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EYRZF AENMARIER
R, e A, 28 ke, #Eg”
VR RO K, T IR AR B R A1 3 O, B 5210037

LA AN ARFE R & TRV FEHT, YIRS LA AR 78 Hh 0, [ 5K R B R A O R 543 Ry, BT
210014

FEE: Moy RE AR AR KRR, AR RAREZERALRSE S5 TR FH0, —ALHFRE
Wk EAE R, SR, AR E A2 R G B H AR LR, TR F MM R E AR BENUE) AR A b
Gt At ARG 2 RE TG 6. AL T D R E AR KRGS AR E TREAR SGHEY
NUE#) & # R, £ EN4E T BrEH 55 X /A B B A B (PEPC) £ 4 45 2K UM -F 7 A= 00 A AR F 8915 A,

Fat 4 e e ARSI, VAIA R B M A AR 69 A TR &5
KRR RA AR SRR BB B X, 7 B BR A2 16 B (PEPC)

REEWEFRPREEN TR —, B
Tt FXEY) P S SR st R E . i A
JEEFEEE S R D EEERN =02 —, 2 HA
S b IS B A R 1 5 (Li%52012) . AR
it LB o] B2 SR e &, (RO & i A A R
A= AR, T H 2 SRR B A R AR
I8 AL 45 n) @1 (Ladha%$2016; Bobbink452010).
(Rl tk, 56 T4 AT 20N A2 i 4 &R A &%
Z(nitrogen use efficiency, NUE) i 70 B A #HE 1)
RIS Lo

T BRI — M R i A A4k
iR, HEYNUEF: 252 HAHRR S8 e Hh i is
HEAEFWOCEERE E, AN, VP21
RAEMAH P WECHFESEN. BRREINC
TEAFMED TR 7 — 2 TAE LSO NUE,
AR ENLATIRA R TG TFK, &
FE TARHEOR B A W& e, F) 2 PR TR R X
T A A AH O Bl 225 (R o R 32 s i NUE — B
RS . RS T YR Z R AL A
) FH 25 DR TR e R 3 R F 7 T A T
B 175 NHE S YINUESE (8T 1 2%

1 EYNEREFNA

L1 RENRUEFEET

TR R EEUA PSRN TSR A
M AAEAE, TEHLS RS RO, -N) ML AR
(NH,"-N) 2t M A 38 b RS U R 0 2 2 5
FESAATE AN g, TEHLVR ) 12 A ENOS

FEHE KR B 1 3 R, = 2R UNENH, (Xu
£5£2012). ANFFEYFT 7 R A, BT K
T 4k T /K A 855 o T EEROONHL,, U T
W FEZRIENO, . L HEHNO, FINH, " K 5 7145
KIEH(0.1~10 mmol-L™")2E % (Miller flCramer
2005), DA Pt 2k A0 T B 1K SE R % ie R 4t
(low-affinity transport system, LATS)F1 &3 fl#% iz
£ 4i(high-affinity transport system, HATS) >R id M. A~
[ () - 3 A B3 (Xu2%2012)

TP W SR 3 Al T R SR s R
(nitrate transporter, NRT) %% #% iz & [1(ammonium
transporter, AMT), AN[EFE 4 F A£7E FINRTFIAMT
WA FEWE I, NRTFERA 44 A NPF
(NRT1/PTR). NRT2. S 1E %% (chloride channel
family, CLC)F11& [ 257 1 A1 5% [7] &%) (slow anion
channel-associated homologues, SLAC/SLAH), ‘E1/]
53y 7. TRISA ORI 12441k, 1X72
AL 20 AR A IR AE . FENRT1 5%
Wi, — SR DAFEIENO, B Ak, 1 s s A
K%, JivK MR (abscisic acid, ABA). ZEHITE 24
M2\ 5% % (gibberellin, GA)BU A & HEE . H
A © 4 ESZ, NPF6.3 (CHL1/NRTI1.1). NPF4.6
(NRT1.2). NRT2.1. NRT2.2. NRT2.4FINRT2.5
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% 5 WAMEIA R EINO, s NPF2.74 S NO, [ 5 fik
#ijz; NPF2.3, NPF7.3 (NRT1.5). NPF7.2
(NRT1.8)FINPF2.9 (NRT1.9)7E 5 # &£ N0,
(Pic i FE b iR B /E A NRT2.4. NRT2.5,
NPFI.1 (NRT1.11). NPF1.2 (NRTI.12)fINPF2.13
(NRTL.7)ENO; F I SR H I #2 i R 35 E . AE
KRG /> ELE8OMNPF (NRT1/PTR). 4/"NRT2
F2/NRTHEAENAR2 L 51, 1H H #i{ A /> ZUNPF
(NRT1/PTR)Z AN . /KRG A 4 58 Hi4
ANRT2HI2ANAR2, HHINRT2.1. NRT2.2.
NRT2.4HINPF2.4%: 5NO, W iit, NPF2.2. NRT2.3a
FINPF2.42 5NO; MR A1 #5412

