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Abstract: The density and distribution pattern of plant stomata are subject to complex regulation by ge-
nome-encoded information, hormonal signals and environmental stimuli. The modes of regulation include
multiple complex biological processes encompassing ligand-receptor recognition, post-translational modi-
fication of proteins, and changes in transcript levels. Recent studies have also shown that both biotic and
abiotic signals sensed by mature leaves can modulate stomatal development of nascent leaves in a
long-distance signal transduction manner. In addition to summarization of the endogenous cellular mech-
anisms underlying stomatal development, this paper also reviews the identified systemic signals and dis-
cusses the possible modes of long-distance transduction of these signals.
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1, HX ok i D B it 52 2 2 P ANIEAS 5 11
o R HAEP ALY 75 248 7 J U AN R 43
HAN—RR TR, AR B4 R AR
R e, HitsxH S5 E0 AN RIEMAAE R
& %2 5t (Liude2020), ALK H I TR ALHI R
R 17 2 o e A% L 4 A= 4H 2R B4 Y (meristemoid
mother cell, MMC), MMC £ ik AN X6 B 43 4 T B
ML S /N = Mgl Bk il
73 A2 H 23 (meristemoid, M)A, MZH L AT 4k ST
1=3AKIFR 73 25 R gl &, HAER 0 RAeTI G
Ak 252 73 A0 T BCOR T2 20 i BF 48 i (guard mother cell,
GMOC) I 5% T 41l (guard cell, GC). K K8 k4H
PR A S AL 22 LAt 41 A (stomatal lineage ground
cell, SLGC), ] E4 73N J~F- 41, 7R AT 3R4FMMC
firia, 7RI 4 R A] R V2 U B AT 32 R (Han A
Torii 2016), £z 1AL LA S SL AT A 40 B i o7 B
HEAT ASKERRIE] B 53 22, T i T B2 400 AR 2H 21 (satel-
lite meristemoid, SM)ZHAE i & & B AL

I AR TR B, S AL BT AS S o3 A % B A
2 AN/ RUE/RURE R /NS EhuB U 2 (2 (N
(1AL % FE S5 AR DAl AR R, vl 7R N <AL
() LAl b 4 e e BE DR PR R K 0 R 26 AR IR
WK SR A T e 8 DRI ML AR (1) C O, [R] A 2 25 B A 7Y
A, AEAE K53 75 B i) 26 AF T Hol & fe ) BL & 2%
Fe 4 IR 2 T B 2R B (Hughes flTHepworth 2017).
5 IR, 7EXF AN [F] 8% 15 5900 5 (robidop-
sis thaliana)FEAH T B 40 B 95 B 70 (1 EL 0T 5L b &
I, AL R B /) PR R4 JF T R 24 i ] it 48 R (1)
ST RS AR R R, 45 O B
TR 2 51 R8T A AR RS DR PR e~ 48 R DR T 4 i,
SEURALE LN B, X HEN AT RE S 1 EEA—
T J] S 1) e 88 S b1 (Dutton$2019) . (1%
FLI R /NFNE BE S PUR . PUn RE ST ELHEAH
K, I RN ALK AR B 7 THLH], G2
e RAEVII IS RE 7 52 BT BB AL R AR R A

