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Mesophyll conductance and itslimiting factorsin plant leaves

HAN Ji-Mei', ZHANG Wang-Feng', XIONG Dong-Liang’, FLEXAS Jaume®, and ZHANG Ya-Li'"

!Shihezi University, Agricultural College, The Key Laboratory of Oasis Eco-agriculture, Xinjiang Production and Construction Group, Shihezi, Xinjiang
832003, China; and *Universitat de les Illes Balears, Research Group in Plant Biology Under Mediterranean Conditions, Palma de Mallorca 07122, Illes
Balears, Spain

Abstract

Mesophyll conductance (g,,) represents the CO, diffusion facility from sub-stomatal internal cavities to carboxy-
lation sites in chloroplasts, and the variation of g, across genotypes as well as environmental conditions is ex-
pected to be related to the anatomical structures and biochemical properties of leaves. In recent years, the variation
of g, has attracted wide attention. The limiting factors in photosynthetic rate are no longer divided simply into
stomatal limitation and non-stomatal limitation, but splitted in stomatal limitation, mesophyll limitation and car-
boxylation limitation. In this review, we summarize the potential influences of cell wall, cell membrane, cyto-
plasm, chloroplast envelope and stroma on g, and indicate that cell wall thickness and the surface area of chloro-
plast exposed to intercellular air space (S.) are the most important factors influencing the g,,. We also analyze the
probable effects of biochemical process related with aquaporins and carbonic anhydrase on g,. Meanwhile, the
regulation mechanisms of long- and short-term environment changes (including temperature, light intensity,
drought, and nutrients) on g, are also summarized. The relationship between g, and hydraulic conductance (Kjear)
is debated. Finally, we discuss the scientific problems related with g,,.

Key words photosynthesis; CO, diffusion; mesophyll conductance; anatomical structure; biochemical factor;
environmental change; hydraulic conductance
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(C)# AR (Farquhar et al., 1980). FH)5I—LEHf 7K
W, HEY gt AR TTT K(Evans et al., 1986; von
Caemmerer & Evans, 1991; Harley et al., 1992; Evans
& von Caemmerer, 1996). A[EMEYIgn 712 5,
17 H. g 2 T8 2 355 100 728 440 T il L 3 %2 42 1) ) o
(Flexas et al., 2008, 2012). WFFTEMY, gnXfik &
(Bernacchi et al., 2002; Flexas & Diaz-Espejo,
2015). W3R (Loreto et al., 2009). /K475 ik
(Flexas et al., 2002; Miyazawa et al., 2008; Han et al.,
2016) 55 A 5 15 2% 1 1) o403 35 2 A8 A N £ g
Rio PRI, gm BN g2 B L PR i AR A R il 411 )
MEBEBE=ARBE R, NG E ()
[F] 45 5 Z(Flexas et al., 2012). 8%, KIHFVCBYLE
BRI COLM B i 22 (An-Ci it 20) 305 7715, A% 1E
gnHIFEME, FEAE S HI & HADEE SR E W E .
KL, A B FE T SE gmit W R AR 2, X FvCBIG A AR
M AN-Ci i 26 90 & 7 %3647 T 12 1E, B 40 Ethier 1
Livingston (2004)%}FarquharZs(1980)H5'% A 45 14 1)
A E A O 2R AT AL, X An-Ciith 2o 247 10
G B g, XFNTTIEEEAR T OGSO g (15U
J&. Sharkey5#(2007)/1 41 1 —FhAR L 1 - 2L 105 7
EXAN-CHT AT G o L EE T3 g
A2 CEEN B RGO R BN H. it
G LA LA 8, Moualeu-NgangueZ5(2016)E#i#E HH T
—FhAN-GHI TG 770 BRAN-CHT AU & gn A1,
ARSI 25 3R TG [R5 I E 2 5 AR AE A 7]
AL [F I e kA A Al gy, (H3 RN VA AAAE —
TERIBRRE . — MM &, AMFRIABE RS F A
WA () AL P R HE T S g o RIS, FH T g7
1 R FE IR i Fr N CO, Y3z i AN 8 Sk 43 BR,
WA AR, gnit SCEUEI M Fo &l AK 3
MR R 3R A PRAL R