T EEHNH, RAEY A K — E AR, JUH
SRTERASME T, RO 3R s R £
2. MEIFHAMTLL. AMT1.2., AMTI1.371
AMT1.52 5NH, [R5, AtAMTI1.1. AtAMTI. 270
AtAMTI . 3¥J AR T BE 635, AtAMTI. 1FIAtA-
MTI1. 2457 DALE L bRk, FAE st v R IA i
o IKFEEA121NAMT (Suenaga®42003; Li%2009,
2012), AMT2FIAMT3 2 5NH, {J#EH, OsAMTI.1
FEAR AL 535 v HINH, 5 S 3R IX, 11 0sAMTI.2
I HARPNH, %S, OsAMTI. 30 AR b B &
Fo M REIKRE RIS RERNE R RN
2L YA A NH, FINO, #3851 (135 M DA K
MR G5 K, AT R Wi AR 28065 &0 3R 1 3R ORI IR Ui
(GarnettZ$2009; Harrison&$2007),
1.2 REHEE

0 FRIEAE FH 2 e A AR A 58 Y N O B
ENH, G H&Ed RN —RIIRBL, G E S RE
(2 BE T AN B B R 5 S A A ML E 2. 1
REZHHEYH, NOy [FAAE A K AAEZE T, Frbh, 16
W) R R AL FRTN O 40 2 8 31K o 38 5 v v
&% (Krapp 2015). FEA4HHIIR I INO, 75 B4
Jit 5 B R A4 J5 B (nitrate reductase, NIA)AJF 44 P
il BRI 5 B (nitrite reductase, NiR)f# Ak, 52 33 5 ¥,
NH,", A fewidt— LRI A . NH, il 4 2%
Jli & B (glutamine synthetase, GS)F14 2R 2 I
(glutamate synthase, GOGAT)Z5{EAL AL A & 1
(glutamic acid, Glu). GS 2 %7 A0 A& 10 1) 5% Bt
fitg, A P PR E) TR —— M i GS LRI AR GS2. 4 il
TGS 147 BT AR A (1947 2 iz [R) A A FH B0 1 o o
BRI, TIGS2E EE A7 T 2Rt AR

AR . KFEHRAE3IANGSH A, FHO0sGSI.1
MOsGS1.2{E iy & B Th ¥ RIE, IF AR K40
2 R T S e AR R e AR T OsGS1.3 )
TE /N IR HK B R AL B A1
FRGS/GOGATAh, 4+ & 2l i (glutamate dehy-
drogenase, GDH). K 4% iR #% % I (aspartate ami-
notransferase, AspAT) 1K &k fi% & il Biff (asparagine
synthetase, AS)tL/E &AL K IFHEZ/EH . ASi
A A W% (glutamine, Gln) AR & 2 MR R 4
Mk i (asparagine, Asn)F1Glu, fITLA, GSFIASTE &)
WIZAR B R EEEH . EYERRFEIEF
e B 5 HARAR T FE AR LV A A e B 4 b R AR
K, HREZ RN 5550 7 HE%
PIME . WINO; I LUE 5 T XS 5 % 1 [F AL FTAH
AR T, AE 2 AT 5 8 47 10 A2 38 AR fb AL )
i S B A (Krapp 2015). il 214 )5 i (nitrate reduc-
tase, NR) (1) &l ;i B A2 FAE ALY (NO), 7By — i
YK B M R NS 5 TEREYIAR N K
¢ B ZLAE H] (Frungillo&52015), .3 B 20 ) W SO
[FA 5215 T RGP 2% 4% (Huergo552012), X 4645
SRR AU I = Ak

