsSCYL2 5 M 4% & 11 # 4 CHC1
(Clathrin Heavy Chain 1)f#7E B {F(Ya0%£2022). 7K
Fiscyl2 ALK 5 2 Hi I8 (1) spl28 9 A8 #k B A AH
ABAFR 2955 TR 3 ik 9 470 12 38 5 1 2 Y (Qiao 55
2010). SPL28%E 4 50sSCYL2—FE, 1% #% &
1 # % CHCI 17 {£ A H.1F H (Qiao 55 2010; Yao 5§
2022), X L5 45 53K B K AE H OsSCYL2- CHC1-
SPL28/1 ‘3 [ Bl iz fin ik 12 S 5K R AE W e 2%
R BIE S T

AT FE X sepl2 58 AR AT 5 e b #E,
S5 R Dscyl2 AR PRI 2V bL I A 1 5 2 3 o,
FHOsSCYL2 A M TR IZ i 7 T 2 5K
VA AT NS S ST R AL, A W RES
55 5 iy ad i 5 3 FE, ASAIE 7T 38 X OsSCYL27E T
B e e AR LB EAT T AL .

1 BPRS Fsk

1.1 LIy

A TS 2B BY K FE (Oryza sativa L) & FLFE
T a A 5 7K 1347 . RAZ K seyl2-172 —~ 18 H ik
1% Z. 1 (ethyl methanesulfonate) 548 $k 15 ) FL 3L
RAE, FEH FEK134 BIAZ T PR seyl2-1RAE4k
HHOsSCYL2FE N 545N BT R AE T 124N B ) Bk
% (Yao%52022). A A scyl2-2 & — A~ i i CRIS-
PR-Cas9J [K| 9 5 Ik 15 1) AR 4K, 7EOsSCYL2HE F
FVHME AN — D HBEEA (Yao552022), HTiicsk
(17K R R T 7E42°C A 1E R ML AR B E S di R IR,
SRIG TN 5 48 b FE4CC VKA th A Js 45 H
1.2 FEmBAE

W Fh T 7E28°CHIZE K HRiR 2 d, SRIE B
KRGV, PREFIRIE, fE28°CRE M LR d.
R ZF B 35 51 I M- R A AR K B & 96 Lk,
ASNFLIBCURE AR T, K & 0 Yoshida /K FE 7K 35
7 (Yoshida 1976), SR JE 7 4226°C . 60%HH X i FE (1)
NTAMEERAERK N TAERE A4 B,
10 hB W . RF4 dFEHe—JOKERR . F20 HIR14)
WM B3 LI E T, FRBOK, #HAT T
a8 R 25 18% PEG4000) Yoshi-
da/KFEE R, AT HAUT R b .

1.3 SRIKFENME
FHZK B4 T AR K20 dRI4NTE, BTELS Fr 554 5¢
SN — MRS, LRI EE VIR E R, R
I(25°C) MR EE TES . &R0.5 h (0.5, 1.0,
1.5, 2.0, 2.5, 3.0, 3.5, 4.0f14.5 hyid AL E &
BAMRBBAES . RKRITEARWT:
L_WTO—WTn

x100% (1)

0

Horh, WL IR RIK e WT RIS i ) 06 B 6
WT, %R T1En WGk EE,

1.4 FEXFSKERNE

B KBS 2 F R A K20 A4, A5 5118%
PEG4000[f] Yoshida 7K F& & 73+, 7E L0, 12,
24, 48, 72 hjg, BYHS A4 E AT N — M .
BT R S L RIFRE, R R RS ); AR5
Wt R e N ZE K R S R R, 3T K, iR
TR A R S P R K AR T 2R THT K 43 B E SR AR
FEZI i EE(WF); AR G AE 65°CHERR Hh 1 1, ¥ T
WS RIRE i R B A T E(Wd) ARSI .
FHXT S K BERWCHIHHE A R

