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From C; to C,4 photosynthesis: Can the introduction of C, Rubisco alone be effective
for the improvement of photosynthesis in C; plants?
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1. GHEMIDA =~D C, X EREIBDEADHHA

CoEMIE CHEIZ T A R & <, AREE b HEY, ZhlE, RERDEASSD
2?2 B CO, EEDHIHISZ S 2 ) 7r—2-15- A Y VAL KRF T —F
F¥ 7 —E (Rubisco)ld, FRBESISHENBIRIZENT &, O, % bIEE & L THMR A
BT ZEenD, BAEROERBIER T Lo TD, CEWITELLDOBEET CO, AT
B < CootB ka2 45 L, Rubisco OfMESALTD CO, I A & & OB 2 16l 5
Z LT LTe, Co e alInl i 2 BRE) S 5 121X ATP DSRICHE L 72 D%, IR DM
ESNDEESCHIE T TIE, CAEMOTT N G LY b AR LR 5.

ZDE DR CHEM DALY AT LIE, CGHEM DA ZW R T2 ETHHIEE X,
AT CHMIC Co G RREIE & 59 50 #4031 THo T & 7= (Hibberd et al. 2008,
Miyao etal. 2011), FAH & & BEAWEIEAFEFTICHTE L TWERIZ, CGREMOA RIT Y
FTra O CHERBIREZEATLI a7 MISM UL, hvEr a8 O taRk
[AlR% 2 ARk DRI, AR AR ) — L ELE VBRI VAR ¥ T —F (PEPC),
NADP-U > Ifg7 & Ra 4 —8, NADP-U v IR, LBl v Bysr—+8

(PPDK) @ 4 -2 L /D72 A3, 512 PEPC & PPDK X Co B W TIEFICHEBEH L TE Y,
G PN TR L ~NVICERBLSE DL Z IR #EETCH -T2, Foxld, YrE—HF—, =%V
v, Arvbhay, F—IXx—F—%EH b vEr a2 HRKO PEPC #is{ & PPDK #Eis 1
EEDEEARITEATLHENW) FEICELY, 2O OEEFEL FUEra Ll EICERBIS
w25 Z LI L7z (Fukayama et al. 2001, Ku et al. 1999), % L C, C, XA kIEIHIZHE 2R
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4 ODRERETEH EHBBT 5 4 BIPEERWR A *ZER L7- (Taniguchi et al. 2008) ., PEPC %
BN TR Bl S E 7o B A * ClE, MERAMEE SN D Z &0 AERBEHENMET L7
(Fukayama et al. 2003) , L 7> L, 4 EJEEH IR A 1 TIL PEPC DS B OB NITTHIH S 1,
e RGE FE S FE IR B R A 2 O LU A L 7= (Taniguchi et al. 2008), = OHLZMN Lo X
IRAD=ZARZE S TR D200 TIZAR WD, e L b 4 DOEZ ST S
I, AR & RIEICIEET H1F I COLAKIEIRE 2 BREN 5 Z Lk TE RN
LEZDNT, DT NV—T%FDThH, 5D& A CoOtERRIEIEDEANIT XV A ke

TIDOUL BAZALED L7z Flid e .

2. C,#E¥® Rubisco

Cy MWL 22 DK 30%% Rubisco [ZHE LTV D83, ColEMIE 10%LL T ToH % (Makino
etal. 2003, Sage et al. 1987), C,HE#i%, 72/ 720> Rubisco THEWHEKEI ZZERK TX 5
DTEAHH D2 Rubisco DR E U TRREBLHEE Sl OEEFR T LR TR Z & IIBEICIl <7273,
R B\ IXFERT ZE 05 0, CHE TIRER IR <, CO, IBMEHI I 2 Ff > Cu i Tl 2 1513
EEWZ EDRE BTV D (Sage 2002, Seemann et al. 1984), C, FEW) (F il S5 B 0D
Rubisco #4252 L 12XV, Rubisco BEAZWMOT I ENAHEEL R, FHEMDELERF]
R 2 ZoTWnWAEEZLNLS (K1), LaL, Rubisco Dt & CO, BiFntE DIz
XL — A T7OBB%RZH YD, CHEY D Rubisco (XAMBEEE IZE D CO, 12K BB A