2 {EYINUE

NUEE N8 T A A 7= DL R AR A K38 H 2
FEMZEE AR ASIRARMAE Z R (HEA
W8 H AN R E, H& CRIE T A
75, W E I 5 DL B A RUR T R HFRL
FEEAAY R R R, RS LR A S
FEH R B ZUE I R A R AR
BARE WG ONNUE, Hs2hr E = #HFIX
Sl o AT A DA S B SR A AR B, TS
AR Tt N IR IR 24 2= ) F 28038 (Ye552007)
BT HEMEREFH N EREZ, Higs
NIk, EAMARE S INUESbr. AR EY,
w1 3 AR B 2 LA, 35011 28.7%
(E1H1%52008), TR EAEYIINUE H FR7E30%~50%
beAOE B(Li%F2012), Frbh, 42 m E & R 21
gl AE RS E R AERLEN, H—H
ST EAIRZR M E A
2.1 ZMNUEREZ

AR R, FRNUER) BN R 2N+
R R M ET R(Xud2012), # YA Sl
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I BE 71 A0 38 (1) 7K 52 RE 77, AR 4> R LA R
AN R T 2k oK R = S, 51 R
B 5 e — 271 1) B (Ladha%$2016).  Hh4h, HHET
s MDA R 75 A& it AR A F 2R RIAR R
TEENH 42 INUE (Filleur1Daniel-Vedele 1999).
TR AR AINUEBAR I B R R AR KAZ R 2 i
T B IX AL FE E % B R (Oliveirafli Coruzzi
1999; Stitt55$2002). K, ZARE H AT AT —Fhiig )
B BE M OR, DA R S5 S R B R R R YT
Fr 5| 2 F= 4 A8 Ak, #8 R R A A A U A5 At L 1 1Y)
FEV AR TR R, DLAERFRE YA N AT 4

P2 RINUE I 7L 1 AR B ) 3 B Ge 2K 1B 45
RS (DMEAEE . J7VEFFRNT, Sk hek
FEIE, REHEREAE, Q) MAEVINT, F2I0AEP0HT S A,
PR B WSO FH RE J7 . ISR BT K
P, FEUANUER] 32 BRI EDA &, RUARFRIEY)
PR AR R R A [ B P i DA B
RFEACF R A B 2 1) 22 5 (Gabriel %:2010; Teng
£562017), B, W S A & FI R E SRR 252
EEYINUE () 4 o
2.2 FEHEYINUEAR[E]

ANFEZEBFEYINUEA A, 1X 516 ) A £ 1 25
PRI REA %o BIANCFCAHY), CHEPITEAN[FI3A
Ba 2 R HE N A A CRE AR 2 . A
b, EF I LR M, CRIC,HEYIIICO, R fLE R
B ES EEREMAE M. ERER. K
CO,UA FARAESM T, CAEYEA LLCEY R =i
G A . NUEF K7 #) FH 22 (Mitchell HSheehy
2006). HHFFLKIN, CHEDH COMRARHLEI IG5 T
FGER N CO, FfL R, dem /ot a R =M
% (photosynthetic nitrogen use efficiency, PNU)A
I Fr 7K 53 F1 2 (leaf water use efficiency, LWUE)
(Ghannoum#52011). 5CHEYIMLL, CHEY) —FlL
TR IR 5 it 3 R TR A 1R 58 1 AH OGP,
XTEAR KFERE b i T ol i PR 8 7 e 2Rk
()43 it b 51 AN [6] (Yamamoto52015; YinZ52010).
HC M, CHEME R RS, K. NUE
A AR B, DR C R HEAT 25 C, i e id
—H AR A
2.3 FIASFFEIRSEYIFINUE