Wf-wd
1.5 SFLE&

AR K20 A4 i) 354 i, BT em 28 44
(/NBE, DU TN FAALE & 1 (JE 7K 4T 50%; VK
T 5%:; 38% FE: 10%:; XFE/K: 35%), E45 1515 .
FRNACCHKAG [ 72 RE 12 WLl b SR 2 ke
E(70%. 80%. 95%H1100%) it 7K, 454N 1k B it 7K
30 min, FRJ5 A G S AR FIERAR AT T4 Mg IR LT
ORE S 5 F R [ T4 & b, EAT MG, JRRAE
il R AT TSR AL, G T B
(TM4000Plus, H 37 =R R Ut ML
SALRES . ARSI 10 BEALIX 15(480 pmx
640 pm).

1.6 ABAZENE

K F .9 1Bt % 1 (ABA) ELISA i 71 & (MM-
118501, VL. 75 i G Sk A PR 28 =) ik 4T K FE vt
ABAE EIIIGE, AR EE . #0™ 5d
BH A5, SR A S v adb AT 5

RWC=

x100% 2
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1.7 ABABRLIE AR

F B RIKFE M T F 75% S BB 1 minf5, 4
FH 5% 2 B AR B £ 15 min, SR 5 K B /K3
BR8IX, WG KA T 7K 5o ¥ Fh 125545
JUAE 1/2MS (Murashige & Skoog)% 77 3 -4 F/E
Koo 12MSH; 72 3L B 1% HE . 0.35% K8 4 Bt Jie
F10.05% M5 ik 2, 1t . ABAALFEIN, W4 7E 1/2MS
FEIPAR K3 AR PR RSB43 umol L ABA
[FI1/2MS B 37 36 PR B4k 8B K, 32 I0R 7 )5 1
B 9% IR 57 0B AR 26°C . 60% AH X 18 B i N T/
fE=Erp . N TR 14 e, 10 h i,
1.8 qRT-PCR&#R

fe7 FH 3 HH AL FE P RNA B2 B R & (RC411-01,
LA ME R A VIR TR A R 14 d/KFES T 1)
A R EURRNA . i cDNA & R 71 & (FSQ-
301, RyEYi L EMRIEA R AR A SR —
c¢DNA. FJChamQ Universal SYBR qgPCR Master Mix
Vet E B I TRIR(QT711-02, R 5T iM% A=Wk
FAABRAFNIATY 3G 75 SE € B R Al U
N £ G5 b 4T qRT-PCR. 7K G OsACTIN FHAE 15
M RIS . 2SO HAR R Rk
Ko BAFERIKER. MM MHITEL

1.9 TEUHEH,0,)EENHH

B AR R Rlseyl2- 173254k 14 A4l , BL0.1 g/t
I, IR, AR 78 212, SR a
RS (H,0,) & S A A A & (BC3595, dbi %
S E B R A ") AT K FE R B H,0, 2 & 1l
SE, M I R AL B W U S, SR P AR VR A T
JE o B E 3
1.10 H2DCFDA%: &

H021 d7KAG4I i AR 7E0.01% 1) Tween-20
o, SIS mine A ZETRK B S, K R
N2% 41 4 £ RS (Yakult Honsha) i, 40°CHE & 5
he FIEM R . A EREZEM (10 mmol-L ' Tris-
HCI, 50 mmol-L™" KCI, pH 7.2)% 5% )5, #2 F 461
Bt 0P ( 45 50 pmol L' H,DCFDA I #£4%
MR = R A T LY B 20 min. FHZRIEK T
GREZUERZ RIGE. FHILRERCH
1 24U (Carl Zeiss, LAMS 1022 %, WK 6N
488 nm, K525 nm. AT LR ARG
FHIF ZEAF T Ha . KT 57 A2 BF0 R AR R Ak, RS
SEEG HH BEALIE R 10N S ALIEAT 04T
1.11 IR