(COIZXT B I Y REE KNI Y) 1EE vy (Tcherkez et al. 2006), Z D X 9 72 C3HE
¥ Rubisco DREFMEIL, FEZEE M LLATD 250 ppm FLE DKV CO, R EE T TR & i
5L b - @i LR e Wz D, BIEORERREEZ LD &, K& CO, A X

—IRE T ESTED, 2050 4£1T1% 600 ppm FBREZIZE TINS5 & FRAEA TS, £D
K  REGMH T TIERMFERITEBEOT LG cND Z b, 5%IT GHEY S CiEYm D X
I 72 E TG Rubisco % FF H Rubisco ~ _

QM kcat: =
DEFEOFEZW LT Z N, HAK C Bl TCO &R
B[COTHER”
RLAEFEED B VMEM OBRFEIZ D72 N D - AIHERE 5
CO AN 45

LEZLND,

cjmm
FEIEIR 24 BI=sb(C

—_ . & [CO,] [Tkt

3. C,EYDEEME Rubisco d C, S mé]ﬁyg 1&

EMIA~ DB A Co Ml & K AE K& [CO,]

Bl % & CARMMRD | scodBEREHEE D Hosk
K. fRe; K, QT2 341 28K
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B2 TNARRN 2L BT 272012, CHEMIC Coli#) O EiE P Rubisco 238 AT 5 =
EERIT AR, DX, VXA E, XA R ETERIEMOL X CGREWTH D73,
ZOHTH A O Rubisco DFREEIHEE TR Z & 23 7hv - Tz (Sage 2002), & Z TH A
X, A REEBRMEE 352 LT, TONARARTOWR D750 U 7 fliioE o
i\ Rubisco & EALAYIZIT WA RBH#EY) O H THESR L7z (Ishikawa et al. 2009) , f#EHT L 7= A
IR oty D Rubisco DR L, &2 TA LV b o728, VLA LD Rubisco 13
R 23 & <, D COL TR 2 BAME S LI R W8, A RO EROLRITHE S
AhE#E % b=, Rubisco IZ RbecL & RbeS D 2 FEIHD Z L /7 I Lk » TR S h TF
O, A 2R T LeSs MG 2 D £ TICE B O F ¥ v Xu v L OMBEERE5T 520
TEHRBH D PRI 2013). Ko THATLEBETIZHRDRY A R OBEET & AHREPER E W
ZEMEFE LY, F I TMEBSTINFET D Rbcl DT 2/ FRESNZHOWT S IR A2 1T -
s, VNV L EEZDA IFREYN TIEMEREMERIEFICE LS, EOMOBLRFEZEALT
HRET RN D EE X Bl (Ishikawa et al. 2009) . RbeL IXHEREIR S ) I, RbeS 13847
J DCEEBG IS UCHEET D, £2C, Rbel 133—7 4 7V H > %FIFH LI-A8A
L 21T X D BRI R, RbeS 17 707 7 U 7 AEIC XKD A FO~D BT

BAxEIToT (K2), A ROERIKBEL
BUIHEMRICHEL SN TE LT, &x b
RbeL ODBEANIZFELTIXA5DE AL
TWARW, —F, YA L RbeS D iE3sH
WIS L, B ~N&E 2 &I, MRS
BWTENIZEHELEZEZ LN TR 1o
72 RbeS % # A7~ 2% 721} C Rubisco O fifi ik
EERHK 50% mEDZ EBHALNERST
(Ishikawa et al. 2011), JEEHis# A % D
Rubisco DL 1LY VAT AT~ D &
RS, A RO ERRETI DB BRICH5FH
MThDZ e, HAMEEDY I 2 b—
VarnbbhroTnd,