B 55 AR S FURTER N, I A X 1R R A
MEEFRAAERERA THERAN T F. A

R &M E BRI R E . FAE . AR
RHER DA g — B e R 7 1R IE, MBI SGEEY)
INUE (£1). 7ELANO,E N 32 ZAUR IR B,
NPF8.9 (OsNRT1)id 335 e i 2 42 /K R A A 1) A2
Wi, NPFS.20 (OsPTRI)E 21 A i3t /K R AR i 7
Y, $ERINH, SRR R B OsNPE7.3 (OsPTR6)
iRk R s KB AK . RERE IRV,
NRTI.1BLERIRE P Fb 2 )45 22 5, #E AR ARG S5 A5r
5 IR (P RE A P 5 0 RS R b, RS SR TORF
K= 8 AINUE, fEARE SRR T =& n] LU I130.3%~
33.4%, FIL I 7R B, OsNPF6.3 (OsNRTI.14)
FE/KFE H g 208 T K H2 i H RN U BRI R = &,
A H I B 4R 5T . FENRT25 %, OsNRT2.3b
ALAEE KRB A K. R E S EMNUE. 182
NH, 1B F BRI, TR & T,
OsAMTI. 13 335 7] DA /K FENH, TR IS 32 =
FEE . AMTIL.IFIAMTL.3 0] LLEZE R AR 356 % 1 2
BE [RIJE A 6 = SRk, AR B ia S v, M
R EARNUE.

KRR R FE R, OsGSI. 11t FikfE
BEBINH A8, OsGS1. 23 235 W] LA N4y B¢
e, (AR R BRE 2 T A RESENUE; 0sGS2
(1) Tk 3% 35 AT 4 5 6 0 W RN i R, T OsNADH-
GOGATE FIEN A A 5mEHK ; OsAlaATIE FRIENE
o EEsr. PrEAEEKSAE SR, EMEITP,
AtASNIFIAtASN 2t 2R3 43 36 I 1 ¥ 85 i
TrEMAsn &, FFAEBBR A NIk o] 3G iR 4
ST 52 AtAsp AT ik 28 15 B s - F TR 4
P S B A B Wl v P, 30 T G b v S R R AN B
S

A, FZ TN ERE TS 58D
NUEMA™ . {ERLFE IF BOKFE At 208 oK 5%
K72 K Dof1 (ZmDof1) 7] LA i #k 55 HLER
AR G PR 1) 2 0A, AT 38 58 5 [F) A FH - 7E
A S PR A K . KFEFOsRDD I %
K] DA INE F2 0 5 R SORI AR SR, 33 T G
. MBI, AtANRIFIAtAGL21 ()it ik 18
INT KR BRSO, T AtAGL2 13 R 35T 2R )
MAEREKMET, HEdEmEKRESESE
AR R & 240, AtTGA4ME 55 B 4 35 Y 1R
ERIZ A AN R AL B ACNLP 713 25325 AT 38 i o
HANRGRIE I EY K.
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Table 1 Genes for increasing NUE

ey HEH T8 F A ise % 3k
NS OsNPF8.20 (OsPTRY) IKHE PEREMIARTE K, 3 IINO; Fang&52013
Fip=
OsNPF7.3 (OsPTR6) IKFE fesEK A Fan%§2014
OsNPF8.9 (OsNRTI) KA TEKEE 5 AF NI A=) i Fan%:2015
OsNPF6.5 (NRTI.1B) IKFE WA= & HINUE Hu%%2015
OsNRT2.1/NpNRT2.1 KRG/ A HIINO, TR i, $2mNUE Chen%§2016;
Fraisier4$2000
OsNRT2.3a IKFE HIINOS IR i Fan%$2016
OsNRT2.3b 7K FE fRE A, = & FINUE Fan%$2016
OsAMTI.1 IKFE SEIINH, " [ AR 77 HoqueZ52006;
RanathungeZ5:2014
OsAMTI1.3/AtAMTI.3 VS EN P SR AR ) ik A Bao%$2015
OsNPFG6.3 (OsNRTI.14) IKFE R EKFE I = EAINUE WangZ52018
REMFEL 0sGSI;1 IKFH e Cai%2009
0sGSI;2 IKFE Al S A FINUE Cai%§2009;
Brauer:2011
0sGS2 7K FE S N PP A i 5 12 Hoshida%$2000
OsNADH-GOGAT IKFE HSRE K YamayaZ$2002
AtASN1 VR WA R LamZ%$2003
AtASN2 I HAINGIn &= Igarashi%$:2009
OsAspAT/NiAspAT KR/ T P DA R S e R e AN SentokuZ§2000;
S Zhou 452009
OsAlaAT IKFE oy EEscE . YRR S E Beatty%#2009
AT ZmDof1 WK TEARGUSCAE NI I e b A ik A Yanagisawa%5:2004;
Kurai%2011
AtANRI AR TR F P A A Gan%52012
AtAGL21 ENEapi B A K Yu$2014
AtTGA4 EPN=-Pis S T R BRI S R [ S Zhong#§2015
OsRDD1 IKFE OIS TR R (A BRI Iwamoto 1 Tagiri 2016
AtNLP7 I 1Y R EUCRIR IR b ok SGE R AR K Yu%2016

