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FEEL FEDT, WA
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RAOH L, B 210014; S0 K5 R B, TR AR B B AR B R @15 R O, #5371 225009

WE BRI (Tre)i{2 4 £k (Zea mays) C4BIPEPCILH /K FE(Oryza sativa) (PC)HIT S MENLH], LAPC K HEF4
T Kitaake (WT)AFPEL, BIEKIERKE, BFFFE T Trefl12% (miv)EE 2 1 (PEG) Ml ol BBk & Ak B f 7K g A B8 AR A1 (0 82
W, Z5 SRR, TrebFnlEEPCRIWT /KRGS ALK, ST RSB EAE KIS, (EXPCHIAMNE %, 5DS
AFEAREL, Tre+DSIBEE AbBL AT 4ERE D RE M- 55 AR S /K B Jelb S8R AP E AL B IS 1 . /EDSAELR, SWTHALL, 4h
it Tre n] (FPCIY Py Y5 Tre 1 REHE & & B E W0, 107 418 & 2 8 2 K, TrefQUHAISnRK1sHI KL RIR A B IN; i Tre
B Z (R TABAS L. B 5SS T REmBEERMRIE, MYERFRRE MGG, i fdPCIRI T 35 it 21k .

KB  FCo-PEPCILUKAE, TR, WIS NRIIRIRILEE, W, KA
ZHE, FEHE, WERIE (2021). HMNEIR R 98 & RIS TOKC U PEPC/K RGNS SV B, HA) %4 56, 296-314.

JKFE(Oryza sativa)se it 5t - EEFREIEY,
28 Y % T 520 W Y) < — (Oladosu et al.,
2019). 08 R AR A AE HLAS W0 R 28
Beie) @, + 5 ia FBOKREE, G R AR
FEAR, B SR 4. BT, RS FIHES
TEYE PR A L, ARSI B ) ) B
Tt BEECEEH BN S G B EASHE R T I —
(Morales et al., 2020), C 4% K Fi 25 C ot 4 5 firf
B ETREEGTEAENEMAEK A &M, FE
KIAIERE T BER MK FIH R 5 5 (Ermakova
et al., 2020). &) i =X P4 B IR 2 46 5% (phosphoe-
nolpyruvate carboxylase, PEPC)Z&Z 5C ¥t &
TEF I RS, W] 9 =R R 11 34 (tricarboxylic acid
cycle, TCA)#Z it H [t 7, % (oxaloacetic acid, OAA),
HZ5HTTEDNTR.. BRI fLIzs), JCHAE
L bR 4% # 2 4E  (Karki et al., 2013; Shi et al.,
2015). Pl @ FE TR ARG T mREH £k
(Zea mays) C,A! PEPCH: K /KF&(Ku et al., 1999) (LA

Woke H 9: 2020-10-12; #2252 H #1: 2021-04-22

TEIFEPC). CA TR, PCARBADOEERES I
s, R, BRIV LR, Rl 5
I A S 45 (Jiao et al., 2003; ZEFE%E, 2005;
Bandyopadhyay et al., 2007; Ding et al., 2012,
2013; Liu et al., 2017a; Tang et al., 2018), AW
FAZM BT LG, KK RS T R e gt
BMFB

AR, KT PEPCAEHE W) B 14 i) 43 1AL
il A HT B T R R, TN PC K A i 5 AL ] 7D A
Fi, WREN T ZEEI Y2 DI Re SR it T & &
CAMREYH, TREMEPCHUAS —fFMH, widHk
4 (hydrogen peroxide, H,O,) (Ren et al., 2014). —
A& (nitric oxide, NO) (Chen et al., 2014). 45 &1
(calcium ion, Ca®*) (Qian et al., 2015a, 2015b; Liu
et al., 2017a, 2017b)FIBkEEL(Li et al., 2011), 5@t
VA E AR AN (S S IR AR O [K, WICPK4. CPK9
PLKEEREAE & 1 (sucrose nonfermenting-1, SNF1)
1 9% | A ¥ B (sucrose nonfermenting-1-related

EAH: 5K RF 2K S (No.31571585). [H75 & £ 4 it 1 (No.2016 YFDO300501-03) FI T 45 4 s 4 it il (A8 4 k) (No.

BE2019377)
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protein kinase, SnRKs) I & & # SnRK1s &
(OsSnRK1a. OsSnRK24F10sSnRK35)i% 2 1k .
Ri, i G HEE K C-PEPCHI B s SR PE, TR RBIE
TR AR E G A A, 3 T AR AR B aE (0]
%%, 2015; Huo et al., 2017; Zhang et al., 2017; 7k
4 %5, 2018). WLAR, PCHi S e i) A 1 A S
PR BE 7K P 1 22 53 % V) A D% (Zhang et al., 2017). PC
P U5 ) v AR S R R Y AR T R A RO SR AR
205, G 5RAE T AU TR B (T KA,
2018). AN %8 T E i R 2 N R A EHEOE IR
SnRK3s#: A (OsSnRK3.1#1 0sSnRK3.4) 5 £5 il &
1 £ X (CBL)fE PC iy 5 L b & 35 A4 (5K 4 ¢ 5,
2018). PCH P I 1 A1 41 %] B 5 SnRK2s 3k [K ik
HYIMK, Z 575 %= MEIHT(He et al., 2020),
RIPEAS SAEPCH F M N A A HZARH] . SR,
UEkEH 7 R 2 oo, HA IR K2 115 5 M 2%,
B Z IR NI IT

BEACT 5 4 B SRS B O, BRI (A
FRACH Y, RS SHEMAERKRKERR
RIS 5/ F(Li et al., 2020). AHY g b
(trehalose, Tre)/&Z H5H{E 5L I3 3 Ehk 2 —,
FH i 352 1% -6 - 19 1R % 1% INE 8% (trehalose-6-phosphate
phosphatase, TPP)# [ 1t iff i 4 -6-B5 1R (trehal-
ose-6-phosphate, T6P)4= 5k, H & EMAK(Lunn et
al., 2014). B ATt 0 EE0E B2 = 2 FhiE P Xt
INEE M R 32 1, H 32 S G 0 S s ) Bt
B4 RE 77 LA S5 345 5 73 1 (W HLO MINO ) &5 1 15
PUTAHCHE R 1) B K LT (Alam et al., 2014; Shah-
baz et al.,, 2017; Feng et al., 2019; Kosar et al.,
2019). UbAh, MFEEEACHHE L IS H E RS T
HERE AW ANTE Ry & b 4% 1 24 ] (Akram et al.,
2016). SnRKs/EAEY i1 — A HE{E 5 A K 8 1 s,
AFE3/N I (SNRK1s. SNRK2sAISnRK3s), #2& Bt %
BEAS 5 5 bl i B 2 [A) AR AL (K< KA, 2017).
FERE AT @ B 1 B O 5 14-3-3 85 1 HAE (Delorge
et al., 2014), 2 5T6P/SnRK1/SHIH#E S KK
K(John et al., 2017), #=HlIREREE M. 81, K
AFHEYH TOP 5 SNRK1Z 8] J 3 2 Fi4MAE 5
5 40 M (hexokinase, HXK)i&4%(Baena-
Gonzalez and John, 2020). fi7% & (abscisic acid,