1 S BRIAIRIBEIEHLS

1.1 HiEREZAHSEAES T
CEN IR ALK B B2 A FE S FE
Z R H K2R I TMM (too many mouth), 28

AR 2 % A ER (erecta)/ERL1 (erecta like 1)/
ERL2 (erecta like 2), L /2 SERK (somatic embryo-
genesis receptor kinase) X % il 71 SERK1/2/3/4 (Lin
££2017; Meng%52015), X521 5 L E A1)
T 2B 0 28 3R 2 45 U A ¥ (epidermal patterning
factor-like, EPFL) 5% Ji% 3 [K] 9 i 1) 43 Wb 7N IR, A0 36
EPF1. EPF2. STOMAGEN/EPFLOfICHALLAH
(CHAL)/EPFL6/5 5, M\ LAl [] 38 TR FR) A5 2410 i
g ARANAR TSR E . EPFIFELLT 51
ZE B RALRTAR TR 2Rk, g Ag ) 2 Ik 7y T REAE
BEERL1SZ A4 J 400 61 MAH A 1) 734k, [ ) it O
AN 5145 A) Bl 73 28 ) BEAT (Hara%52007). EPF13L 3
K FEALIE R AN K E 50, T R R A
WU 2 i i SCFL R RE R B . EPF2 3 R /E MMC #1
FIH B MAE b ks, F G i 1/ k2 0] R
% A Rt NS R ) AKFR 73 2 (Hunt M1 Gray
2009). EPF2 {1 FH AL A T ER 32 1R 45 & - B
I T U 22 2R 5 A0 R 1 T (mitogen-activated pro-
tein kinase, MAPK){E 5 B V& 14, i bk EPF243 P
A KR AL RREAE RS SEPFIA
EPF211) 3 fEAH X, STOMAGEN &S ALK & 1 IE 1
AT, B MEPF23E 4 M 45 S ERH AN BEBLE T
TEMAPKAE 5 id i, [K g8 FH T EPF2 X% <LK
H K4 HI1F ) (Sugano®52010). 75 —MEPFLE ik
% 73 CHAL T st B 2 36 emm 9878 R IRl Al 25 58
B SALBR S R, g /NIRRT ER K i %2
PR A LR B (Abrash52011)., 4 & 8 142,
STOMAGENM CHALFF ANEZR S A 3 ik, e
SEAAAE M P4 M B R IRl SRR, XM Rk 1)
Y ZURE 1t W TR AR 3R S A S P A B 2 2 TR A7
EEENSILKBEHRE TS o, AKEX
ALK B MR S FR S4TSR A ok
AR TSR E W5 AE H 5 STOMAGEN
FIREA 0%, A UFHER 2B R I8 # 5 KT ARFS
(auxin response factor 5) B #Z4I | STOMAGENHE A
1235 (Zhang#52014); A KRBk R A Raxr3-14y
FHRSLK B E T WS 73 O T ER 5K ik 52 14 (Bal-
cerowiczZ52014).
1.2 BEBRRMAPK{E S 4Bk % 5 MAPK 5 g
EPF/5 5 2> 5 F ER MI SERK 5 Jfk 52 14 = Ak
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PR AR B AR AL, 1T SERK SRR 32 Ak EL e 7
MAPKAE 5 it KIEVERH . MAPKAE 5 4410608 %
YDA (MAPK kinase kinase YODA). MAPK kinase
(MKK4/5/7/9) LA St MAPK (MPK3/6)%5 £4 57 H 1 1ty
. XA DR R & FECR AL R &
JI%, T 2L A TR A T 2 4 ) 3 B LT F
M A AL T A A 40 iy 7 S 3h 1 (SPCHpro
MUTEpro. FAMApro) 3% YDA 5MKK i /i 1)
S PR B 2 R A R AR A R F I RS, K
YDA-MKXK4/5/7/9-MPK3/6 &% £ 1 il MMC [ra] M 2
J2, LA R M4 i 1) GMCH) % 465 T YDA-MKK7/9-
MPK3/6 1 Ht /) 5 GMC [] GC (] 43 4k, (Lampard 2%
2009). B Jtik K BIBRAG S il % 1% O 2 R 5
BIN2 (brassinosteroid insensitive 2) 2B iR 14 £ 1%
YDA, T BRI 00 1 BIN2 F 75 P 7 B I
XFYDAZ] R B, T SR 2 R ALK
H (Kim%$2012), YDA T Jif i\ MKKA4/5 [7] £ 1 22
BIN2 ) #8 s B0 4 3 05 12 AL )= 1 BIN2 411 ]
(Khan%52013), 5 Bb[AE, MAPKAE 5 [ 58 5 ik 57
P BEIREFAP2C3 (Arobidopsis protein phosphatase 2C)
(o, S Arid 2 ik AP2C3 £ B 1 MPK 3/6 3%
Ve B B 40 i P AR A o IR DA, X 5
mpk3/6 3 FEAE A 2 T AH LA (Umbrasaite552010) o
1.3 MR REFSAEERTES