IRPRLIZE(2017) FFIE A 2L

3 ARFIASRRBHNXR

T b B R AR AR BRI, & A AL
R AL IR e v = 2 SO K7/ B L]
A2 GS/IGOGATHEH & i GluMIGln, Gluw] i
1ok 2 AN R B R FE AL Bl TP i A Z FE R (Andrews
£:2004), ik, GlufEmEY) = L E A b L 4
OALE, FREBRA R R &S ORI TR AE 51
F (FordefilLea 2007). 4405 02 A il 75 2 (1) Bk
BHRIETHEREME . e B ER . FALBER LN &
17 M Z R ERE I (tricarboxylic acid cycle, TCA),
e, EEEIR & BOR B 5 B R H R AR
AR BT SR WY, Wi IR 0 W A T R AR A il
(phosphoenolpyruvate carboxylase, PEPC; EC 4.1.1.31)

AMAEC, FICAMAEYI I 6 & A e 2R,
i HAEME AN 2 5TCAIEH, {32 21 & k.,
TR A UL & AN 7 TE, 3 SR R Bk
B4R, Bk, PEPCTERR B T rh 4 B AR
A (Masumotofl1Gantt 2010; DoubnerovafliRyslava

2011).

3.1 EYIPEPCSHANRBHX R
PEPCHE ABRA S0 EERE, |2 /A T 54k

BRI, HER.

A A S A N T L&

AW LA K ARG 4l o A AZ A P (Tzui552004),
{BAE SR B o I AN 4745 (O'Leary%52011). 14
Yy PEPC HH — AN/ B JE N K TG i, A7 A5 J LA
pepcE K, WIEHEYI T pepc F4H H T pepce (Sullivan
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£42004; Igawa®$2010). 7EFLE I+ P AFE3MIHEY)
B pepcFE K (Atppcl/2/3)FI1Fh 4 B 7 3L K] (Atppc4)
(SanchezAllCejudo 2003). KFEHpepcts AW
R (Osppcl/2a/2b/3/4) RN E B (Ospped) I
PEPCYE Y& 4RI AR & LR R 3 A IR N
Fo (ENA ML, PEPCAEHCO, f74E N EALPEPAS
AT B-FRAAE FH I = AR LI £, 1R (oxalacetic acid,
OAA). M4t fEC MM S RFHEYH, PEPCTE
HEER P RLCOMIER A 2 7t. fEK
ZHCHHEM AN A AL, PEPCH) 3 E I RE 2
HNFETCAH H T 5 M E W& o7 A R FE
) 1) AR (1zuiZ52004) .

TEKFEH, A7 T 24 N I pep o 55 DR 7E ¢ ]
it PR E AR . 9 AnTE 2Rk B pepe (Osp-
ped)IERYTER A&, BB b KB, Gindr &
40, a-fid % R (a-ketoglutaric acid, 2-OG) & &I,
B T GInfGlugy 5l 2 GOGAT R A A =4,
Gln & &1 N £ W GOGAT J N 52 B4, 1EH
GOGAT 5 — i ¥12-OG 1) & & T F& tHiF ] GOGAT
Z RG], FEAsp S E T, RERA RIS
g Asp AT i 14 52 B4, Ui B Osppc42E K B 3T BR 0
HINH, 16 [F 46, I Hal i i e LR — 20 5
BRI A . X RIS T HEREAR AP, M43
P pepc 22 R N KRG HR A HLER 16 R A AR (1 34
1% (MasumotoAGantt 2010). ¥4l Fpepc (Svpepc)
TERNFE IF H (13 20k 5 SR ok A U 2 S L TR
SR HN(Chen2%2004) . #C,MpepcHL KK
I BRAR P I N TCATE R RN 2 5 B2 LR W& B
(A2, AT T B & 21 225 1 I FIC/NEL 1) 82
R FE(ShigE2015) . 783 H I A B R AT
pepc FEF T R VF Z P BRI & B R, A LR
SN, R R T C/NRI AL, B A A
NUE (Yamamoto%52015), it RIAC,Hpepcit[H 1]
T4 SR Y R AT MR AN [ R SRR A A W URR S
AR, R A E L, R3S T AR IFINUE (Rade-
macherd$2002). 7E#% K KpepcRE K/ g, 7EAK
RACHE R, MRk P ERE-1,5- R PR AL B/ N4
fiff(Rubisco)it [K 1A A, B & e R REE
HEnN, HTCANGIHMa2 IR A I3 R b, 11, A
B2 MR E 22 BB A FA . IR R,
pepcBE AT T Bk B AR, JF B I Ak B