ABAY SR FL S E 75 (Wang et al., 2015)LL K 5
NO #f 5% () i BR i& J/ ¥ (nitrate reductase, NR) !
SnRK2s{J3L M &4fi(Tian et al., 2019), HAKHI T 45
“AEM# > FH,0,FINO (Claeys et al., 2019; Liu et
al., 2020). {EAEEMEZ, TePEAEHZEBIEPEPC
W I LENLH] 2 — (Figueroa and Lunn, 2016). Fif
BT AR I, HXKHIABALY Z: 5 PCI - 5w 3 (5
1645, 2017). HFHEENEZ S EPCHIMY FHLH R A
F & — MEFIRNTEFC IR 0] . AHIT 588 SR
IR, TS PUELEE R G DL AR HIE
SHIJIELSS5PCH T Fma S R, $R 0 EEREAR
505 5 M S FE K SnRKs ABATE 5 LU Rl 15
Wi )97 5 D] (R AR AR i, B A NI REAR IR ANE S 3% 3
(1) F B AT PC e B 5 B /E AL, = & i e B 7
KFGT B B A RAE S, N “CHg” T 5
SR RO PVASEE e SEER T

1 RS

1.1 8

AT KRS (Oryza sativa L) HKu%5:(1999) LA
H A fifEKitaake 52 &, 18 i A& #1617 1 16
Tk & F 520 5K Cp-PEPCHE N S N KA, F=ET
11 I8 H KK C4-PEPCHE R K (PC), H AW
FoKRPEPCH: N & & BB SN+ A& T B3 F (M
-1212bp) M £12.5 kb % 1LF, FF4K8.8 kb
(Matsuok and Minami, 1989), LA ok % % A J& fib
Kitaake (DL T fRIFRWT) AR I8 o AHIT 58 e 410458 FH 10
BEFRIARL A HH KU A58 1 TR o 126 35 1R AR WS R 1
KAN—H BRI KGR 122 75% LB 357>
B RE KIS, H50% KA RIS 107
By, PR B TR T S rhE, RIEPRIE RN —EL 1
WA T, FETE TR FRIG B IR A6 T 30°CHEZF 3R . K
FIEM A KSRGS, BT AL
BA30°C/25°C (B/X)s 14/N A0/ /RS ) 9%, 1
JE Je RS KB 7%, K 2 58 2 W e L B /K 8 T (Int-
ernational Rice Research Institute)brifk e 77 ik 7%
(Yoshida et al., 1971), LAJERE3R B #1187

FrKREK BI4-5m ], e FEmRAL . K3 LU B K/
B—rokark, H TR0, g —NE LB iR
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1.2 R

K4 TR MWTRIPCHH % B 4 N4 b EE, 4353
St B2 (CK) . g 8 0 20 (CK+Tre) . 4l T 241
(drought stress, DS). Bl R+ #EHEH(DS+Tre),
BB 4 35 8 T N T A5 R 7746 BL30°C/25°C (B
)~ 4NN OB/ ) B 7. TALFRRT1RAERR
W4 F R, 0.5 mmol-L™" i HEHE T AL BE 10/
WH, TERB&MET H12% (miv) R Z — #6000
(polyethylene glycol-6000, PEG-6000)it 17 4 8 T
FAbFE, CKACK+Treff FH [l brK 8 Frbn i & 77 W 1
W TR KL RE > 824, —HH TR
L Rb 3R I A S S LRI T, T AR FR 2N JE I
FEMRAR] — I [ 4 R 9OCSHOT PR E W)
BRIV 5 S B RN—80°CUKAR R ARAF, 48— Mkl 5%
A PR AR SRR AR IR 5y — A TS A
LT RACF 5 KR, AFE6K 5 E AH A K
fabr.

1.3 HKiEHR

UMk =g AR Ty NI Y IS 87 S 2 E LS 7/ s Q]
RO R A ZRE, HZRRK R AR, H
WK AR L BRI K Sy, SERVIGE e . bS5
HAVEEE THAET, T105°CRH 15704, 75°CHit
FIEE, NE PARTE. BB, ST EE 3N

1.4 HZERTXSH

P HOK ARG =, B B 78 20 I i R 30 43 8 5 3815
I Ab BRAHE, B 5 0 06 A R S A 9800 umol-
m2s™", R ER R, AR EROLRE R
i (CF Imager, Technologica, UK)ill & £ 4L FH [t H- &3
RRNSH, BRI (FIFL). ARO6
FROR(FIF)~ SEBR AR (Ppsi) AL AR
%% (photochemical quenching coefficient, qP)F13E
It 1k 22 B K & $1 (non-photochemical quenching
coefficient, NPQ). THHE-FHMH. &AM E 61k,
CLRVACER =R/

1.5 HEXAKE

Z I SmartF1Bingham (1974)1) 77 720 52 18] — - )41
& 7K & (relative water content, RWC). B {3 —nf
HE 10, T2 2 — RSP RS AR i 5 (fresh

weight, F), 985 REAGFRIF 1 Fr B T 5 2808
IKIE TR, 4°CAEFRA2/ N Ja HUHE, R K 4R
TR K5y, PR H (turgid fresh weight, Ty)-
eaksm A BT, J105°CARAF 1504, RI5 A
#80°CHt+Z{HE, B+ (dry weight, Dy), JFEH
Fraicss. SAMEEEDIREL . HXEKERD
TARIE: RWC (%)=(Fy—Dw)/(Tw—Dw)x100%, 1F
D RERRI AR IR R AR

1.6 REEZTSEHEE
Z: i Velikova 55 (2000) f) 777 25l 1 18] — m i) 79 — %
(malondialdehyde, MDA)F1H,0, % ® .

1.7 mEHEEMY

2 [l Giannopolitis fllRies (1977) %) 77 323l 52 8] —
)8 B AL Y AL B (superoxide dismutase, SOD)#l
it 4 Ak A B (catalase, CAT)i& %; 2 [ Foyer Al
Halliwell (1976)F) 77 v I & 8] — (43 e H ke R
fi (glutathione reductase, GR)if14:; 2 fiNakano
FilAsada (1981) 175 ¥ U 151 = - A0 IR 1 2 ek 4
LYyl (ascorbate peroxidase, APX)i& .

1.8 ALAMHERPEES

Z I Ambavaram45 (2014) 1) 77 320 5E Fe k2] — 111
AL . RERE . A REALE S R, S lhan%E
(2015) ) 77 V200 5 151 — Wi PR 9 5 00 5 B2

1.9 $EEF(Ca)FM—ELEANO)SE

2 B W T BE 45 (1998 ) [ 75142 I 5 151 — i fr1 Ca®* 45
% @ Murphy HINoack (1994) 177 323 5 {5 —HNO
4

1.10 THERICJREG. CHEMESFBERAEE X AEHEL
HAEgERNY

Z: i Tachibaana(1991)11 77 120 72 18] — - 1 RS R
B 5 B (nitrate reductase, NR)iG{E:; £ Schaffer
FPetreikov (1997) 77 V& & {8 — - i) C A Bl
(hexokinase, HXK)i&ifE; Z [ Gigliolii-Guivarc'h%%
(1996) 1) 7732 I 5 13 — - Py Tl TR 7 e = 79 AT TR R AL
1 (phosphoenolpyruvate carboxylase, PEPC)if&
P
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1.11 BERNAREIAER L EERGEHERX
KRR (qRT-PCR)

X fTaKaRa Mini BEST Plant RNA Extraction Kit
(TaKaRa, Cat N0.9769)ik 7| & 2 iU A RNA. K H
TaKaRa Prime Script RT Master Mix Perfect Real
Time (TaKaRa, Cat No.RRO36A)iX 7 & it 1T ¢ i
. KkHTB Green Premix Ex Tag Tli RNaseH Plus
(TaKaRa, Cat No.RR82LR)ifl & it 1TReal Time
PCR. HlApplied Biosystems Step Ones:ifPCR %
4i (Applied Biosystems, Foster City, CA, USA)#t1T

£1 gRT-PCRIGEEHFIG| 4
Table 1 Genes and primers for gqRT-PCR

581. qRT-PCRX MNAE 7 995°C 1073 %f; 94°C3040,
55°C40F}, 60°C1434h, 32K IF¥F. EEIW . KH
Primer 3% 11514, LAKFEAL LAY I8 I Actk K
WNZ, SIMF 5 .