B s 2R 7 N 3AN Sl ST B AT SR IR B B b

#1 qRT-PCRH{E MBS YIRS

Table 1 Primer sequences used in qRT-PCR analysis

B[]

L[5 51(5'—3")

KI5 51(5'—3")

OsACTIN CCAAGGCCAATCGTGAGAAGA AATCAGTGAGATCACGCCCAG
OsCATA TCAACTACCTCTCCCAGTGTGATG GCTTCACGTTGAGCCTATTCGC
OsCATB TCCTACTGGTCGCAGTGTGATG TTTCAGGTTGAGACGTGAAGCC
OsCATC AGGTGGTGATTGCCAAGGAGAAC TTGATGAACCGGTCTTGCCTTGC
0sSOD TGGCTGGGTTTGGCTTGTCTTG CAAGTGCAAGTGGACTGATGGC
OsAPXS ATCATCGCCAGCGGATGACAAC TCGAGTCCGACAGCTCCTTCTTTC
OsPOD AACCCATCCTACGCCAGATTCC ACCACCGTCGAGTTGTCGTTTG
OsrbohA AGCAGTGTCTCCCTTTGAATGGC TCGTGTCCAATCACCAAGTTGTCG
OsrbohB TCGGTTGTTTAGGAGCCATGATGC TTCCCGGGATACACTGCAACCTTC
OsrbohC CAGCTGTTTCACCCTTTGAATGGC TCTTGTCCAGTCACCAAGTTGCC
OsrbohD GCTTCGCCAAATGCATCGGTATG TCGCCAATGCCACAAACACCTC
OsrbohE TTGGTGCTACTCCTTTCATCAGC ACCATGTATGCTTTCCACCTCTTC
OsrbohF GGGCCTTCAGATCCAAGGCTTATG TACCCGGTAGAAGACACACCTTC
OsrbohG AGCTAGCTGAAGAGCTGATGGAC CACACTGAAGCTGTTGGCACTG
OsrbohH CCATGGAGCACCATTCAAGGTTCC TCCTTGACGATGCTGATGAGAGG
Osrbohl GTCTCCAAACCTTCTTCGACATGG TCCTCTTCTGTGATCCTGCCATC
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HEZE, B F ek gk A7 22 PR i 3 o0 #r, *3R0R
78 535 (P<0.05), ** IR 22 Rl #(P<0.01)

2 SLWEER

2.1 scyl25 L RRI T 211 5R

AT G R 24N 8 A7 1) FRAR AR seyl2-1 Ml seyl2-
2HHAT T T R AL B, 45 51 R Bl 9 AR Rk seyl2- 1R
seyl2-2I PR e 1R T B AR UWT . 2 hia2s d
JE 2K, HFEIKIOAERITFIER, scyl2-1F1
Seyl2-2 A7 35 0] B2 80%, 1 WT IR AE 3 2 U AS
JE40% (B 1-A). Mo, fEKE %4 T, H18%
PEGA40004b BERARALL T i, 45 RAG 3 15 145
T e — g R (E1-B).
2.2 scyl253L Rt ARFFIK ST BUBE 11858

R T 5T OsSCYL2 3, K 2 5 41 511 g FE L
fill, Xseyl2- 1987 BAT T A FA BT WS B AR
FEZE RS T IRIKE, R R, fEEKL b5
Seyl2-1F7AF AR B (1 2R KR B KT B AE W
R (E2-A)e 5 B0AH— U1, seyl2-19878 kit
Jr e AR IR 2R, 8 2 18% PEG400075 4L,
TR IE AL AT, AR S K E 8 T W