1 MREMFIEHERENHRSEEME

TEH LIRS, g RIS [H 28 = AL FE 450
DRI FIAE AR 3R FES5 14 J2 T, COLTE PRI 4H i Hh )
B 2 SR AT . M, R, LR
SRR RN SRR I TS5 (1, [E2). COTEIXEEd™
BOd R &2 B2 2B, Wi mg,. EEMNE
M, 6 F AR FE o CO, R DA B R BT B (CA) i
A HCO AT 4 #K, AN 7KL 2 1 (AQPs)
A LA FCO, M s . S2br b, B0 2 AIZ5 1

2R E ZAT] 7y, AQPSAFAE AW -, CAF %
AFAE T HHER AR i
11 ZHiEmEAIRF

AWTTER, g E Iy ) 2548 U € (Niin-
emets et al., 2009; Tosens et al., 2012a; Tomas et al.,
2013) KERFFTINIII ) 4H A A AR T AR (S
Sk s m AL S) I L AE (S/S) (von Caemmerer &
Evans, 1991; Evans et al., 1994; Pakatas et al., 2003;
Flexas et al., 2012)F14H fg & JE FE (Hanba et al., 1999,
2002; Terashima et al., 2011)& 5 g, 1] 32 EL 451
A%

AR — 4 AR HUE A E & A ARV
2 B 25 #4 %F COL 9 B 1 B 22 2 BB (Niinemets &
Reichstein, 2003a; Tosens et al., 2012a; Tomas et al.,
2013)e gm0 N AH 3 (gias) FIVBUAH T B (1) P
7o s RFCOL NS i 31 20 M i Al el 4 fH
JIEIEL, @i fRFCOL M i B Ji] [ 3] S 42k 9 2
AL R BE AT R 14

1
Em = W 1)
8is 1 x&iq

H & 5 ) 52 8 (m’mol K™, RN H #
(Pam> K "mol ™), Ti/e 45 (K)o (R x T/(H x
gig) e FAERE B LR OB, W LUK AT
JE R NS I WAH S B (Niinemets & Reichstein,
2003b).

Daxf'as
e Rl 3 2
glas ’[iasxg ()
Ry
S R 3
JSias L (3)

D, (m*s") 2T CO ¥ Z¥ 25 CTF £
151 % 107, fras (m-m )2 40 A A B 1 A S
RR LU, SSCACER I PRI AR B DI T T AR, fmes AR
N ER R Al PRI B R WU B ALiss
WALy R R — 2 CRGEY B A2 2 ith 2,
FH A s ) T A\ 133647 45 5 (Terashima et al.,
1995), — &% #11.57 mm ' (Syvertsen et al., 1995;

Niinemets & Reichstein, 2003a).
on @)
1/ Gow +1/ 8o +1/ Zeatgor )X S
S/ S AL I T A PR T 7] 248 1) 52 1) - PR 40
W gow A MIBE T, g IR TP, Gee ot 4
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JE B Thickness

Ak 24043 Chemical components

FLBREE Porosity
]

2 ¢ Epidermis
AR Cell membrane
YR p
Cell wal A
C %
A AR c———— el T
CO, =
AL % :
Stomata = HARE-1,5-— R
co, co, 7 SRR
A Rubisco
%
if 0, #JF Stroma
va S
) 1 J

Sias 8iip

Bl COoyzfit=NE. AQPs, KILEH; C,, KTCOIKE; C,, MIEICOIKEE; CA, BRERTTE; gins, I FBE; guip, THAH T B
Fig. 1 CO, transport model. AQPs, aquaporins; C,, the atmospheric CO, concentration; C,, intercellular CO, concentration; CA, carbonic anhy-
drase; gia, the gas phase conductance; gjp, the liquid phase conductance.

e
R -

H:Jf Stroma

2 [ i 5
Cellmenbrand | % H e
ﬁﬂﬂ@% mcu‘l‘lp c

£ Cell wall il A

Cytoplasm N E

—7

SFHECLIE, B, T5) —_—

Environment (light/temperature/drought)