1.12 BB

X FMicrosoft Excel 20165 {4 kb ¥R 4% . {8 FISPSS
22,084 %f $4fE 347 One-Way ANOVAZ: 7. i il
Origin 9.0 % R-3.06.04: &, fii fi27"*° (Livak and
Schmittgen, 2001) 75 7% 53 HrqRT-PCR& ¥

Gene Forward primer (5-3') Reverse primer (5'-3")

Act CCCTCTTTCATCGGTATGGA TTGATCTTCATGCTGCTTGG
OsTPP1 CAAATGGATTTGAGCAATAGC TCACACTGAGTGCTTCTTCCA
OsTPP2 ATGGATTTGAAGACAAGCAAC TTAAGTGGATTCCTCCTTCCA
OsTPP3 ATGACGAACCACGCCGGC CTACTTGCCAATCAGCCCTTT
OsTPP7 CCTTCATGAGCGAGACGATG TCACGAACTCGAACACCTTG
OsTret TTGGTACCCCTTACTCCGGCCGATTCA AAGAGCTCCTGCCTAGCCTAGCCACAT
OsTPS1 AGTTATTATCTGGAAGGAGC TCAAGAACCTCCTGAATGCC
OsTPS2 ACAAAGATGGGATGAAAGTG CAGGATTCACAAACAGATTC
OsTPS8 TGAAGAGATAAAATGGCGTG GAAAAGGTGAATGAATCTGC
OsSnR1a AACCAGAGGTAACAGGCAGG CATCTGTCAAGGAATGCAGG
OsSnRK24 CGTGTTGGCTTCAGTGAAT CCTTCTCTATCTAAGGGCCG
OsSAPK8 ATAGATGATAATGTCCAGCGTGAG GTTCCTACAGTGGATTTTGGTTG
OsSAPK9 CACAGCAACGCCGTCTCC CACACTTCCACCGCTACCAA
OsSAPK10 TGCTGATGTGTGGTCGTGTG TGCTGGTATGGTCGCCTCT
OsABA8ox2 CTACTGCTGATGGTGGCTGA CCCATGGCCTTTGCTTTAT
OsABA8ox3 AGTACAGCCCATTCCCTGTG ACGCCTAATCAAACCATTGC
OsNCED3 CCCCTCCCAAACCATCCAAACCGA TGTGAGCATATCCTGGCGTCGTGA
OsNCED4 TCCATCTCCTTCTCCCTCCTCCCA CCTCGCACCCTGCTTGATCTTGCC
OsbZIP23 CTCTGATCCCTCGTTGCGTTA CAACACCCCAGCACCAAACT
OsMYB2 GGGCTGAAACGCACAGGCAAGA GGGCTGAAACGCACAGGCAAGA
OsRab16b CAACAACCACCAGCAGCA GATCTTGTCCATGAATCCC
OsRab21 AGCAGCAGCATGCCATG TGGTGCCGGTGGTCAT

OsLEA3 TTCCCACCAGGACCAGGCTA GTCGCCTCCTTGGTATCCT
OsNAC6 CGCTGTACGAGAAGGAG ACTCGTGCATGATCCAGTTG
C4-PEPC GTACCGCGAGTGGCCCGAGG CGTCCATGAGCTTGCGCCAC
Osppc2a CAGCTACTCATGCTTAACGC GCACAGACTACAGCCTGTAC

Act: JIZh&EH; TPP: i Hi-6-BE R IR IRES, Tre 1: WFIEHElE; TPS: WGRHE-6-WEIL (T, SnRK/SAPK: 225 [R/75 2 ML & Fi#
B; NCED: 9-liaC-FR4 K% b XU NE; ABABox: il 28" -2 1LEE; MYB: R2R3TUMYBH sk (Al 7 Kk & H; bZIP: Bl
BR PG 3 T H R 5 Rab: ABAM LN LEA: BRHIIRAG & £ HE A, NAC: &HNACL I EF; C-PEPC: CA BRI

A B R PR AL Al [ Osppc2a: Coi B 155 1 2 AT R 12 14 Pl 55 DX

Act: Actin; TPP: Trehalose-6-phosphate phosphatase; Tre 1: Trehalose; TPS: Trehalose-6-phosphate synthase; SnRK/SAPK:
Serine/threonine protein kinase; NCED: 9-cis-epoxycarotenoid dioxygenase; ABA8ox: ABA-8'-hydroxylase; MYB: R2R3-MYB
family tanscription factor; bZIP: Basic-leucine zipper transcription factor family protein; Rab: Responsive to ABA gene; LEA:
Late embriogenesis abundant protein; NAC: NAC domain containing protein; C4-PEPC: C4 phosphoenolpyruvate carboxylase

gene; Osppc2a: C; phosphoenolpyruvate carboxylase gene
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2 ZR5iThe

2.1 EEREALEEZRT 2B KIEE KRIHIF]
AW RY, CKA 5CK+Tredl bk A K 2 7 B3,
CK+Tre b #E X PCHIWT [ 4= K 35 A B & ¥ {1 it R0 w2
(K1A-E). 5CKAHLL, DS4bHE FPCHIWT fHkk & (K
1B). ZH(EIM1C). & &E (KMD)M T+ H(EIME)¥ B F
Ffk. MLLDSALFE, DS+Treib® i #4257 PCHI
WTIH Eid4ahs, HAPCHtks . M., BEHEMTE
Iy 4R 7 13.88%. 18.45%. 21.94%7F14.83%, H.
PCRZE m TWT. 3 S 0E L 2 g 2 2 K FEAE K,
HAE— R kT 2 e K RE R K r 4], 3
HPCAEF B K.