Ji R MAPK 24 A5 5 A i FRTMIPK 3/6 7] E 4 fifd
% A I A — 2H S5 %5 AH JC IIbHLH (basic helix-loop-
helix) # 5% Al ¥ SPCH (SPEECHLESS). MUTE Al
FAMA, 1ERIPE S B K R e AT Do R e AL
FOH R A s AR R A, X =AY R K R A
JNE 1) e Bk AR A speh mute famatB PR i 2 L
RPET TS  TEBAEAAIRE A, DL i HOIR 48 i~
1T 2N 45 ¥ 1) 2 B (MacAlister 25 2007; Pillitteri 25
2007). JEE:MIRTFHE— R, X = bHLHA, 5%
K75 S1 A AN E AL R T 1% Ak 1 A
JRObHLH 5% % 1% $7 5% (bHLH-LZ) #% 5 [A -FICE1 (in-
ducer of CBF expression 1) f1SCRM2 (SCREAM?2)
ISR — J ) (Kanaokas5$2008) . A UL,
ICE1'5 SCRM23 BEAN LT 22 40D i iz e A2 1) 1
5 BA RV RN BMEERICED ™ 2K fama Y]
T icel SCRM2+/—7= 4= 2 mute 13 Y, Ticel-

serm2 W 7= A e fblspeh R A . 5 LRI, 78X R
AR XA T K (Zea mays) I 5 K& L, Zm-
MUTERJ 458 PAN] (pangloss1)5PAN2 (pangloss2)
SEDN 2R AK, T PAN1/2% B 1) 52 VR BF g 2 J i
TR FEMMC A FR 7 FEK 5 3 T ALK H (Wang 5
2019). B 7 _EiRF sk T LLAN, PIAS SFAMAY)
RETUAR M [RIEMYB# 5 Kl -F-FLP (FOUR LIPS) Al
MY B8t IE B 25 55 1 42 O) TL 40 i B2 i 1) 12 45
532, [F] I R B FLPAIMYBS8 2= 51 it GMC i 4T 2
W3, Wi 7= 28l famal) % 31 (Lai%52005) .

PEN AL RAERLR R 40 A R T, SPCH
HITIRER B2 A B SIS S P FEE. BIN2
R 3E I R AL SPCHEZ Wi L A R E 1, S BIN2YE
PEB AR N, SPCHET A AR € PR 1S I A T S B0 AL
% [ FF 15 (Gudesblat%$2012) . SPCH £ [ 14 1] 4 i
15 5 18 P& O S 1Y) BE 2 /8% 52 %% SnRK1 (sucrose non-
fermenting-1-related kinase 1) EF#ER 1L, 1Z o
AL FEKINTO (SnRK 1. 1)Z 3 [H] [ 5848 T 80<,
FLARECT B, M Had F ik ) > (e #E < ALK & (Han
£52020). R 1 HE/KFRETE, SPCHE IS A B 1)
e S 2 0 AR R E AT R N o AT 5 R B v i
7% S ¥ 53¢ A -FPIF4 (phytochrome interacting factor
HE SRR 2R, JFIE L 45 & BISPCHIY A
&) XA R Ak, 3 BUTALE R G (Lau
2018).