B2 gnBRCO BikiE. A, S R MBRRIAR AL A 2 18, AR A2 CO AT TR E N H 1 2H L TET B, ¢ A
SR, B, MLT BB RIRR AT ARSI . AR AR CO AR ML AT BEE N SR A A7 mi BT 283 AL, ¢ IR
M. BT AT B4R T SR A AR ) PR 2 K 5 B — P IR A TR . AQPs, KALEEF; G, MUECOKE; C., M4k
PRIRAL COLIKREE; CA, BRIRITRE, giosr TRAH S,

Fig. 2 The diffusion path of CO,reflected by g,,.. A, The leaf anatomical structure in cotton by optical microscope, which represents
the CO, gas phase diffusion from the atmosphere into the leaf intercellular air layer; B, The leaf ultra-micro structure in cotton by
electron microscope, which represents the CO, liquid phase diffusion from intercellular into the chloroplast carboxylation site. AQPs,

aquaporins; C;, intercellular CO, concentration; C,, CO, concentration at chloroplast carboxylation site; CA, carbonic anhydrase; gi.s, the gas phase
conductance.
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WS E . —FEHrRIET gt 5 AKX :
11i X Dy X py

=T ©)

Pt B AR A RCFLIR R, X T My FH 28 o FH 5 2K
1, 2 A BE i) L BR B2 % %0.05 (Terashima er al.,
2006), Dy JECOMMT A %1(1.790 x 107 m™s ",
25 C), repe LENH T, HRERECOLLLEKFH
H Y BOUHL, WA BRI T . £ gew, 7
MHE; ALZTRY B R KE . KA B g mf,
T HOR BN E AR, — Bk CO 20 I N 3\ 2
S AA 3 N P AN AR — & COL M2 it 5 45 1 E 4
JRLJIEE B 07 Tl BEN Sk — R 4 B o i COL TV

SPAT G BB AR 7 181328\ S AR MM T (Terashima et al.,

2005; Tomas et al., 2013). guflge, (M LR T )
A& T AR, —BHH%20.0035 m's™ (Evans
etal., 1994)F& 7R

A PA_E A SR, AOMY BOR A2 2 2 . 4i i
BEY B A A LB . Y BUR B R A
Ko BRI AN, RS, anuBE R,
ERAR KNI B A S50 g BT S B . R
SRS M B RO AR A g Ok A, HA
BIFFUARAE S O TS 0T LIS AN
RIS, 4 A IR v A W PR 1) A s 8, e B
A= ) i) BR A 2 5 W g O AN P A B R R
Tomas5(2014) A 9 521 g, (1) 3 B2 PR 21 Bl 4 P o 12
HIAR T AR A, A5 T AE A S5 AR AR 5] g i B 22
BN ta 575 b v i 211 i 0 L 3 N Y Y
JE THT P DR 25 176 A P L Ao e 200 i e T P 2 R i g
EEFEK.
111 #nAmEE

SO g PR 20 L B A5 1A 2 B SR EANALRREE . —
RSN R 2 L P JR 5 S g 2 B, 9 RO AR OK,
JEER)E, gntli/N. BEFLIESE, BN EE e,
T SAFAE Uk 6 5% 22 (Terashima et al., 2011). 7EH
- HE 40 g PO R A1) 2 2R T 200 L ) 2 11 R 1
(Evans et al., 2009), [FIN}, 2B RSBk E I, #AL
S N fJRubisco s &b, HHERAERN, G A,
R (Evans ef al., 2009). TosensZ5(2012b)i\ A
AN i B P S gy, AHRRALIR S S gk R
Plo — ROl A EEFLRR EEBR, gnBli K. AT TR
S, 00 ) 2 B L R P i 4 B T ) AR A T AR
{t(Terashima et al., 2006; Evans et al., 2009; Tosens

et al., 2012b). TosensZ5(2012b)F| FH &/ — ek 05
AT 24 PR R L BR P EAT 23 AT, 45 R RO, 4 B
JEREH10.252 um#0.420 pm B4k I, FEXT R
Y ML FLBRE FH0.09575 40 30.040 . 4 g BE 1) 32 2 Bk
SN YR AN A YR, W TUAH M B A B 25 4 A
b2 20 43 B AR B AE B T B A g 1 2 AU ML A 55 5%
i ¥ (Flexas & Diaz-Espejo, 2015). #ATM, P& Wif]
52 A TR 2R B LA K anAe] A LA FH SR 52 M CO, 1
FE46 M AR A 4B I AR IE
112 S