22 BEELERSTEMNET/KIEHFAPEPC
R R EEKTE

CLA A 7L R B, PCHEEGLHE P JE I Co 2 PEPC % [H
(Osppc2a) (Mamedov et al., 2005), 54N S
AT K C4-PEPCIEH (C4-PEPC), 1T S it
FEPE AL HE R TS AR T PCH PEPCHE [H] 1) % 5 3 FE 2
R RL 2 e R O . AR B, DSIbFE T,
PCH Cy-PEPC# ik & B 25 1 % (K1 2A), [Fli PEPC
BTG PE i 2 1 i (1 2B); W EERRE I Bl NIE—20 BT
C,-PEPCHIZIA, H X HPEPCHEEE K SRR T
B#. 5CKHILL, PCH Osppc2alfi# i /K V- #DSHI
DS+Treb ¥ T3 . & $25, MWTH{XEDS+Trekt
RN . BEAh, A Cy-PEPCTR L /KT 1 KR T 5,
Osppc2alt) 2L ig & /NE2C) . WTH PEPCHEH 7F % Ab
T ) AR R R OK, 93 B Osppe2aB AR (1) 1 5% 7K F- %
PC/KEH N PEPCHEE I 50 A K (K12A-B). w44,
FEE R 5 T B iE T PCIR 5414 (1 2B 2 X Cy-PEPC
B BB PR I 5

2.3 EERELEBERTEMETKEHRHXE
4 BE

AW EY, SCKHLL, DSk FPCHWTHIPSII
BRI RR (FFy) (FI3A). SEFRRE I 2230 %
(Ppsi) (KIBC)FIEAL 22T K 2% (qP) (KI3D) &3
Pk, HPF/F Al Gpg RILNPCEZE & TWT, H
i PCH IE e fh 2 K REU(NPQ) (EI3E) & % 71 =,
MWTH 2 3 A 5. DS+Tredi DS & & T

PCHIWT I F £/ Fo Ml @ps I 7K, FRAK T NPQIIEL
8, HPCHIF/FHl®pg i3 & TWT, MPCHINPQ
BEMLTWT. b4k, PCFIWT & kb 2 545 806 234
R(F/IF)TCA R A4, LA R 22 B A 8 2 (K
3B). SWTAHILL, HEehE b mT LA Rt 1+ 5 e
NPCIhREM PN PSIE AL 22 20 % (B 3C), i 2k v v
TALS, BEFRADLERT RS, T, 7F
TRPNA T, ST — R LR TR
SEKRET PR A TERE T, SCHWPCIEHTE B3 .

24 EERELEMERTEIETKEHRNSEK
Ei7Lv7)

KAWL, SCKAILL, DSALH G K T /KFEH
A &k E, KA PCEZ m TWT; 1 5DSAHH
Et, DS+Trekb #2552 & 1 P9 i (R AH R 257K &,
HPCAEZE & TWT, i B 538 T i 3 W Ak 21
S 1 PCH I TR/K BE 1 (F22). FATHE—BHT T T
PR LR T R S A A S A R RO, £
FRIL, HCKAHILL, DSALH & 25 T MDA &,
MDS+Tre kb3 T () MDA % £ I . 2 F# K, H7EDS
FIDS+Treb# T, PCH R ERTWT. WA R 75
AHL0, 5 R AEDSACEE T i 14 n, DS+Trekb# 3L
TREEEITDSKHE, HAPCH N IHO & EAE
X2ANEHE R B KT WT (£2).

AR, HEEATUENEE RAETE R
PRI 2 R 5 S H (Uzilday et al., 2014). &
IR, fECKALHE T, PCHCAT. GRAMAPXE T
BEMTWT (£2). SCKHLL, SMitETrell & &2 5
T IKAEM Fr ICAT.GRIIAPX 3% 1 . 5CKAH L, DS
AbFE AR T WA SOD. CATMGREEME; 1M
DS+Tre b B4 DS — 42 & 1 Wil # SODMAPX
35 1 H AR 7 GRiE 1%, H A PCHSOD. CATAHI
GRiGME &2 = TWT. th4h, /EDSHIDS+Tresb# T,
PCH F WIGRIGEMEMG A& = TWT (%2). AL,
o 3k 48 i P S L BT T 2 KRR IR T R S O
fig i S AL M BRI N, M A Bh Tk R 2, KA PC
BT 5 R 05 GRE VIAH G .

2.5 EEFEATENETEME TKEH FRAE
HRENRARESE
FET 526 A T BERIRR R — T T A R 4 2 T 1Y
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CK CK+Tre DS DS+Tre

B 50 - = WT == PC C 1.00 = WT == PC
40 T i
E b 8078
XS c 5 b
+— 30 - c =
5 d £ 050 4 £
() 8
§ 20 E
o 9]
= 0.25
i 10_ ’ |——I
o U 0
CK CK+Tre DS+Tre CK CK+Tre DS+Tre
Treatment Treatment
D 1.00 — WT == PC E 0.20 — WT == PC
= 0.75 0.16 -
2" 3 2 ke
._5) b b _*g) 0.12
¢ 0.50 1 ®
£ S 0.08
o
- 0.25 e
’ 0.04
0 o U
CK CK+Tre DS+Tre CK CK+Tre DS+Tre
Treatment Treatment

B VA T A B 7 AR M X KRG 1 A A 4

BT R A6 R 5 HI R (A). Hhi(B). ZXH(C). BEE(D)MTE(E). CK: IEFMEM; CK+Tre: IE#EM+0.5 mmol-L ™"
B, DS: BT R MHE; DS+Tre: B F R MHE+0.5 mmol-L7gpE . K BB AR E K A 3AN W% B 5 (I bR e 2
(n=9). ANFE/NG FRHFAE K 7R 2 57 5B 3 (P<0.05) (Student-Neuman-Keuls). Bars=1cm

Figure 1 Trehalose treatments alleviate the growth inhibition of rice under drought stress

Plant phenotype (A), plant height (B), stem diameter (C), fresh weight (D) and dry weight (E) after 6 days of simulated drought
treatment. CK: Irrigation; CK+Tre: Irrigation and 0.5 mmol-L™" trehalose; DS: Simulated drought stress; DS+Tre: Simulated
drought stress and 0.5 mmol-L™ trehalose. Values represent means+SD (n=9) from three biological replicates. Bars labeled with
different lowercase letters indicate significant differences (P<0.05) (Student-Neuman-Keuls). Bars=1 cm
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A 10 B C
1 §9000' = WT = PC 307 = wr = PcC
[)]
>
g 8 2 =+ 7200 a £ 257
©c 2 b o c 2.0 g
29 6 € 54001 g < og "
&9 > 52151 b
OS 44 £ 1 o < bc
K ¢ L 3 3600 N3 1.0 c
[ @ | S d d
w
CK CK+Tre DS DS+Tre CK CK+Tre DS DS+Tre CK CK+Tre DS DS+Tre
Treatment Treatment Treatment

B2 ESOREAL AR T S B KRR Y PEPCIE 3 R F
BT AR/ I Co-PEPCHE I 4HXT A TRE(A) « B NS % 5% P I AL (PEPC)SH:  (B) A1 Osppo 2a 4 [ HIXY ek it
(C)o TR, B HAIR B3 ME S BT S LhRIE R (1=6). K FINS 5 RO FE 05 % 5 5% (P<0.05) (Stu-

dent-Neuman-Keuls).