A FE4%# 0d FEA4E 10d

\‘ /
i ‘
7

8 L

WT  scyl2-1  scyl2-2 | WT  scyl2-1  scyl2-2 I

18% PE

TR 18d

Fr(E2-B). 1XEegh PR, scpl2-1RABRM F
TRFEK I3 [V RE 73 50 0] e 2 5 B PR M3 9 11
JEIA.
2.3 OsSCYL2E R Bt TABAESHIERS
55789

A 2 1T 1S FLAR AR 7K o 28 1 1 1)
FEET ), e L % P AR B IR 7K 4y 1)
25 A 2 HE ) B0 T 5 381 — A EE R e
(Schroeder%:2001) . /K& J S AL AT 43 58 2 HF
053 FFTORA 56 4% 5% P =P LR PR S (Yao 562018)
(BEI3-A)o B3 44 HLE b B syl 2- 1 93 A5 R i A=
BT K 134 7 R AAALAIRES, &5 R kI
seyl2-19EA5 4 h 47 46.99% (1) S L 58 42 5 1A, T 7E
B AR R, HA529.49% 1S FLAL T 58 4 K IR A .
2, TEscyl2-1%7 R, L 14.46% < FLAk T
SEA T, T 7E B AR 2 o 5 A IO R AL R IA
3| 729.49% (E3-B). iXUesk JLEL B, OsSCYL2%E:
IRl AT R Jd i R 2 KRB S LWz 3, PR KR X T
S ER A

Y = ABA R S ALK KRG S
(Schroeder%%2001; Zhu 2002), & i %t i A -1 ABA

FRAHE 25d
KEAEHE 10 d

FEE%

WT scyl2-1 scyl2-2

18% PEG 25d
G 4LFE 10 d

18% PEG 25 d
i PESLAEFE 10 d

TEIERI%

WT scyl2-1 scyl2-2

Bl TEMBAIETEHFERWT, I fkscyl2-1Hscyl2-200 TR LI
Fig. 1 Phenotypic comparison of wild-type (WT), scyl2-1 and scyl2-2 mutants under drought stress treatment

A: L JE20 A AT F AR, FFAI104718 dh BT F 43225 dR 6 £7K10 dBs AR B: #4520 d4h ¥ &
18% PEG40004L 2237, 18% PEG40004L ¥ 10418 dvA % 18% PEG40004L 2225 dX & 4. /K10 dE 89 &R . ##R =10 cm. @Bit

oI X EWTARL 4 23 M £ F(¥*: P<0.01),
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X
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%
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E: 40 —WT
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B [E]/h

E2 F4BIWTHIREE scyl2-TRIEIB 4R
Fig. 2 Physiological analysis of the wild-type (WT) and mutant scy/2-1

A: WTHascyl2-17F K #9 KK Z; B: WTHascyl2-1=F 7 #9487k &, BT 38 40 & scyl2- 1A= WTZIA] 49 B M £ 7 (*:

P<0.05, **: P<0.01),

PRI E KN, scyl2-1 KRR ABAR] & &5
S A RUAH LG I AR T, Bt I 7 S 2 R (]
3-C). BT ABAKLEE LI R I, scyl2 R A K
B A A —FERZ B 7B R A A, B R R
555 A2 RUAR bR B 5 1) 22 31 (3-D), i B Os-
SCYL2FEIR (1) A H A s MABARIE 5% Fi&
12, DR HE M seyl2 FEAR AR i 2 T AL G A AE B
(3 I AR ABATS 5 .
2.4 OsSCYL2ERFEfiAiEH,0,89E K

R SR 78 2 R, seyl2-158 25 AR 1E 43 BE T 44,
T 205 B % 7Y, DAB (3,3’-diaminobenzidine) 4
IR, seyl2-1R7GAR I i tH ILH,0, 1) 2287 (Yao
£52022), H,O, 2 14 1 5 Wy e ve) 3 3t 72 A S 2
AL R I B B AE 5 0 T (Wrzaczek %5 2013;
Baxter%:2014), Kt HE Wl scyl2 98 28 4 A <L 2K A
TR RGN AT fe A2 T HO, i & B3 hn 5l &2 n). ££
BT AR IE 5E e, FRATINS seyl2- 1R B A R < 55 K 1347
[t AT 1 s A P (Yao552022), X % s 24
Bt b i S Ak AU FE R OsCATA (0s02g0115700)
OsCATB (Os06g0727200) 1 OsCATC (0s03g0131200),
B A AL W) AL Tl 5 K] OsSOD (0s06g0143000), i
PRI PR i S Ak ) il 3 K] OsAPXS (0s02g0553200),
i E AL P FE K OsPOD (0s01g0378100)2ROS i
bR RS B T R, K2 HROSERR RStk F