VT TR N 1 B B, COEoR
HETES T, BEfE 2t i g 04y 7 J2 AT P 2 e
e F A —HINACOLEAYINE Ly Hod Sk 5
K, RGBT JZ X6 CO, 1 BELAS (A AH BELAS ) 7T LA 22
WEANTE. ARMIR KL H (AQPs) KIWFFTR B, A
XA FH,O R B5 I8 5, T CO, 185 512 fi th i
FHEAEH . TerashimaZs(2006)iA A CO, ) % fiid 72
FEES M IEE: BT EAE BN
H o 28T, A EBEFFEN COLE AN b i i%E R0
fEMMEFI ZFH K . Missner (20087 I 5 (138 35 P
FE(3.2 £ 1.6) emes ', YONFLIRNCOL I 5 i i) 3
K2 ML R )RR, 5AQPs K RA K, M
Boron%5(2011)7E HEBR AQPs 1) Tl B8 J £k I 41 At i i
&M N0.015 cm-s_l, MITIN N, AQPsIEILF.MCO,
TELEPIEE g ik % gm. Uehlein®5(2008)iIE 5k
AQPsE [K I JTER FEAK T 1244 P COL IR 5 M 24
BRIBAQPsI, gnfF 3 1 2%, Mi$em 7 otam
#(Sade et al., 2014). 7 4h, AQPsth A LU 52 g
MM A 1F H (Hanba et al., 2004; Flexas et al.,
2006b; Heckwolf et al., 2011).
113 ER&R

COL M 2 0 R4 B 81 - A i 7 82 4 3o 4 L
COLTEAH ML 5T 14 B A2 A, COL T2 3 I B A%
K. JEH, MRSV EHES (Sage & Sage,
2009), XA BT 46 56 COL 7E 4H B 5 H B 4 Bl 1%,
T BRBEAS o R, COLHE N B G f fEik 2=
B SRAREE TP ), HHERARERR, CO 284K
B R BER AL s I BE AR, FH TR/, gt
Ko THI ) 200 B 5] Bt (1) I SRAR T AR (S) A2 B2 2. COL 1) 2
BHRAL, (R COth 23 3d ik - A 2 1] 1Y) 2% Bt gk
AN EVAMJTE, 2 S5 78 A T sk N 2R AR,
{H P Bk AR K T 2 BN SR Y B R, AN
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FIFCO [ PR BRI A 3 R 1) 3

g DATR, R K EUEHE R B 5 45 M5 gl
SO A G EE L (H 0 53 445 A DR 3R (4] T 4 PR B ) 52
Mo g NI HEANTE 2, A0 7 2t — BRI IR .
12 £ EERIRE
121 WRERETHES

CA ] LU i {# 4k CO, FTHC O, 22 [8] f 1 386 4% 61
SRR 4 i I pHAR AL, (R IECO IR, IR,
KT CARX gm/™ AR R TER %, (AS5101H R .
Price%(1994) A1 Williams 25 (1996) 8 77 & B #E CA
PEAEE AR AR bR T, MG A RE I 2 7 It
AR, WHCAX AR TEREIER. (Ad A EH
INACAMEYE B AR, dnfs i FE Ak 1 CA
FEAERE R FEIR K BI/E F (Gillon & Yakir, 2000).