A H AT ik, MMCAIMAN i 23 AT AN 45500 22,
NI 401 L i 38 e 58 TR 1 22 e e 23 S 38 7 > 14K
YA, 1Zad M52 3 WA EE A BASL (breaking of
asymmetry in the stomatal lineage) UA &2 POLAR
(polar localization during asymmetric division and
redistribution) [] 2 (Dong%$2009). BASLTE 4 ity
1 RN A A% A O E A, FE A i B A AR
5 ARG A 12 BB AH G 24BASL I E AL AE 4N
JL I 2RIk, A0 3 A e~ 2B 2 A T4
WOARZ I, 40 25 23 A <AL T 24 2 B U 4
Ji5E AL, A0l AT AR BRI
BSL1 (bristleless1) & BASL )48 25 (A i R g, 1%
R HIBSL H1 73 A I > 7 A4 4k 7K, 401 148
Ji 7 BT AR 3k 40 P i iz TR g, 1T BSL i B A A )
5 AL B 1 5 2% A (Guo£52021), POLARE
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H e AL T I B A M A 3 & e R A B, M
R AK T FJiF BASL 2 [ (Houbaert 5 2018), £
MMC i 2t #2 7, BIN2 5 MAPK P 28l DL T 4%
(1) 455 5 fk & BASL (1) B 7% 72 17 (Houbaert % 2018).
BIN2 5 POLAR %5 [ 75 41 ffd i 2 BASLAR A 5 1)
SR fRBRBIN2 X 241 A A% P SPCHIF ], M 1T 4
FFPOLARFIBASLYufil 3 K 1% 5%, F B M FF4:
HEATASKT RS> 22(Houbaert2%2018); 5 it [F] A}, BASL
52 MPK3/6 ¥ i 1 JiS 4, 3% R 1k [V BASL fig f
i BEMAPKAE 5 2 630 % 76 240 M 3 2R 48 50, 51 K
SPCH [ i 33t i i SLGCIE Hi A, L 5> 1L fiv i& (Zhang
22015),

2 FIESALRBNARMES

2.1 IMERFSFLL BHFM
2.1.1 SERRAE

TR ORI, K6 T IEH K Y2
FEAE, FA AL R NG . W
Fa T RAR (38— B W SR SE, B AR CRY1/2
(cryptochrome 1/2) L f 21552 4&APHYB (phytochrome
B) 5 ALK B EVIMK, TG A i 5
COP1 (constitutive photomorphogenic 1)7£CRY Fl
PHYBIF) il LA S YDA 5 2 s 2% (¥ L e A
ERED. & NEBIEAME, Bram 4%

[voa] «

MKK4/5/7/9

|

E1 FERFUKEBESEABIEHENSILAE
Fig. T Regulation of stomatal development in new leaves by environmental factors via long-distance signaling

AtPIPs: JRIE M £ B8 ; CA2: B BREFBA2; CA4: Bk BABFBE4; COPL: 20 B A A # AR B F1; CRYL: 23 & %1; CRY2:
1&4t & £2; EPF1: £ & AR X B F1; PHYA: ;640 & £A; PHYB: 28 & 5B, — (L & L &5 K)RE LHIEF 6915 58 3%,
—MRE TR, > (B &R KT F)RERIEN G 1E F85%, =S AREE TR, REZEIFT KT B -2 AR

KA.
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B 152 B A B BN B G S R AR R
N} ¥ (Nicotiana tabacum)™- 47 A5 A B (1] [F] i
95 TR RO R, B R ALIR RO AR T RS
SR AT B R 8 PR TR B 4 T R B
G, Mgt H <LK B (ThomasZ52003), _Eik
g5 FAR W, P T ORI I R S 115 T 2 SR i
ALK E -« A 7R IR 52 31 FR I
Qb BRI Y H A2 ) SDD 1 (stomatal density and
distribution 1)[{JZRIAE 51, X 54 <fLIEECT
B [ 22 71 — 35 (Coupe52006) . FH T JiF 45 136k 1% 2%
WEHE HEBR T SDDX# A it <LK & i E
IR AAAE AR I 73 L B 20 LR B AT
W (EAE RN, T TAER L T COoPL
1R 36 2 75 5 4 3 [A T HYS (elongated hypocotyl
S)PE M RIAI AR P i B, HYSHR A il BLEESE & 90
1553 WA /N ik STOMAGEN, 33 177 3 1o £ 5 2 J2 41 ity
PWSPCH 2 [ I 075 7 S FL A B (Wang&52021).
2.1.2 KRCOKE