FIRIEHI T BT, HA OsCATAR OsPODFE A (1)
ik B AEscyl2-1 575 R b i3 35 (1) T+ 15 (P<0.05) (K
4-A)o N T HE— 0T 1K L B R fE seyl2-1 RAZ A
RIS E ARG DL, A THQRT-PCRELES [ ix Lt
S DR B AR B Rl syl 2- 1 AR R R IE B AR 4k, &5
KT 5ROSIE b 5 G Al KB K A seyl2-1R
AR I T R T (E4-B). IXegh R E
BH syl 274 HH, O, (137 FR ML 35 A H 30 =
RAF PR H, 0, [ T 15 7] 2 B T HLO, (1 A BT
g

AR L THD G AR 4 B AR AR ) e i FE R,
NADPH S L EERBOH & % 1T H, 0, /2 B4 38 1) 32
BAE 5 T (Kwak£52003). 7E /K FE 3 K 4H A9
g rboh i 1t 3L X (Wong25:2007), 38 idf #4 5 41 %
5 50 1 K B H: T OsrbohD A1 Osrboh HE: Rl ) 3 15
B E ETHP<0.05) (K4-A). FIRER, Foad it
qRT-PCR Lt 55 T Osrboh 3 [R 7F B 4= T Ml scyl2-1 58
AR RIB BRI, 2RI, 91 Osrboh 5 [H
W, 6N Eseyl2- 1A Rk = R E F (A
4-B). qRT-PCRE ¥ 45 A7/ — 275 57, Ik 4
75 57 AT RE A BT EURE B AN [R) s 1, B i
¥ AR B 2 43 BE S B (Yao552022), T qRT-
PCRHI 2 14 dBI4h I, SATTROSAH SCEE A 1
e AE B 55 4 B0 A QRT-PCR 23 A1 vh 6 900 1 A AL
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RS ILE 2 H /%
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EEE vy

o#AFH = ELEKN

ABA% #/ug-g™’

WT scyl2-1

KE/cm

WT scyl2-1

0 ymol-L-'ABA 3 uymol-L-"ABA

EH N ¥4 3
i LEf {7t

ST 4
Wi [scyle-1 doyiz-2 |

12 awT

10| scyl2-1

8 Oscyl2-2 .

o 1

4 .

: 1l

o 0 pmol-L-* 3 pmol-L-* 0 pmol-L-" 3 pmol-L-*
K RKE

&3 OsSCYL2E @i FABAESHIRES5SLAIET
Fig. 3 The OsSCYL2 gene is involved in the regulation of stomatal aperture through a pathway independent of
ABA signaling
A 3FPRAE AU A B F RMAEE ; B: WTHaseyl2-1 B AR 3F R A A ILe9 B 9t (WT: n=78; scyl2-1: n=83); C:
WTHnscyl2-1 R FARst B F ABASE M T ; D: WT. scyl2-1Fnscyl2-209 4 H ABAK 32 /5 69 R A . 47 R=5 cm.