JiaFiDavies (2007)$5i = J5 i 74 P pHAE H5.5—
6.0, T RECAN > 54T CO, M 4H A BE 51 20 ffa 5 (1) 4%
;2 AR AN I SR AR AN COL A BB AR, X
HCOs BA Rt 1, RN, 24885 b i pHAE /N T
44 3L 57 A (K pHAE, EvansZ%(2009)I\ HCAAN S
AL 5T COL FITHC O, T i B 4k, . (R k, CAT]
BEI RS 5COMEYNMEE . HHAAE ., - SRAA A4
MR R Y BOS AR . BEFCIESE, RERE T CA T BEARAE
TSR AR5 1 (Evans ef al., 2009). CO, AN 5 i
BENI SRR AAL 5, B R R AT, 4%
PR N I pHAE 12T T i, HCO; it £, M
E M B T COLK B 22, NI T CO, 15 i
PHL; 7E O R CATE I AL COL FTHCO; AT 3
SNSRI T SR R Y I pHAE,  [FIB I3 CO, i) -4
PR AT TS A AL 98k, 4ERFR AR JE [ COL 1
WRPE DUARIE HAS 2 Bl R4 S R I AT I B AR, AT
{5 — %€ ()6 A% % (Tholen & Zhu, 2011). H¥FiX
AJ LAAIE B CAE i i 3 24K P9 COL FI 3T B3R 52 il
gme SR, IEHAEHPHIE T, HCO;FIHKE 2 CO K
FE 18545 72 47, HCO3 ¥R 1 41 i PN JE Mo ()4 Hic i
K BRAE I EY R COL M A RHCO; . XK~
COL ¥ HUE A /2 LA 2 CO, [# 72 ) 75 3K (Evans et
al., 2009). TholenH1Zhu (201 1) id 2 37 () = GE A 7Y
S CARIE, WNEFHMCAIFAE L, RECA
YT T COFIHCOS () m i e 4, R AEJE 5T Hid 2
PrEE IR H A . WF 7 CAMEILCO FHCO; 4 i)
L PR AT X6 5] W C AN g () S M AR L B 82,
122 KIEH

www.plant-ecology.com

HubAllde Groot (2006, 2008)3E T4 1 H A 5
PRI R B, COF I /KILE A RAHENRES
FCO, BB @ B iE W T 2 iz e &, X IF
HAGEL, SR, KILE B FHRAHE K& AR
F &Y, REFEAKYACORIBEGFEZESR, 1
RE AT AE 1) i 5878 1] LAY /b 38 41 CO, BT T AE 1 BE 1
(Hub & de Groot, 2008). F3 A B KM, KILEHDY
RV B FLER A T COMHLO R IE ¥, HARIHA
2 FCO, MBI HI(Otto et al., 2010). VYR
R FLBRIZ H COL T AE I g FE L B AR IK . Flexas®s
(2012)W\ A, TERUKFLER U SRMIRI IR R 2 RIAEAE
o4, PLHORIEAT /K FLER B I2 HiH,0FMCOL M T RE -

IKFLEE SR R 7 A0 [R5 T LA 4y S 2K
J R PN 7E 8 1 (PIPs)  YRVE R PN 72 & 1 (TTPs) .
Nod26JI5 PN 78 2 FA(NIPs) /N7 5Bl 12 JIE P £E 2R
(SIPs) BA f 2K GIpF JIE A 7E & H (GIPs)(Kelly et al.,
2014), WEFLREE, K3/ PIPSFITIPsY B Tk Bt
WIEE A, HTIPsO TRIEHE E, RAPIPsHL T
&, HEE W] LUZ#iH,0, XAl LLZ#iCO,. PIPs
S NPIPLAIPIP2 AN E 2K . Otto%5(2010)iA NPIP1
HAIZCO,MEE, PIP2 R B A i H,0M ThAg;
{H /2 Hanba%5(2004) {147 51 % BHPIP2 [ FE /1 3 COL 1
iz, AQPsZPIP1Z I b1 WK, fEAQPs
e TN HI I HeCLAL FR ARk Y, g B3 T 1%
(Terashima & Ono, 2002). Tl H AQPsTE 4l /K FFlI
MR R AT S8 PR PR, B s e Ak 28 1 T 22 AT
66 H % (Sade et al., 2010). Perez-Martin%5(2014)
(I 57 3K B AQPs 1 3R 35 X6 F 5 264 T NS (Olea
europaea) {1 GG IR FHA — € MM . SR, AQPs
Xt gl HLE - AE 2 Rk, B 7L AQPs Ui
5 CO, HI AL S ik F2 5 T 22 Al AQPs it g 0 18 15 HL 2L
HAEBEEZ N