4 REEHA RIZH (TS Rubisco BEE
(}>3i%|

=i @41 *RcSDJ) YD
l l A (RN )
573

ShRbcl OsRbcS2
®YILH LRCLDE R & OstcS3
e tnin (AARMEIRET )

SbRbcS
@YV ARXSDEA
(ZOONOFUD LK)
E2 CHEMIYVILAH LA OEEERRubiscoD A A

NDEA

Rubisco % # X 3" % RbcL I3 E kR / 4012, RbeSIE &7/
LDOSEEETFRICIY)I-FIhTWE, OFF, Vi
77 LsRbeS (SBRbeS) % 7 70 /X7 T ) 7 LEIZ L U A4 %D
HICEIZTFEANTZ, VILHLRbcSEEANT S EIFT
RubiscoD AR E 2T 5 2 X b ->Tw3
(Ishikawa et al. 2011), L 2° L, Z#1721F TldRubiscon* & |
Y75 TLEIDOTREREEIIEWLZ L, @2 2T,
A4 A RbcS (OsRbcS2-5) 123t L TRNAUEIZL 5/ v 7 97 v
Z1T\, Rubiscod BEZBEICR I X ¥ 5, @ I8
ZERARBE RO TR Y B, /)L # LRbeL (SbRbcL)
IZoWTHEIZETFEANT B,

V)V H I RbeS % BB A I E R A 3 Tl Rubsco DGR 2380 L 7228, YA EGE

BT ED LI e B LIETTDEAI N2

FROTRI8 DI E A R O B 3
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CO, &M CTHIE L7285/ bIINT 25 Z & 1d7e 0> 7= (Ishikawa et al. 2011), JEE#H&HLA F TIX
A RD RbeS Z % LT EE YV H 2 RbeS A3 AL TV 5 72912 Rubsco NIBREIFEHL L TH Y,
Rubisco & ®mMAEEN L T2, & CO, 54 Tlid Rubisco 23WEA D AHK - CIL 2D T,
Rubisco DR & G RN L THIAMIEENZL LRV DITYERTH D, Cy EWH
fT>TCW5 X 912 Rubisco & B A D72 LTEFEFADLEEZE O S Z L) (Sage et al. 1987),
BRI DB RICDRN D EEZBND, FEERIC, @& CO, el CIIIFMEBRHEA RITH W
T % Rubisco DRENITBEITH Y . 7o F & AGEEHA 2 2 AWM G, JEREE
A 2D 65%FEE D Rubisco & BN TH D & HFED HAL T % (Makino et al. 1997), &
JEPERL L 70 > 7= Y )L A7 I RbeS JEEBRHLA O Rubisco T, & 512 50%LL FIZ % T Rubisco
GEAWDIEL LR E THREND, BEEEEA X Rubisco Z@MUNIHA S5 2
ENRTENIE, TOHOERIIMONEBEES R BT ESND LEEZLND Z L)
5. HCOERETONAWRBIDORT v VERDDLIENTE LT TH D,
L7223 > TIRIZ, YV H A RbeS @R BLA I
FUT Rubisco & RNAiJEIZ LD /v 7 X T A

iSS4

e 10
\ 53 2 @
HZ EERBT, A HRIL5 DD RbeS (OsRbcSI-5)
BEFL . 205 5O OsRbeSI ITEHTIE L A U5 WP S == < Rbcl
BLLTWeW, £ LTI ® 4851 (OsRbcS2-5) = W
O FEEFNIIEF ITHEELS &V, — 7,
OsRbcS2-5 & ¥ )V 77 I\ RbeS DG IEFRS X = — RH
o MR Re > TS, 22T, TE?
RO A % RbeS ODH%e ) v 7 X7 45K 91T,
A X T b I E D OsRbeS3 D 3l =1 — R AE
ZRYUT—ELIZRNAI I ARNT 7 &Y VT