KA COHE B AR AL I FE R & ¥
PR . SR AT SR B, 75 = COLMK B 4%
R AERKMEY), HAFLEE R T &S (Gray
£5£2000), B R AE LR T BT v B T R COL K
JEE 5 [R5 A i B TIRCOL MK EE 564 T, 5T
IEH COLMREE N Xy R AR L, A 38 2H AB 458 i (1)<
LA AL B L N B i — P R
N, COLR X SALK B M52 n] G R AE e
FSCAT H: EH T S BT i A o A e D R A B T R M T
T I COL U BE, PR ML HE N COL IR FE AR fh 2 15 3
A P A R V(S S, %5 5 &g B
FHXFHSALK B A . B i — I 53R i,
e 45 5 CO,FF M AL FL AR A8 N HC O, FIH 1) B-Fik iR
Ji} ¥ (B-carbonic anhydrase, B-CA)Z 5 =S L%}
CO, W (1) J5 11 5 K S5 mi 7 (Engineer%$2014) . XX
wi B AR AR Pea2/4 %t CO, 15 F 1< ALIS 3 A UK,
HHAAFERZESTHEMEY. AEENE,
S BCA2 TN BCA4TE M PRI 41 i AR T 40 i v 3
FIE, ABAE LR TL4H g A b 1 2 028 30 0T LA R RS AL
RERAL, W7 R OR T 40 M N AR R ik R A
AR REE KRGS S H ALK E
T S8 7 (1),

2.2 mEHMEY S A ENZI

WA UE Y R B, W1 SE T 55 (Beet yellows vi-
rus) & YL 1) & S (Beta vulgaris) M Fr 834 10 &4 H-
S5 (Tobacco mosaic virus, TMV )& 4L HEIH A
H by TR EEMSIIRESE T REE
e, TX P AR AL [F] B 3 B ) 25 1 2R 7K 2 1) PG
(Murray24$2016; HallFlLoomis 1972). i I 5T
RI, Ty BqE ARG B e A B ) <AL
H B, BB B 9l K BITE E AL TR R
GUAS TR (2); SRR, 45 8 32 e
REEEN A2 KB RAKRERE: X3
TMVAZ G 0 A Ak, HoT AR S ALHR BRI,
1M LA [ M 25 422 P 18 320 (V. glutinosa)
i, A FLTREON KR 3 AR A (Murray 552016) .
TMVXH i ESFLK B R 1) Be 5100 2 is 3 iR
FHMP30 (TMV movement protein 30)F1{3 & A5 &
1 MPB2C (TMV-MP30 binding protein 2C) 2 [a] [{]
HARA R, ERLFG ST A 4 B SR IAMPB2C E 11
Gt K 2 S EUITA M A SRR I R Y (Rug-
genthaler5$2009). [579 #5 7k, HBR4H B 12 75 5
BRI PR A R G A T, di e R g AR i ST 4
Ji 47k 1 T B AR FL 25 B2 (Dutton252019) . 45 1)
T, A LU JEAR o T Ag22 sl IR K IR
AbFE R, W R AR N R R ALE R K
AR AL, X AR A 52 BIRE 0 1g22 52 4k BL J K
W NG B % #% 5 I AZIL )41 3 (Dutton%$2019)..

3 AZMESEEMFENNESER

T RGNS SR T AR TV B R R
WIS E A RNAL ARSI LA BB 5
AR B 5T B HEAT IR IR, BR LA, TR
A (reactive oxygen species, ROS) 4> T 5 45 &
FFEAR A4S A EAT K B PR A 3 O A A 1 5
S (ChoidF2017). T AT EXIE AR E
/N7 7 2 IS 5 24T 7 IH N B S5 (S WA SR
L1Y), BeAb3RA KB iR AT e 5 LR GIER
B RABEE S 5SEERES.

3.1 BEIHMEBES

ROS 29S¢ PR S ORE AT 2 25 ) 22

B 7>, &1 7 LABH T S A M R A% 3845 5 .
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E2 mEMEMUAKESESHENNFIEHEHSALE
Fig. 2 Regulation of stomatal development in new leaves by pathogenic microorganisms
via long-distance signaling

Pst: TAAREILE . = ATk RESE T o4EE.