2 SNRIFEXTgm ISR

WA R, Sgdl, gt AN FIREOKT . i
FEL JEIEL B COLMEESE) I e B ELA BUR M
21 KD TEEXT gAY ST

IR G377 A B R A A K R 9 7 e 1 2
W2 . MR, KT 8E M TG EET
et Y AR A TR DR 2 AN A RSB it A 9 R AL AT 1
CO ¥ BUH K ) T [% (Flexas et al., 2002; Galmés
et al., 2007). /K577 R 5FAF T gl FEAK(Flexas et al.,

©U 00000 Chinese Journal of Plant Ecology
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2004, 2006a; Galmés et al., 2006, 2007) 5 g,—F & fit
HIHATERMEERER. K785 g% H
R BRI AE MR R (PRI 19020 i B J5E 52 ) F A
TR 2R (AQPSTEPE BRI, CATEPERIELAR) . X LA
AR AAN ] T K 77 SRR R AL SN EE Y
CO &k
22 REXgHIEI

Yamori&(2006) [ 7T K B, 7E30H115 C A
K3 S (Spinacia oleracea)t i, gmiks B IEAE AT
Xof N BB 43 ) A2 25 F120 °C 5 A HH 1) 2 AT (O
VG732 °C) T AT g P S50 iR B2
#£29 ‘C (Diaz-Espejo et al., 2007); 7£5 CIIE T
KA H ¥ (Brassica oleracea)™ Fr, Hg WEAH BT
N IR EE AT LLIAEI18 C (Flexas et al., 2008). AT
R, 4i/KPCOMIRE RZEO0 (REBZL 10
‘C, COH U Z (A 4k) 2 1.25, (HEMHFLHCO,L 1)
0105%2.2 (Bernacchi et al., 2002). VA ERFFHR,
X il JEE PRI P N2 P B 5 i 2 S LB VIR 9% . CAFH
AQPsHIML AYE I | T H A BT, I Bis P i
YV, i RE AT AE I I 5 i CA R AQPs i 14 3t
X gm/ ™ M . J14h, IR S iR maAa S
JEZE, MM FEARAH ALK B AMEZ S, 51HESH T .
23 NFEREE XA

WFFERNT, bR 5 2 1) 25038 AT R g R R/
(Flexas et al., 2007). [AEAEYI g bL FH A FEY HIAIC
(Hanba et al., 2002; Piel et al., 2002; Laisk et al., 2005;
Warren et al., 2007). Hassiotou%:(2009)X Banksialt]
WHFUR I, RIGHR N K H B T gm bl o8 11
fIK20% 0 't HE B P38 0 V38 5 508 i S AR 1 5 B R
M Se i K 7, T 22 28 g (Tholen et al., 2008;
Boex-Fontvieille ef al., 2014), KEMHFFILHIE T 5
S S e HR R FE D BT X g P REM o BT 5T R I g 0T
WG B, T SRR AL B AN T Rk (R AR A, Ui
BIBR 1 DGR 0 X SRR A, VR IE A7 AT
WL 52 g, (Loreto ef al., 2009). & Tholen%5:(2012)
NN g R BRI PR ] 82 T gt SR R 2
W SR AR e O IR FH P AR COL T 3 3K
FIMRZ . #R1M, Théroux-RancourtFGilbert (2017)iE
o 2 R R N SRR, g X G RRAELE
WIS N PRI, DI 0 B2 R g ) BAAHLE A
(RN