2 RbeS ERBIA RIZEA LT, ZOHIKIIMAE E3 CAEMYVILAHLRSEFHRBE LS
- \ RbcSZ/ w4 89> L1 ER EE#RA %
L. Rubisco & &N LA % RbeS DIIMNITE A TTHEM S » 87 B OSDS-PAGER@ 7, E4
DI WY v 87 H % SDS-PAGET 28 L T
A ERBD IRV 2 HREEBHRA 2N ELNT 7o —TVT N TN—TRE LTI,
RbcL ¥ RbeS% 4L 4B D Lo L 7=, JEHHE
(1% 3), 2 EWEESA X TRBRT D, Y/ HLA  ##4 % (NT) Tld A 2RbeS (OsRbeS) O & 7
#H LT3, V)L LRbeSHHERA *
RbcS & 1 3 RbcL @ ~A 7 U » | Rubisco |E, #Hl  (SS10) TIZOsRbeS ¥ /)L 7 L RbeS (SbRbeS)
OBIHNEL SV THERL TS, [ FRbeS
R THILT DA R RbeS & /LA 2 RbeS D A ¥)o 75y LR2EREERL LT,
13134 TA'SbRbeS ¥ 70 1), RbeLD /Sy K
Z & 72572 Rubisco [ZEERTT, & 5 [TRHE A A B HRubiscod BBV LTWEDH b2 B,
B2EMEERA X DECO,LETTOLETR,
Ll 7pol, REGUETTONRAAEE L2 ER  Hik, 2EREERS T2 EL 3C020RK 5
HTHRL TETEY, ORI % AT L
B 2 TIRLS oo 12, B CO,SMETIRFARE  Tuwa,

E
— < 0OsRbcS
— <SbRbcS
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ELigolz, UL, BFEHZYOREGRTRD &, 2 EREERA IIHB LM A 1 L
DL EWEZ R Lz, 2 EREESA 1O Rubisco & BIFFEMEIMA 1 D 20-35%TH Y,
FRBLEEE NN L 72 L 1TV A D EENDRTELLELXOND, 4, RNAI O MV I—
FHIORERIMEZ D 572 E DS B %17V, Rubisco & &% IERE LA £ D 40-50%F2 % 127
fidToZenTEE, KVPRIEERENZHRTELLEZXTVD,

5. A4 2hEED RbcS ¥kiBInF OsRbcS1

ZAVE TOMFSET, RbeS 7% Rubisco DftMiERE ) DL RICIIT HEHE L X —7 v b ERKY
/5 ENbhrol, MKW T RbeS IFZHBEFIEICLIY a—RanTWb, £2
TRIZ, WEWDIFFD RbeS RERZIZEHRTHZ LI LT, JBICHRARTZEY A XL 5 DD
RbeS Bin 1% FH, TDHHD 1 OsRbeS1 1%, TEREARIBE THIHEH TRIL T
WU, X 51T OsRbeS1 1%, > RbeS & OHEET X/ BRELSI O RIED 55.4% &KW
(OsRbcS2-5 Tl 100%), BERAEAT S 7 F /VELHIN e 7R & O BLRTERWREE A FF O,
OsRbcS1 F—YuZiX b~ bk, I¥arZHRplf RUSNOHBIZB N THHFEELTEDY,
I DN THRA R T < BH O RbeS & B D EEZ AL TWDH Z R TPREINT Fhx
IX OsRbeS1 127 B U CREMZR FEBURAT, TEE SR 2 JH 7o AR BRBR REARAT 21T - 72 (Morita
ctal. 2014), ZDOFER, OsRbeS1 1T EFRIZERK (7T ZF ) ITRIEL, RbeL & IEHFIT
2% LT Rubisco D 7=y & LTHRELTWVWDZERDo72, LA L, OsRbcSI
FIEERBIETED & kMM CIERE L T 67T, FEHOROMEE RN THRBLL T\,
OsRbeS1 Z B FEBL L TWVRWEL THEFEHL S &, Rubisco {EME~DNR AT L7z L 2 5,
OsRbcS1 73 A3A F 4172 Rubisco (XARBLHEE ST 2 2 & Wb oz, flBHEE ~D %)
LYV A 4 RbeS ERIFRETH Y, OsRbeS1 & CO,EEE T TOXRAMMEES DK EIC
AhThHdEBZ LN,