Figure 2 Trehalose treatments increase PEPC transcription and translation in rice leaves under drought stress

C4-PEPC expression (A), phosphoenolpyruvate carboxylase (PEPC) activity (B) and Osppc2a expression (C) after 2 hours of
simulated drought treatment. Abbreviations are the same as those given in Figure 1. Values represent means+SD (n=6) from
three biological replicates. Bars labeled with different lowercase letters indicate significant differences (P<0.05) (Stu-
dent-Neuman-Keuls).
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0.4 1 0.2 1
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0.6 S dd dg 20422 e b .
Q g
S S 1.5 1
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CK CK+Tre DS DS+Tre CK CK+Tre DS DS+Tre
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NG R PG R S e I S e I i b e e R

BT 5L A 3 2/ N JE PCHIWT (15 RS8R (Rl Fm) (A)~ B RO R (FVIF') (B) SEBR MG ZERCR (Pean) (C) Al
KEH(qP) (DYFHENAL S E KR RZEU(NPQ) (BE). 45 FE. B HUERFEEK AN EY ¥ BRI P ERMEZE (n=6). AF/NEF
BRI %R 2 57 B2 (P<0.05) (Student-Neuman-Keuls).

Figure 3 Trehalose treatment maintain the photosynthetic performance of rice leaves under drought stress

FJFa (A), FJ/IFy' (B), ®psii (C), gP (D) and NPQ (E) of PC and WT after 2 hours of simulated drought treatment. Abbreviations
are the same as those given in Figure 1. Values represent means+SD (n=6) from three biological replicates. Bars labeled with
different lowercase letters indicate significant differences (P<0.05) (Student-Neuman-Keuls).
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YEFE, 53— 77 TH AT E N BEAS 5 R T M (Asami et
al., 2019). AWK, SCKHLL, DS R 2 [
IKFETRE I P9 B R IE MR AR 2 o 1 & &=, R PC
BRI MR . R, PR S E R E S TWT
(73). S5DSALFEAMLL, DS+Treib¥ i it— P B2 if
PRIAM A AT PR L RS SRR S R, HPC
35 m TWT . (HAENZ, SHMmDSA AL,
DS+Trefbh # &2 T /K FEH & bE & &, HPCREC

Hori &, BETE D IR EERE, AR T KR
B, HAhPCHEHETWT.

2.6 ERAELEFETTRE TKEHHREER
BREEXERNRIA

ABFFRN], EDSAILE, PCAVRIEEENRE & & 5CK
ML ETF; MiDS+Tredb#it—2b LHPCHE#E
WES R, HPCRER TWT (£3). 2754l 5 55

TWT (%3). AT, ShUSHEEEEIE SO URRE KRR R ACAE? T BN APCHI S B s

<2 PR AL ST R A T KAE B A
Table 2 Trehalose treatments regulate the oxidative damage of rice leaves under drought stress

WT PC
Index

CK CK+Tre DS DS+Tre CK CK+Tre DS DS+Tre
RWC (%) 91.09b 92.02ab 78.05e 89.21¢c 89.68 c 88.30 c 80.81d 93.00 a
MDA (nmol-mg~" prot) 2.26 d 2.22d 3.39a 252¢c 240¢c 2.18 ¢ 3.03b 1.89e
H20; (umol-g~' FW) 6.87 f 24.84 a 14.59 ¢ 5.09¢g 8.01e 21.68b 11.96 d 3.63h
SOD (U-mg™" prot) 1087.99d 1063.79e 1101.66c 1126.52b 1083.80d 1059.65e 1102.99c 1140.24 a
CAT (U-mg™" prot) 15.74 e 16.99 ¢ 16.63d 16.65 d 13.51f 18.39 a 16.25d 17.74 b
GR (nmol-g™" prot) 1.49e 246 ¢ 2.17d 0.96 g 1.22f 3.26b 3.69a 2.00d
APX (U-g™"' FW) 526 ¢ 6.55b 6.59 b 10.14 a 2.70f 4.33d 2.32g¢g 3.74 e

RWC: XS 7K &; MDA: TN —#%; Ho0z: i MEL; SOD: @A MYIBALEE, CAT: A MER; GR: B H IG5 H; APX: Sk
MRS FA I . HARYEE M K. R BE ARk B3N Y BRI ELbREZE(n=6). ANIF/NEFRERIR 2 57 23 (P<0.05)
(Student-Neuman-Keuls).

RWC: Relative water content; MDA: Malondialdehyde; H>O,. Hydrogen peroxide; SOD: Superoxide dismutase; CAT: Catalase;
GR: Glutathione reductase; APX: Ascorbate peroxidase. Other abbreviations are the same as those given in Figure 1. Values

represent meanstSD (n=6) from three biological replicates. Different lowercase letters indicate significant differences (P<0.05)
(Student-Neuman-Keuls).

R3O U R A R KRR P A AT PR A 2R S 4

Table 3 Trehalose treatments change the accumulation and distribution of soluble sugars in rice leaves under drought stress

WT PC
Index (mg-g~"' FW)

CK CK+Tre DS DS+Tre CK CK+Tre DS DS+Tre
Soluble sugar content 16.10 e 16.50 e 29.01¢c 34.32b 14.97 f 19.01d 35.31b 41.57 a
Sucrose content 9.40e 10.78 d 10.34d 12.36 b 8.51f 11.18 ¢ 11.61c 13.81 a
Fructose content 4.01d 4.09d 495¢ 5.81b 3.86 e 3.88e 5.49b 7.66 a
Glucose content 164 b 1.28 ¢c 2.35a 1.62b 0.88d 0.78 e 1.32c 0.91d
Trehalose content 8.22 f 9.46 e 10.84d 13.60 b 8.55f 10.40d 11.23 ¢ 15.80 a

G FEN . EPEERT R AN EY S EE P HERIEZE (n=6). AF/NE FRERR % 7 53 (P<0.05) (Student-Neuman-
Keuls).

Abbreviations are the same as those given in Figure 1. Values represent means+SD (n=6) from three biological replicates. Dif-
ferent lowercase letters indicate significant differences (P<0.05) (Student-Neuman-Keuls).
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WT? AR FER, Wb AU AR G I P8 7E i 25 e
&7 i P K 1 A/E F (Ge et al., 2008; Zang et al.,
2011; Islam et al., 2019). OsTre1;2 HAiM— 25z
554 g R I G ) B TR, B A R I AR
Bl B AL Hh it 1) 75 B (Islam et al., 2019).
W, AT HE— B A 7 R S A 0% i ]
(OSTPP1. OsTPP2. OsTPP3¥10sTPP7). ik
53 fif AH R FE K (Os Tre 1) LA J i3 5 BE & AT AR TEP &
A R E K (OsTPP1. OsTPS2F10sTPS8) Itk ik
(El4A). 5CKAALL, OsTPP2. OsTPP3HIOsTPP7
EDSA L M RBEWRE L, HPCH IR KA
EEEETWT; 5DSHHLEL, DS+Tresb# T~ itk
L) OsTPP1 R OsTPP3 4 ik B ik — 25 i, i
OsTPP2HIOsTPP73 ik & T i, (HPCIRARE =T
WT (fft&1). ZEWTH, DS T OsTre1HIRIE &K
CKALFE . 2% if; S5 DSHALL, DS+Trekt 2 1EPCHI
WTH OsTre 13RI &4 N, HAEDSHIDS+Trekt
HF, PCIHZARTWT HZEREZE (K1, El4A). Ik
4h, FEDSKEFETR, PCH S5 EbE L& AT TP
AH K OsTPS2H1 OsTPS85K 1A & 5 CKIY Wi, 3% |- 7+,
DS+Tresb B H A E#H— L, HPCRE ST
WT (1), (EWTH_EiRFER7E % Ab 3R AR IR AS K.
AL, FETREMT, WA ER S
JSEUA KT P HG J i A DR 2 R ) 3% s /K P SR $ig i PC Y
PR R S i, AT R I HE B ) B KT o