24 FEAXTgnRIEM

M RA IR RS E S 6ERED
FREMAHR KRR, RFEERHTERS =N
2 BB -1, 5- XUk FR 2 A6/ 48U B (Rubisco) ) 25 1,
Je vl DLHG INCO, ¥ 8k 3 BE (B #6 g Ml gn) (Warren,
2004; Li et al., 2009; Yamori et al., 2011). 5NN,
BT DU I O B G5 R R S g RN S
47 Rubisco &5 H [ 14 I 34 b 233 il - SR AR AR AR 1
HK(Li et al., 2009), MM FESIIEIN, H R4
M g o XiongZ:(2015b)Xt /K FE(Oryza sativa) I 7t
F WIS EUE TR S U . RS B T Rt
W 45 A oG Y B R 3R A R B g, B9 R /D .
Clarkson %5 (2000) W\ 4 2 7 & 42 & 2 39 I PIP2 7K
FLEE F B D K 1 R 8 &, Hanba 55 (2004) A N
PIP2; 17K L& H i Rk 1T LUR Sigmo 2RTM, ELAEH
B, AR R ILE S 20 il 5 AQPS IR g, Y HL 122
s . A4, BINEWR K IKFE . NE(Triticum
aestivum)~ 3 K ZECHE Y (Makino et al., 1992)F1 %K
(Zea mays)ECHHY)(Burnell et al., 1990)1CATE
Y2 BRI, (HCAX g M IE —HAF1E
Friflo [RIUH, kDR 2 v M B 10 U1 e S8 DAL TG 6o
gmfP RISV 3 75 2 — 2 5T .

3 onMVEE A

H T, 5 g i H I35 7 i G S AR S #
FI 43 25 9 S [ 25 I 52 72:(Bongi & Loreto, 1989;
Harley et al., 1992; Loreto et al., 1992). SAEZZ A1
[FIf7 Z [F) 250 52 v2:(Evans et al., 1986; von Caemm-
erer & Evans, 1991)F1A4x-C; il £k Il & 72: (Ethier &
Livingston, 2004; Sharkey et al., 2007). #7%K Hgn,
) Ak B 2 52 3 Ak 22 DR 3R () s2 1), 491 G 248 il 18] BRCO,
W (C))(Flexas et al., 2007)« YR58 (Flexas et al.,
2007; Tholen et al., 2008)%: [X 2. A& KB 7 & £
N T gu i EITERBE TS 208, HIA T ok
1 B A7 55 Y g 19 268 X #0AH (Flexas et al., 2008;
Warren, 2008). U1 Tholen%5(2012)I\ g HIiti 5 20
T EE SRR 2R R O6) IR R AR )
COKEZ. T H, AW FRE N g, KR 2RI Al
FITESRIE R BB R, BlEGuiSun (2013)iA70y
CREgniHEAXFHRASE, CRHMEZ
[F) 225 A PR A N 2 B0 I R 22 45 2 3 Bl g X Gl

H

H
=ik

.
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MG, LU, SZRRTA S A B 7R 1 25
BRIE, AR IR FU AR AR X 2218 o R, 5E 3%
AR g R TH AN RE T3 548 A2 TR HEBE I P 3
JEERIE 5 B R

4 KHFESgHIXR

CO, ZHEWHAT A /E R E R, TH0Z 4%
IR, & AT — V) A A iis 3 1 0 7R 5
I B EA  Hi, COMH,OTEME Y 1%
Bk R RIE o« IKTTFE (Kieat) P gm 73 ) 52 1T AL
Vit B WHOMICO iz i i W A B AR B, 2 e
SRS W R A A P RE 1) 32 Z 4B A5 (Flexas et al.,
2013)0 B IR Kiearfllgm— BB IS, (HIRAH
B FEER T P & (8] ) B[R] 9% R (Flexas et al., 2013).