A S . X2 R M scyl2 RAZA T H,0, 1
it B AR BAR AT B B T rboh 3t K 1 R iE & BT 5
HEC IR, OsSCYL2BERE IS — AN ARG 5w g 17
EH,0,E B

KT B R seyl2-1 AT AL AR EE
()38 072 B T-H,0, B 34 hnas e i), AT E 7B
A Mseyl2-1 TRAZR G B Fr vh ITH,0, 5 &, 45
R I scyl2-1RA AR FH,0, & & 1 2 1N (E4-C).
N T ERH LIRS HL0, 1 & 8 1 AR, FRATHIE
PEE AR £ H,DCFDA X WT Flscyl2-1 W B 3347 Je 4,

LR R B seyl2- 10 Fr v, SO6 R 2 (e 1 B
RN JCHEREENE, SEARMLL, scyl2-
AL PR 40 b BA AR e i 9t 3 5 (B4-D) o
XELZE IR, H,O, & & 1 vl gE 2 5 Blscyl2-1
ALK PAIRE LR ) B A o

3 1ig
TR A R A R 4 T W 5 A A 1k

AAEAEDIERI I . AERE AR T, HIZ DL
tH— B 5 R AP R SO0 X L i ia, PARROR 5 5
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Fig. 4 The homeostasis of ROS is disrupted in the scy/2-T mutant
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AT . ) B e T AR AL B a g, AT BAS
T LS [F] R AE 5 R, AT 5 F AR AN [R] 2K
R YT 52 1, 3K — W R AR 28 ST 52 (cross-
tolerance) (BowlerfIFluhr 2000; Capiati%$2006; Ra-
megowda®$2013). ) R0 K 2 H R A e
HAMPURAE 58 #(Zhu 2016), KR )X 5
A AR Wy Jolh 3L PR T 52 1 i v N, A A Atk AN [R] 26
R A AR Jol 38 ) T 52 P B 2 32 1 (Priyanka 55
2010; Qin%52015). £ AN [F] AL ) A= W) il 3 Bf
W [F) A7 A2 22 X 52 1R B R (Miitchell-Olds %5 1995;
Ca0%51998; Krattinger%52009). ik MW7 £
B, A= aE A E A P a2 TR A7 A 3G 58 ST 52
1 I % (Atkinson 1 Urwin 2012; Joshi%£2016), ¥
PEAE(ROS) 17 A4 A g 2 A=W A A= ) i 3 e

N2 [ S — AN S 2 (Locato%52018)

WX A& £ 60 4% £ CCV (Clathrin-coated vesi-
cles, CCV)7E A= iy 38 Js2 W Hh 473 758 =6 22 £y 7 (Eka-
nayake242019), £ I 5 K I, 5CCVIs kg
I 11 35 PR 9745 2 508 6 9 JiR AR P B M (Ben Khaled
£5£2015; Underwood 2016; Gu%52017; LaMontagne
FlHeese 2017; Claus&52018). {E/KFGH, OsSCYL2
MISPL28FE A 9wt (1) 25 5 5 W 4% 25 1 L FEOsCHC1
KA AE HAE F (Yao%52022), OsSCYL2FISPL28%:
RARFHOKFEM F hH,0, 8 RIG I, wh Fr 7= 428
JRBEFR A, FHAE KRG XS Rk 9 (1) BT 14 52 =1 (Qiao
£2010; Yao%52022), R/KFECCVIZfigt S5
AW AE i R, HAE IR AN e RO R Y, HL008 —
MNEEGE ST EAFFHRI, OsSCYL2E
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DRI 1) 5 A8 ] LA I 25 184 55 /K R S5 iy e 1D i 32 1
(EI1-ARIB), 185 7K F8 A= ¥y de A EE A= 1 o da
22 X it 52 7] 8 %2 B 0sSCYL2 A S I CCVIZ i g 1%
IS .

T AT 5 R I syl 2-1 578 44 % - 52 o it 1
M 22 v W am (). EEFEKEET, 5%
A RUFAEL, seyl2-1FRAZAR I 2R 10 <AL G AR R
HIN(EI3-AFIB), Az 3 S50 2 I 5 A 1A BRI (1)
RIK R BART B AR (E2). X g LR IHOsS-
CYL24 5 [ CCVia i ik 12 1R 7] A A2 K A8 T+ 5
TE B — AN AL, OsSCYL2BE R I 584 G
FOKFG T 5 A e SEATL ) AL T 47 305 4 4T
FHRAS .