2.7 EEELCESWTRNE KB FRSNRKS
HXERERFRIE

JK A 7 SNRK1 I % 3,15 OsSnRK1a. OsSnRK24 4!l
OsSnRK35, "EATE R BOK AL & AR B R 5 B 22
YEF(Wang et al., 2020b). T6P/SnRK1{5 5 &4
L BRI AT REWE A5 5, A S PR ) 2 e B (R AE A= K R 1
2 (Simon et al., 2018). A7 T, HHELCK, DS
Ab 3R B H B OsSnRK1a 1 OsSnRK24 1) 3% 15 7K
SE B E TR, DS+Treib )5, PCHIOsSnRK1afl
OsSnNRK241{1 %15 /K VDS b ¥ 3t — 25 i, {B1E
WT ' SnRK1 AH 56 5 [ (1 2 ik & B iR A K, Hh
OsSnRK24 L 2RI N (K4B; k1), FRF, 7Ei%
L PC N OsSnRK1afllOsSnRK24 () ik & & 2%
mTWT (E4B; Bt#1). mIWL, #iEEkE LB 5 PCAHI
W P A4 Rk 97 52 Jolp e 1) 22 7 R L5 e B 52 4 O

RS 5 SNRK1H 5%,

7K 7% SNRK2 X jiti /1 i) OSSPAK8. OsSPAK9#N
OsSPAK10 7] i i ABATE NS L2 2h I I 15 15 5
(Simon et al., 2018). A7t #*HH, CKALH T, Os-
SAPK8. OsSAPK9F1 OsSAPK101 % ik & EPCAI
WT 2 8] G B & 22 57 (K14B). PCHDS4b P #;CKAL 7
i T OsSAPK8HI OsSAPK9) ik, TiDS+Trekt
HADSA I — 5 [ T OsSAPK8. OsSAPK9fI
OsSAPK10(#i% . TWT/EDSA B F#CK L T
OsSAPK8H10sSAPK10R 15 &, H5] AN Tre 5 # H#
B FAL OsSAPK8FR & i ik — 0 i (K4B; &
1). M4k, DS+Tre 4t 2 41 o PC P OsSAPKS Al
OsSAPKIW I & i 2 5 TWT. AL, IR 5ERE b 2
i+ 2 Wra FPCHWTINREN N 5 ABATS 5 HH X )
SNRK2{1 43 3 Al ) ik 72 7 48 K

2.8 FERELEEWTRINE /KIS FRABA
ARFREHEXEERRNRIA
CE LR, ABAZ AR A CIE K (OsABA8ox2
HM1OsABA8ox3)HIABA G LA i #H 5% 2 K (OsNCED3
FOsNCED4)H #:2 5= HikABAE & (Zhu et al.,
2009; Li et al., 2015). AW 70 LI, ABAZ fii AR AH
% 3 K (OsABA8ox2 F1 OsABA8ox3) £ CK . DS All
DS+Tresb# [a] ¥ KB NPC B Z (K TWT (K4C; Kt
#1). 7EDSALFE R, PCH OsABA8ox2F10sABA80xX3
BRI RIL BB CKIALFE B3 T, DS+Trelb i 5t —
ST A; MWTH OsABA8ox37EDSANHE T Hi, 7
DS+Treb# T B AREDS 2 F i, {HAh% T CKIH
FIEKTF o ABAS HLAR it AH 2% 3 [X (OsNCED3 I
OsNCED4) 1t & /b ¥ [ R W N PC = TWT. fEPC
i1, M ELCK, OsSNCED3H1 OsNCED41) % ik 7K -7
DS4bFE R i, DS+Treb ¥ jg ik — Eif; MWTH
F A FEh HFRIE AP AR A K (E4C). 7T WL, SR
Wb PR EFEVEAR B T T 5454 N PC A ABAS A G Ak
R i, 2R B ABAR I IE 12 1T Be 2 15 i L B 3 o
PC (i FPEHLH o

CHFAREH, KEOsbZIP23F10sMYB2 /2
N ABATi 5115 5% K 7 (Yang et al., 2012; Dey et al.,
2016), MOSLEA3. OsNAC6. OsRab16b#10sRa-
b21%:4F H¥EFE R (Hong et al., 2009; Duan and Cai,
2012; Hong et al., 2016)7E Filf RIE/EH . N T iE—
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(A) HFEVE G RS AR R R 3RS, (B) SnRKsHH G K]
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LD AR NS ik B B e et — A fE, R ZF MR T R E AR XS
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(P<0.05) (Student-Neuman-Keuls).

Figure 4 Trehalose treatments affect the expression of
trehalose, SnRKs and ABA-related genes in rice leaves un-
der drought stress

(A) The expression of trehalose biosynthesis and metabolism
related genes; (B) The expression of SnRKSs-related genes;
(C) The expression of ABA metabolism-related genes. Ab-
breviations are the same as those given in Figure 1. The heat
map shows the log-transformed normalized values of relative
gene expression, and the significance analysis showed the
difference between relative gene expressions (Appendix
Table 1). Different lowercase letters indicate significant dif-
ferences (P<0.05) (Student-Neuman-Keuls).

A B B i 9 S 5 ABATEPC T 2 5 rh L, A<t

FLME T ABAIT 5 AH I i 53¢ R - 1 6 DR 1) 3R 04 &
(K4C). S5 EKMH, 7EPCH, DSALEE i T OsbZIP-
23 FiLE; MILDS, DS+Trekb it —& Ll T
OsbZIP23#1 0OsMYB21¥ % 5% /K-, HPC & % & T
WT. [@ K, OsRab16b. OsRab21. OsLEA3AI
OsNAC67EPCIH N CK. DSHIDS+Trekt 3 T () & ik
1 5 OsbZIP23M1 OsMYB23: A — 3, H bk
KR 2 1k /KB AEDS+Tre sb B R ¥ % W N PC & #
B TWT (B4C; MER1). 25 1, SWTHHLL, i iEpEar
feid it 5 F ABAE 5 % S i1 B iR 5 ABARH OC 1 i
PSR T HE R R R IA K, 2R 1 5 PC )
i S

29 EEELCEESTREETKEHHRCA™
FANORY =5 LA R NRFIHXK BB E M

Ca”" FINO & i 37 1 W it 2 1 (10 B B2 5 — (5 4d ) 1
(Corpas and Barroso, 2018; Liu et al., 2020). A&#f 5
R, WESH TS EEWTNPCHEEEZ R, H
th Ca®* 7K - 7 WT H 4% 4k B i) 35 A {5 5 e 5 (815,
B). #HLLCK, PCHDSAbHE T [1Ca®" & & &2 3 I i,
HPCEZMKTWT (EI5A). MiDS+TrektH#it—4 &
ZHN T Ca® o, HPCEZEE TWT. BN,
5CKAHLL, DSACHE R 2 R 7 Wil FINOE =&, 1M
DS+Tre At HAN R F+ 7T PCH W AINOK -, HPCH
NO & EECK+Tre. DS DS+TresbF T4 &% & T
WT (EI5B). DL ERBT %44 FPCHINOT FEfE
FET, KA EABARIGE ST, mKF
B A EIEF . AT, SDSAHA L, R A