BIFE, OsRbcS1 DOIEREZ B &M T 572012, RNAL J v 7 X0 VBB A % & v
T AR AR — LRI N T A7 )T M= AR AHED TN D, B ONAERR 1T D
Rubisco DfCHTHERE L LT, #EE HJEILNTO Cy A7 CO, [EE (Hibberd and Quick,
2002), AEE AR TA LT CO, DFEE (Schwender et al, 2004) A& S TWD, 2D X
9 72ARENT OsRbeS1 SR L TW D HREME S B X N5, ZOHEEFNTNEIAFETD
HERIZE =0, =X —%2FHT 5 & CREENETT 5, AR TEBEL TV
72> OsRbeS1 DB K — 2 %E 2 5 &, OsRbeS1 134 £ TIZHE O 72 W IRHETERE A -
TWAHHRREMER S D LB X TND,
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6. BHYIZ

C: D Cyfblx, Fex BRI E DETH D, IHF, ColbOEBOTO DR HEK
IRBERE L 72 o> TN 7 T Y REIEDMBIZE T 20 F A I = X LDFERPY BELA T
% (Slewinski, 2013), L2~ L, 58478 CiALDEHITIL, T ELRFHNLE LB BNLD,
Rubisco DfIERE /) DLk B & IEF ICHEETH V, RAFICHIZ Y FZHAREZR L~ L TO I
WNIRInoTe, Fax T CoEMID RbeS Z C3AEMICHAT 5 & ) el i 22 FIEIC LY,
Rubisco O fil A5 ME 2 MG RN A9 5 Z LISk L7z, HfE, Rubisco & RO AMALIC
YA TND A, EAREDTIUILT NG RLAETI DL RICORR Db D EHIFFL T
W5, VLT RbeS IFEASAICIE VR FEMMIITEA TE R e PHEIND D, CiE
WNTRFEIR 7RI B WD THMNZ L TOME L TR Y, MEERMICB W TH %< OFEIC Cy
W NIFAET 5 (Sageetal. 2011), A RESMC S BERMEMOL T CHEMTH Y, il
72 C4 T D RbeS %385 2 LI Ko ThR % R B DB RRE ) DL RIT, A RIFEIT L 7Bk
QB TEDLHDEZEZLTND,

KL DA FiE TCHEMD Cift : Rubisco 721 THEITIED? | Tho7=2, FIX
S HIZ TRbeS 721 THARITIED | | LEWVTZW,

5| FASCHR

FEILEE 2013, R CO,BREZIZH L 72 Rubisco DEAIZ L DA R DONARIET DL R, JA R
WF5E (23) :24-32.

Fukayama, H., Hatch, M.D., Tamai, T., Tsuchida, H., Sudoh, S., Furbank, R.T. & Miyao, M. 2003.
Activity regulation and physiological impacts of maize C4-specific phosphoenolpyruvate
carboxylase overproduced in transgenic rice plants. Photosynth. Res. 77: 227-239.

Fukayama, H., Tsuchida, H., Agarie, S., Nomura, M., Onodera, H., Ono, K., Lee, B.H., Hirose, S.,
Toki, S., Ku, M.S., Makino, A., Matsuoka, M. & Miyao, M. 2001. Significant accumulation of
Cy4-specific pyruvate, orthophosphate dikinase in a C; plant, rice. Plant Physiol. 127: 1136-1146.

Hibberd, J.M. & Quick, W.P. 2002. Characteristics of C4 photosynthesis in stems and petioles of C;
flowering plants. Nature 415: 451-454.

Hibberd, J.M., Sheehy, J.E. & Langdale J.A. 2008. Using C, photosynthesis to increase the yield of
rice-rationale and feasibility. Curr. Opin. Plant Biol. 11: 228-231.

Ishikawa, C., Hatanaka, T., Misoo, S. & Fukayama, H. 2009. Screening of high kcat Rubisco among
Poaceae for improvement of photosynthetic CO, assimilation in rice. Plant Prod. Sci. 12: 345-350.