AMNJEAE S5 2 N5 B - NADPH (nicotinamide
adenine dinucleotide phosphate)%& fLAEFRBOHD (re-
spiratory burst oxidase homolog protein D) F] 7% 14,
PE T AMA TS K ROSBE K, =4 <81 4 Jf Ao P 21 Jo7 70 A
ROS R, il 4% & 5 W it JF 0 3 B & 10
RBOHD ([%13). iXFROSH| K& KI5 1 N, A4S
W 51 & KRBOHD & A6 i 72 41 i B 4% % &
LR T AN, AT 7E BN ER Bl % E 7 AEROSUK,
51 KAEY) 2 Gi M B [N (Devireddy#$2020; Zand-
alinas®$2020). UL A K IL, i CO, M & Ak PR
o B A TR S AL FEFRRAIR, T £ErbohD/F XY
KA S L% FE S T 8 (Chater$2015), 5 7]
CO, = At <LK & ZBIROSIE /7, A K
CO, LA K i B 45 S i 5 8 mH<AL K & 2 ROS

B9 N SFHEA &EH— P 7 R 2.

BB T(Ca” )t R MK IS S5 R EE
M, HAS(E 5 5ROSH(E 5 B KB, Ca’ fEfl
e LR RN G 22 51 R R gt B, 4, E
36 2> fih 5 AR SR 7 s A P B BT Ca™ R B T, Rt
— Y HBIR LR SN, BR1EIX NS4
M AR 5Ca™ 5 5 m fE B i S HNLEl. 5
Ab, ELHM 6 4 5] R B2 AR A iR Ca vk B I A -
i1, FEBE w2 R, 5 S AR 5
La™ W] 24z s - F Ca® VR T8 DA K BELAS AF 2
HE P ) 2215 (Toyotad2018) o 1 I BR4H 12 YL ik
At 2 S ECH AL R RS, T A R
B (Pseudomonas syringae) X FE¥)W b Ja 342 4L 5]
H A I R PR A ) R GBI S ROSHICa™ (5 5
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Ca? _ 0z

=" -
? > RBOHD
Ca% Ca?**/CaM

iz}

N J

KHYS — STOMAGEN

Ca%*/CaM

ARFs ————— STOMAGEN

— GTL1T —— SDD1

BIN2
o ! ()

KIN10 —

‘Rt

E3 RGMES N FREESILLEERR
Fig. 3 lllustration of systematic signal-regulated stomatal development
CaM: 45if%& & ; PIN3: £ K F 4412 % 4§ 3; RBOHD: "# B X 8ALEEF) A 4 & @ D; TPCL: RiLidiE 1, — (L EF XA
SORE CAHGEF 6915 583, KA FUREAA, > (B ER KA K)REIEN 691 5@ %,

A R(Li%F2018), 4 b HEM s J5 i 48 it ALK B
FINLHI AT BE 2 FIROS 5 Ca™ 5 S 1 T HAb, 45
W4 M (calmodulin, CaM){E N Ca” 155 R fiRhg &
H, 245 &85 K 7GTL (GT2-like 1)JFi75 H 1)
ft. BT GTLIZ ALK B HIEE K SDDIF X
FHI R, HEMCa> {5 538 AT LA A = il S AL
HIR A (E3).
32 BEES

A MR, SILKE SR 2 2 A H
PR H i M SR N 5. RIS
WERTARM M AN AEK RS ERS, HEREH
i Bk 20 e A K R K ARAR, I RN TE U4y
AN R A M, AR K R I8 R (I PINS (pin-
formed 3) K& F£L A T A K ZAE M) 1 PR
I8, 1K A AZ i A BEYH R R AT BR 4 24 A o xet

PR ZLBIRTHE, PR AR K 2R AR I R B s
AL A A (Le552014) . 5 G [FJI, 11
A A B0 A K e B B sk R T ARFsid 23 571
731 Ik STOMAGEN 2 i 25 [K] 1) J5 51 1 45 & -
HIFLFIA, PN A A ER S BRI 2 3 8%
Z kTR R, FEimfet<fL &k F (Bl3) (Zhang
2014),