HEMTRENE T TS5 T2, HREWT, PC
A 3R 2050 T I 2
9 VR0 A BB R T 6 P ik 0 el 1R A4 T e ke

¥ PEPCH (1)3% £ (Figueroa and Lunn, 2016). 454
AR FNOE R, TATH—LME T H Ak
BEEENR VG M (EI5C). 45 R KW, AFLLE FNRET)
Fp g SNO S 2 LAk, HPCIR% S TWT;
Hiph TS A FRA L, DS+Trekb ¥ a] %S T PCIHY
NRyEM:, #EififE— R LI HNOK . B4t,
HXKi& 42 ] 71 17 PEPC R TG M (R BUR %, 2017),
HCKAbEEAH L, DSALHE N PCHIWT B HXKIE 1415 &
F FA%(EI5D). DS+Treb N 7 PCrHHXKHEGH P
MR, HEWTHEREZEZS, HPCREEK
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Figure 5 Trehalose treatments affect the content of signal molecules and the activity of related enzymes in rice leaves under

drought stress

(A) Ca?* content; (B) NO content; (C) Nitate reductase (NR) activity; (D) Hexokinase (HXK) activity. Abbreviations are the same
as those given in Figure 1. Values represent means+SD (n=6) from three biological replicates. Bars labeled with different lo-
wercase letters indicate significant differences (P<0.05) (Student-Neuman-Keuls).

TWT (K5D). [k, MIELWT, ¥k H#iig mPC
it B VAT e 5 R HHXKR 2 % (EI5D).

210 i1ig

Tt I A i X AT A T2 2 A g A S 2 A 20 e [ s AR ik [
AT, ARG TN R A Dy — b
FEES R RBRIEARBEFMZERANHESS
PR 3853 35 (Akram et al., 2016). {F N B AT 2
BRI ) v ik B oK C M PEPC LR /K RS, PCRITHIE
HRZI R 1ESE, 2019), KT R ESEPClA
—{5f#, H,0, (Ren etal., 2014). NO (Chen et al.,
2014). ca® (Qian et al., 2015a, 2015b; Liu et al.,

2017a, 2017b). 5L (Li et al., 2011)Ak#(Zhang et
al., 2017), i {45 55 HORURTREAS 5 I AH SC BE 1A,
WICPK4. CPK9 (xXI/NJe4s, 2015) LA X SnRKs & [l ¥
SRR, 55 S HMNEC,-PEPCI i s 58IVE, ek
BB WA R, YRR eAER,
F I (Huo et al., 2017; Zhang et al., 2017; K4
K%, 2018; He et al., 2020). 75256 = ji 1 (OB 50 %
B, W& KR AE K Rk B ORI IR 2R 04 ) B B IR 1
EAMEmPCRi &SR, W HEE S SR A
A (R BUARLE, 2017; L k4%, 2018; K4
k%%, 2018; He et al., 2020). xﬁﬂ%i&**%%, £
FRRMT, W LA PC— Ty i R
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R IEOE SnRK 1, I 3 53 g ME A, 22k U
BEHEG R, TR S PUE A B I, FRACIE AR I AL
YERT, RMEXC RGN E; 53— J7 H 3 m R RE &
&, EAHFT EANRE I T HHXKE %, S
= PEPCH ¥ 5 5 3K, LZMPSITGA LR
5o WAk, PCIE A fEiEd 5 ENOMEL B 1, $/mABA
MR 1) SNRK2 3 [R] (1 5% % 7K -, 3 5 ABAR i 2
GRS, BOR T AR RIS, R
YIEFKMAEKKE, HRPCHIMN F.

e EER REM ALK R E B L) 5 R &
Frti(Ambavaram et al., 2014). 24 Y 52 & Fh3f 55
aRy, HOtRGPSIRE 5 2 B0 % . N 2K
A 5B 8 1A XOR 3757 (Sadak, 2016). AHFTE
B, TS ACBEANHIKFEL i A, TIN5
BEE, PCEIWTHE MK H W R, X5 A
Xof 5 i 38 B3 R PC I PSS # F H0 Jsg 8
J1A7 A0 () G Ve FH I — B, BV v b Ak B ] A Rk
filt PCHA R PSIN S S A0 IR A 23 1, (6 k 2 5
AR F A5 ik e dEFEAR T, ol PR AGFE K
BB RO E NN, dEFFM oA RE ST, T2
Xof REL AR P A KA

T 20w A A R T R i T A
ELEROGEN, B T RESRE, SEOCERENL
[#{%(Theerakulp and Phongngarm, 2013; Samadi
etal., 2019). CARIFEY], PN A2 b
T R AE AT (R0 1 R FE AR R s R IR B
(Uzilday et al., 2014). 4R, &M AX ]S, B
FE & FE 1S MUK P T Al aAE 5 A% 38 B RS
S, HS5EOMEEME I EEH, &%
FERE P B R BRACH . E R BT A G ik TR ) Rk
(Noctor et al., 2018). B 7t B, WEEFEE S IPL
SRS T 38 0 RT DA 1 H O I R 2R, AT PR ARG %
AL I R RBURRAE, PR PO B S R AT 4 I 4 32 S AL
Hif(Yuetal., 2019). S5CIEMLL, FECFCLHEY
XTPEGY; FHIEZE e LA it iy 32 7, H &
e By ik S A6 B 8 & Bk 1 5 F (Uzilday et al.,
2014). AWTFEFRE, HFEEAL BT DL FE(CPCHY R
AR, REDtERey, R Pk, BrRmE
1L oK Cy B PEPCHE RIK R T 1 L AR 5% B[R 1)
WT 5 55 (1 PE G A P i 32 1