AR & &, NI iE S HEEFNUE.
3.2 EYIpepcREFERBFZ M THIRI
RENENEY A KA 8RR 1) B8 57t
#, Hok = v FEEE kg%, NmRss e &
EH, KRB 2R MR, R NEE Y65,
MR 3 Z k. BEINE R E IR AR m /K AE D st
R EEERES), GGG DY RE B 2 A Fr 1) 3
%o WHRRY, AN T, SRERERKE 4
KRG L, 1 1A K Kpepc ik K (Zmpepc) /K FEAE
A bR os AR AN &I it [ RS8BT RS I, 5ok
AR JT THIZE I H 4% A 142 (net photosynthetic rate)
5, H H)E R4 (photosynthetic system I,
PSID) I o A A 22 AR FR AR 30 Wi 3 s T B AR Y,
BABEREMPSHERN .. EIREFM T, ¥ oK
pepcERI7K FETE PR R I H B8 1 1) e K e b 5 8508
(BRI AR 552013), FF HAEM A Z AR UTEF(WINRAIGS)
T PR AR R A BT R v O R4 4E2015), R
1K B oKpepc kRN, FEARESRAT R 7 & E B A
R7516.1%, Tk A1 2 25 = T B A 1 2)4.4% (Peng
42018), {EUL I+ iiBRpepcss T B MR B £
RURR /N FI: B R B8, 40 v ) i B 44 O BT AR R
YT 116%. HhAh, RASARTEY) I FFACFI LS SE 52
B2, ASGETE LA A A A, i B pepc fEFE PR AR
ARG U8 4% B R FH (Shi%2015). DL ERAf
TR, FEAREFM T, pepckE IR 4R B
ateRe. AKKEYWEREAGEREEM, NmitmmE
VIR RE 7T

4 4EiE

gi bRk, RS R R E A L] T 7T 2
SR T s R, YRR
MR RS, B2 MUEID IR, JF2 N
fE5 @M. RS T T BOEdE R 2 1
NUESAFAE— @M, 77 A3t 1 A SR AL
B RIS 55 39 R i oA (R D e LA
LIRS T AV ER T B G R RN
BUEFIINUESEfE 7l gt igte: (DEBSHMHAIE
FBALY esdlsr . AL EENEM R R
RIOR Y 35 DRI R AT 4240 AN 48 5 5 (2) A0 I 22k TR 2 R 4
A H i 2 R EEAT s (3)A FH 203 i ORH OG 2
PRIBEAT 73 7R 10l B A, 9 a0 5 AR ) i Ao
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Abstract: Nitrogen nutrition is a complex process in plants and affected by individual inheritance, gene regula-
tion, interaction between genes and signal molecular regulation, etc. In recent years, with the development of
genetic engineering and gene editing technology, research approaches of how to improve plant nitrogen use ef-
ficiency (NUE) have transferred from focusing on plants’ characteristic traditionally to using genetic engineer-
ing technology. This review summarizes the process of nitrogen utilization and metaboism in plants, and the
latest advances in improving NUE by genetic engineering technology, especially the role of phosphoenolpyru-
vate carboxylase (PEPC) in balancing carbon and nitrogen metabolism and improving NUE in plants. We hope
to provide some new views on improving NUE in plants and make a prospect of future research direction.
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