BrAEAKZRAN, T e B 23R 7% TR (abscisic
acid, ABA) W # KIS 5K E . W IT
I At (Solanum lycopersicum, sitiens 528 AK) ] it
T TR BRI T AR AR (aba2 5 flacca) M THV S FL 2% B T
i, T T ABAR U R ALK cyp707al :cyp707a3
ALEE R TR RS, DL RS R R ABA A
P42 FLK B 1 18 (Tanaka52013) . X} aba2 1
ANHFFE R, Z KRB EH RS R T
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YT B BE 20 R T R TR K, 5 FLR B A R
Wi SbHLH# 5% [K 1 SPCHA MUTE 1) 3¢ 325 1 8] th
B i B aba2 5 speh B3 mute 2 (8] [ A5
AR HEAT BAL 73T 2 B, ABATE T I SPCHIK %
125 SR PR i AL 25 40 ) 23 24 3 58 (&1 3) (Tanaka
2:2013). 7 B4R H A, ABAXSILK B KA
RSLIE ] BEAFAE AR E] 22 570 AMEIBE L ABA{E 75 /)N
I R LA D, H R D KR
Fr A FLIE i(1idaZs2016) .

4 FRE

VE RS JE B IR AT S S 411
F, SR A 5 A 30 85 ) 8 R
R E HEAEH . AL AT DA K AR R
FHAA, AR R AE AR B KA T XA B
Jo 25 W A FH IR 5 B2 R AT 3 S R R AR K N T
OB b, BB I o028 2 5 R A = A &
GRS, FEd i o B AR S FLR E SRR Ak
TERBOEEAT R . BT, MY TIRERGHEE S
(1) 53 1 RAE e K FE B 3 SALHI %0 2 20, A
KA AR B A I gk — 8 1) TARSIE . #lan, 1E
HOGHR A T OB R phyBAL THEHORES, /I 5
JEHUE R BAE FPIF R AE L& I R BB IR L5
Ffi#(Zhao 2018); 7EIERA 25T T, phyB¥6 2 A%
PETE A S PIFARES, Ab T B A IPIF U Al 75 3 4E
K- Z 14 i(Zhao 2018). HHT-H FAI4H i 2E K 2=
R ME IR T, A R 2 51 K A
AL T BRI, 40 O A 2 B e AR K K
ARk Je FOVR 4R R R G it 5ot B s
MSILEE RGERE R K. b, A B2 3
COKETH = 2= S ECH AL E T % 7 —J7 1,
= COL M FE 1 45 B At <LK B 1T 72 52 FIROS 15
G4, MNADPHS L BGIE AL il & FROS B AAE
=R JE CO, 15 T 1AL K M I A% vpokd H1 ZE AR H
(ChaterZ£2015), i M4 INADPH S ALK & H i)
ROSTE S A RES 5 T CO, K IH B 45 11 37 < AL
KRB BRI, HHEFRKINCO,H 3 LKA
HREFECS (B555H, fRCa™ K IH K2 8%t
CO, & FEE 135 47 5 7 9 £ IF 1) T U RN B 3% 32
HEF|Ca” W N — R 5 5 2 5 R E

RGMERA, HETCa B W REA 5 CO, I SIHT
AL LN B AR

BIFFEUR T B FR A B 28 45 5 2 e 52 0 9
AL A, A BT B ALK E R
KT W 2%, FEFEH 32 203k D 2 B e 46 5E 1) Sk i
R RS R AR A B R R R, AT BACE
MR TR =) H B KEES o SR, A
A7 S e rh g TR R RE CO, BRI 985 T4
Y AL FE AR Z Gk L2 SR, A 1 S A
P 3L AT RS2 Ak B M PR BT A i A AL E,
VEPD 7K 73 R 2005 250 R AR 68 RO 78 AL B, Xt Ak
M AT RHEBE . K BRI R A S AR 7 B AR
SR R B BHESHENEH.
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