ABA A T 5 38 R O BAE 5 AT
TE 52 ) F W a i, 4074 N ABA [ & & 2 s
(7w, SRR O — R R IA, iR
FLII DA, DAVRD R N 7K 43 (i 2k, A A7) B8 47
i S Bk 7K f) FF 45 (Schroeder452001; Chen2%2021).
MH,0, 72 T 2 Wil 24~ 51 SFLOC I 1 B2
JA5 5 701, ABA(E 5 REGS I H 15 5 H,0, % =1
b F+(HamiltonZ£2000; Pei%$2000; Ni%£2019), 5
By A2 RUAH EL, seyl2-1 R i ABAT & & JF % 3G
hn, SOm L T ) R BE(BI3-C), I Haseyl2-15%
ST ABA AL B (1) e B 5 B A RUAH L, A B
AR, Ui R AR R ABA(E 5% S8 12 T %
A H L H (K3-D), X gk BRI OsSCYL2 M &
(11 CCV Iz Hi i 42 0] 7K R T 52 Bl 3 i 7 (14 380 =55 4807
HAWIABALE 5

TEscyl2-1F7E AR 1 73 BERA, W 46 I 2809
BEMERAY, F EGT A B B 1 1 55, DAB %Y
R B B T i & IH,L0, (Yao%2022) . A
50,0, B Sl 5 R I, scyl2-198 3 R4y (1)
e, HO, & St 3 T HT AR Y, BRI 3R
R I R 2R B S B I AR Y (E4-C). I HLA
ROS#R%4+H,DCFDA 4L 5 ) 3, 5 B A= RUAH EE, 72
seyl2-1RAGAR I AL R gt rh, B 1 HE
(58 A5 5, T B FRAR AR A AL oG P AR 2 1 384 ]
RE2 BT DY P H,O, & =1 BT 51 i (K
4-D),

KT R seyl2-1 =75 R i H,0, & & E 7t

AR AL, FRATTER A 1 B AR R Rllscyl2- 1 AR AR o
ROS# & 5 4t <8 Ik KA 17 57 H,0, 6 I Osrboh
FRpRIAE. o BT B i Sk H U B RROS
T % 3 45 i B X vh OsCATA R OsPOD () 36 i &
B2 b FH(Ya0%52022), 14 d4 T fIqRT-PCR
S HT6NROSTERR R G BEIE N R IE B I T
B E W ETH(EI4-AFIB), 15 B OsSCYL2FE A 1) 58 A8
HA 25 EROSTE bR RA NI BLG . 5r BEHAM %
HEBAE BRI OsrbohZE R 1, OsrbohDFOs-
rboh HIEH [ 35 15 i 535 1 F(Ya052022), ifi14 d
41 R [ qRT-PCR 7347 U S 7R 91> Osrboh 5L K
HoNFEFPFIA I T 53 1) EA(E4-AFIB).
X ezt R, OsSCYL2FIE R 548 S5 1 Osrbohdik
Rl IA R FF, S 80 5L 40 H,0,
CEE I R R P

42 FFTIR, KFEGH OsSCYL24 5 [ CCVIg
A% AT BB A KRR R B 5 e 1 — A S R AL,
XAHLHAIKIABATE 5. T REPHAMIRAES
K T-H,0, 7] fig /£ OsSCYL2/ F 115 58 /4 fIABA
BB EN—AREERE . ETEaf4T,
ABAfE 5@ 1 15 S H,0, /7 4, KR4 — &
F 5 B LA BB ZK B3R EE . T OsSCYL2 4 511
B9 BN R AKKHT, it —AH ik
A B I8 42 2 1] Osrboh 5 R B 22 325, {3 i 28 Wi v/
ARG T RMPRES, TRFFEY IR A K (B15).

A KT 38 I ] seyl2 FEA PR SR 16 4 B
NCCVIE g A2 % K RGN S 2L R AL R AL T
BN, R B RN 5 AR Y JE A
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