Ishikawa, C., Hatanaka, T., Misoo, S., Miyake, C. & Fukayama, H. 2011. Functional incorporation of
sorghum small subunit increases the catalytic turnover rate of Rubisco in transgenic rice. Plant
Physiol. 156: 1603-1611.

Ku, M.S., Agarie, S., Nomura, M., Fukayama, H., Tsuchida, H., Ono, K., Hirose, S., Toki, S., Miyao,

H. Fukayama—6

BSJ-Review 7:33 (2016)



TR At 7:34 (2016)

M. & Matsuoka, M. 1999. High-level expression of maize phosphoenolpyruvate carboxylase in
transgenic rice plants. Nat. Biotechnol. 17: 76-80.

Makino, A., Sakuma, H., Sudo, E. & Mae, T. 2003. Differences between maize and rice in N-use
efficiency for photosynthesis and protein allocation. Plant Cell Physiol. 44: 952-956.

Makino, A., Shimada, T., Takumi, S., Kaneko, K., Matsuoka, M., Shimamoto, K., Nakano, H.,
Miyao-Tokutomi, M., Mae, T. & Yamamoto, N. 1997. Does decrease in ribulose-1,5-bisphosphate
carboxylase by antisense RbcS lead to a higher N-use efficiency of photosynthesis under
conditions of saturating CO; and light in rice plants? Plant Physiol. 114: 483-491.

Miyao, M., Masumoto, C., Miyazawa, S. & Fukayama, H. 2011. Lessons from engineering a
single-cell C, photosynthetic pathway into rice. J. Exp. Bot. 62: 3021-3029.

Morita, K., Hatanaka, T., Misoo, S. & Fukayama, H. 2014. Unusual small subunit that is not
expressed in photosynthetic cells alters the catalytic properties of rubisco in rice. Plant Physiol.
164: 69-79.

Sage, R.F. 2002. Variation in the k. of Rubisco in C; and C, plants and some implications for
photosynthetic performance at high and low temperature. J. Exp. Bot. 53: 609-620.

Sage, R.F., Christin, P.A. & Edwards, E.J. 2011. The C,4 plant lineages of planet Earth. J. Exp. Bot.
62:3155-3169.

Sage, R.F., Pearcy, R.W. & Seemann, J.R. 1987. The nitrogen use efficiency of C; and C, plants. III.
Leaf nitrogen effects on the activity of carboxylating enzymes in Chenopodium Album (L.) and
Amaranthus retroflexus (L.). Plant Physiol. 85: 355-359.

Seemann, J.R., Badger, M.R. & Berry, J.A. 1984. Variations in the specific activity of
ribulose-1,5-bisphosphate carboxylase between species utilizing differing photosynthetic pathways,
Plant Physiol. 74: 791-794.

Slewinski, T.L. 2013. Using evolution as a guide to engineer kranz-type C4 photosynthesis. Front.
Plant Sci. 4:212.

Schwender, J., Goffman, F., Ohlrogge, J.B. & Shachar-Hill, Y. 2004. Rubisco without the Calvin
cycle improves the carbon efficiency of developing green seeds. Nature 432: 779-782.

Taniguchi, Y., Ohkawa, H., Masumoto, C., Fukuda, T., Tamai, T., Lee, K., Sudoh, S., Tsuchida, H.,
Sasaki, H., Fukayama, H. & Miyao, M. 2008. Overproduction of C4 photosynthetic enzymes in
transgenic rice plants: an approach to introduce the C,-like photosynthetic pathway into rice. J.
Exp. Bot. 59:1799-1809.

Tcherkez, G.G., Farquhar, G.D. & Andrews, T.J. 2006. Despite slow catalysis and confused substrate
specificity, all ribulose bisphosphate carboxylases may be nearly perfectly optimized. Proc. Natl.
Acad. Sci. U S 4. 103: 7246-7251.

H. Fukayama—7

BSJ-Review 7:34 (2016)