Kiear P LA N HoO £E Iy PN A% i 1) 280 3% ) JEE
HoO M AR B 28 I 7 R BT, 94 f5 ZIIA i ik &
BRI 4R ORI e BB 28 R A RO T B 3 = <
(Sack & Holbrook, 2006) %, Kiear7? AAST T B
(K xytem) FIAR ST AN T E (K outexytem),  TE K A 97K 53
& 55 PR N Kytems 5 WK A1 2H 23 9 1 4% 46 FR R
Koutxylemo Flexas%5(2013)H T IAN, g5 KieatF A HH
KM, I HFEEKyexytem™ Ko Kouxylem ™ B Kiear
BRI MR, AR BT o b 22 BE 5 P M AR S 26 1R )
ARK M A8 4k (Cochard et al., 2004; Sack et al., 2004).

e 2H 2N H,O R COL A 4 L A A5 H 2% 4%
T[] £ Y T 8 P P 1) 240 L T R (S ) 882 WA A A2 [ I 5

Wi g 1 K eae ) PR 35 (Xiong et al., 2016). REMELT
S, Se B2 AL i B U Hb % BE g, 19 2% 4K (Terashima
et al., 2005, 2006; Flexas et al., 2012), {HS,HI K/}
gmlMIF2 M A2 455G E (Xiong et al., 2016). [HH,
XiongZ5(2015a) 1A 4y THI ) 4H A 5] B 0 i PRI 20 o s A1
2K 53 FHVBUAE 78 RS T REAT 28 R 7
UES, T LUK B 57— e R R Rk, 54, 4
JfL B ) JE B AR FLL B B AN AN 2 5 ) g P L 2 25 A4 K]
K, Fo B TR ERAN K AU B AR, M
MM T Kieato

[FJ IS, 20 6 B L B A A7 1 25 5 /K AL 5 i 25 K
A . FSE b gin G Kiea MR R PE AU e T 1
R ZER), 54 0R R AQPs) A #H — & 1K
Z(Flexas et al., 2012). AQPsAMYA FH,OMIZ i,
WA G CO, 18 - OttoZ(2010) AT FlexasZF(2012)
N A COMH,OFE JE - 1158 #ie 3z iy Bk - 7 b A [
(7K FL 2 13 DY Y0 (PIP 1 AN PIP2) () EL 5] . A5 WF 7T AIE
B Ko 1T LA/ SRS EAT IR S, G BE, SRR AN K
/345 (Sack & Holbrook, 2006). g 1K .25 454
AL AR — O, [A) 43R B & [A) A7
TE—EMRR, HEFHEE— D EEIEE.

5 MiRRE

COLTERE PN v 4 M AT A A% B 2o 2 M A2 2
(E1, B2; R1). RPN AR S 27T
RERZMICO, Mk . (S MIJRTE, B 1 20 i BE 5

RL COJE M AR &AM 07 BRIEES. FHIRIE. 3077 RUEAI Sh T EIE A R SN (7] 55 Fr) 22 S

Table1l Diffusion way, transportation form, resistance source, power source when CO, passes through the ultrastructure components of mesophyll cells and

the different response time to the external environment

CO¥ T COigHiTE FH 732K VAR S/ o A0 FRIR B I W) S B[]
CO, diffusion way ~ CO,transportation  Resistance source Power source Response time to the
form external environment
I Bk YEAAELTTR CO, JERE. FLBREE. RIRTEH S COIREZE =8N
Cell wall Physics and Thickness, porosity, pectin etc.  Difference of CO, concentration Longest
biochemical mode
41 o YEAMEMLTT CO, KILEH . EMMpHZEE CORIEZEZ . B E A EIhicH B

Cell Physics and

AQPs, the difference of pH on Difference of CO, concentration, Shorter

membrane biochemical mode both sides of the membrane active transport of transmembrane
protein
g2 O AL A Ly CO,, HCO; CA. pH. ZHfiR4Lsy pH. CAMIfEfL B
Cytoplasm Biochemical CA, pH, cytosol component pH, catalysis of CA Shorter
and physical mode
A 5 ARy CO; KALEA. BEHMCOIKREE  BEEA L 3hisk B
Chloroplast ~ Biochemical AQPs, the difference of CO, Active transport of Shorter
membranes  and physical mode concentration on both sides of transmembrane protein
the membrane
MER AT AT CO,, HCOS CA,pH pH. CARIfAL A
Stroma Biochemical pH, catalysis of CA Shortest

and physical mode)

CA, carbonic anhydrase; AQPs, aquaporins;
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