J6EAE R SGE 5 N TR 5 28 0 A BAE
A *%(Feng et al., 2019). JEFE &S 5/ A ER M E 2
BESS, OB i RN 0 B A RO P (Wingler,
2018), i i FEWE X T 248 7 HE A (10 A A DA B ] 36 355 1)
Wi % %5 ¢ 2 (Lunn et al., 2014). WP R, #EE
BEER A T 5 A B KRG iy oA D R Vg B
BB EETN, A E S R PRAR(RS), HHPC A RERE
MRS B R Em TWT, mMaaRs s E KT
WT, XI/RPCHABWTH R4 68715 N IR HE
HamERAXR. AARYN, BMYHEAHCH
PEPCE:NAG R T HZ AR, [FI H T4
SER PR Y5 PR Y35 200 T 6T JRE AR 2R T B HH A 9 T 1 ) R
B AR A BB (Kim et al., 2013). i FE-6- iR
£l (trehalose-6-phosphate synthase, TPS)fi {1t %
%) W5 I\ UDP- %] %] ¥ 21) %8 %1 b 6 1% 1R I8 11 74 4% LU B
T6P, b5 T6P# TPP#E IR At v i 5 b (Fichtner and
Lunn, 2021). AHFFEEY], FHEEWT, PC—J7Hi#E
KFERE R4ERe 7 H g Fob G R iese, A
DRI AR 3R T AR08 2 1 RT3 1 s R R ), 32 v 40 2
fif 54 55— 75T, PCRIIE I i #E 5 2 (1 & HEE
JEA T G B SRR, A R TR RS s A e 1)
ReJ). CAMARY, ORI SEOEAERHERX
R I8 N (Wingler, 2018). A4 41 i i HXK 2 #i
HIHES 5 B2 2%, HXKAT 3 T6PHIi (Blazquez et
al., 1993). HXK{E R KE(E T nfFEPCH 4EFF RIS
(RI7KF, U AR A g S0 J5 FAE T 5 e R v
P i T 2 T ARG, G s R T RS T 1
HXKi& %2 5T RN . CAWF AR, i
A ) A B TR P 7 356 DR R A L P DR U S R
#n, R FE LRI (Ge et al., 2008; Han
etal., 2016; Kosar et al., 2019). 75 E 45 545 H1 42,
OsTPP1H10sTPP2F] LA 4w L REETPP, 5 ifg 3 bk
SEREEMI, HOSTPP15 OsTPP2YEia N W [H
A TPPEE 1) & % (Pramanik and Imai, 2005), T
OSTPP3#10OsTPP7AE A2 TPPHE [ i iff i 4 &5 &
i 3 EHR A5 /E F (Kretzschmar et al., 2015; Jiang et
al., 2019). /KFEOsTPP1. OsTPP2HIOsTPP3if it
i 7 ABA & 1% (OsNCED3 1 OsNCED4) fil {5 5 # &
K (OsRab16) )ik kB e, bk (Ge et
al., 2008; Jiang et al., 2019). .55 7~ (Arabidopsis
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thaliana) TPS13E K = P15 158 7% LA SR R A 2 41
AR RS CEEMIER, HALH L ABAFIHE
R (Gémez et al., 2010). OsTPS8H] fEif it ABA(E
G R KRR A R R DU SR AR R, AT
T /K g 5P (Vishal et al., 2019). AR 7Ll T 4k
it 5 FERE A T R A EE, R BLPCH B R OsTPP1HI
OsTPP2If) ik & W v, RS0t 5 ml il
Tk 5 PN RV AR R AR (2 PC N R IE EEBEAR 2R
(#3), R &I OsTPP3FIOsTPS8:: (X fl ik . %
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Mechanism on Drought Tolerance Enhanced by Exogenous
Trehalose in C4,-PEPC Rice
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Abstract In order to reveal the mechanism of trehalose (Tre) involved in the drought tolerance of transgenic rice (Oryza
sativa) (PC) expressing the C4-PEPC gene of maize (Zea mays), we analyzed the physiological and biochemistry cha-
racteristics of PC and wild-type rice (WT) treated hydroponically with Tre and 12% (m/v) PEG alone or in combination. The
results showed that Tre treatment promoted the growth of PC and WT seedlings, and alleviated the inhibition of plant
growth caused by drought stress (DS), with the effect being more significant for PC. Compared with DS treatment,
Tre+DS treatment maintained functional leaves a higher relative water content, photochemical efficiency and antioxidant
enzyme activity. Under DS, compared with WT, PC showed significant increase in the content of Tre and sucrose and
decrease in the content of glucose, and up-regulated expression of genes associated with Tre metabolism and SnRK1s
after Tre application. Tre application also improved PC the ABA synthesis, and expression of genes related to signal
transduction and drought response, and maintained PC a relatively stable photosynthetic capacity, thus possibly confer-
ring stronger drought tolerance of PC.

Key words Cs-type PEPC transgenic rice, drought stress, phosphate phosphoenolpyruvate carboxylase, trehalose, rice
(Oryza sativa)
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Appendix Table 1 Trehalose treatments regulate the expression of trehalose, SnRKs and ABA-related genes in rice
leaves under drought stress
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Appendix Table 1 Trehalose treatments regulate the expression of trehalose, SnRKs
and ABA-related genes in rice leaves under drought stress

WT PC
Gene
CK CK+Tre DS DS+Tre CK CK+Tre DS DS+Tre
0.86
OsTPP1 1.00b 0.43e 1.27 a 0.92bc 0.66d 0.87c 1.35a
0.63
OsTPP2 1.00c 0.13¢g . 0.41f 0.85d 0.13 g 1.50a 1.30b
2.10
OsTPP3 1.00e O0.11f q 3.23c 1.09e 0.15f 409b 7.57a
3.81
OsTPP7 1.00g 1.71e . 2.43d 1.34 f 3.16 ¢ 6.50a 5.36b
3.94
OsTret 1.00e 8.28a . 145d 1.62d 531b 1.77d 045f
1.71
OsTPS1 100e 234a b 1.41d 0.94 e 2.33 a 1.00e 1.58¢
0.73 10.61
OsTPS2 1.00g 1.27f h 2.95d 154 e 8.27c b 15.14 a
0.49
OsTPS8 1.00c 0.20g . 0.82d 0.30f 0.57 e 1.29b 7.03a
1.65
OsSnRK1a 1.00f 0.61g . 197b 1.32e 1.76 c 142d 2.74a
2.19
OsSnRK24 1.00g 1.19f b 163 e 1.22f 2.07c 182d 4.05a
1.54
OsSPAKS8 1.00e 0.72f q 1.83Db 0.95¢e 0.66 f 164c 1.98a
OsSPAK9 1.00e 096e 0.73f 221c 1.28 d 0.77 248b 5.01a
1.71
OsSPAK10 1.00e 2.34a b 141d 094 e 2.33 a 1.00e 1.51¢
0.92
OsABA8ox2 1.00c 1.56a . 0.80d 0.74d 1.28b 0.53e 040f
2.04
OsABA8ox3 1.00c 0.53e g 141D 0.66 d 0.45f 0.56e 0.26¢g
OsNCED3 1.00h 2.15d 1.70f 1.82e 1.32g 334b 291c 4.13a
1.00 0.7
OsNCED4 de 1.30c od 3 1.10d 0.62f 405a 096e 217D
1.61
OsbZIP23 100e 2.61a q 1.82c 0.80f 0.85f 214b 2.76a
1.07
OsMYB2 100e 1.72c . 1.22d 0.84 f 424a 099e 261D
1.24
OsRab16b 1.00e 7.26a 2.39¢c 0.66 f 778a 247c 6.02b

d




1.21

OsRab21 1.00f 117e e. 251¢c  0.99f 3.76b 1.93d 6.85a

OsLEA3 1.00e 1.22d 0.72f 1.49c 1.06e 055g 1.65b 5654a
1.88

OsNAC6 1.00f 0.38¢g . 285b 039g 1.31e 150d 3.83a

CK: IEW M, CK+Tre: IEHEME+0.5 mmol-L-" iF#akE; DS: Hiftl T2 Mhil; DS+Tre: #i
A5 i +0.5 mmol- L= b . B BEAEk B 3 M E E K {EESD (n=3).
P bR AAS [F) /N5 - BERAEE 3R R 22 57 2. 3% (P<0.05) (Student-Neuman-Keuls).

CK: Irrigation; CK+Tre: Irrigation+0.5 mmol-L~" trehalose; DS: Drought stress; DS+Tre:
Drought stress+0.5 mmol-L~" trehalose. Values represent means+SD (n=3) from three
biological replicates. Bars labeled with different lowercase letters indicate significant
differences (P<0.05) (Student-Neuman-Keuls).





