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Nitrate Signal Sensing and Transduction in Higher Plants
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Abstract: Nitrate is the major nitrogen source from soil for higher plants, also serves as an important signal

molecule that regulates plant growth, development and stress responses. This review focuses on the physiologi-

cal and molecular mechanisms of nitrate signal to induction gene expression, regulate root architecture and leaf

expansion, relieve seed dormacy, and regulate stress response.
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ROEPERFEYE KRB LRIEFRITE. M
PR ARATE R L rp = B, A8 B Bk FE B
INEE S AT IR AR 52 i i 3 (Crawford 1995).
I, HEP At — R B RIHLEIR 3 AR
NI E, LA - T8 o A 1 AR e B 1) Ja) 24 A%
HE(Stitt 1999). FA7E EHALS0EAR, AP 2 uE 4l
LR AR AR v] LUE R 15 5 40 1R 205 3 1 o
T BRIA J5i i (nitrate reductase, NR) VG P (Tang Al
Wu 1957). 7ER6 5 BIRFFTH, A2 T R AT R AR
VE NG5 0+, MU FNRIVZRIE, 1 Hon] DL
T MR AR e 3z £ 1 DA R EAR G S5 i A2 VF 2 AH 56
UL K ) mRNA JK V- (Coruzzi FliBush 2001), #)
T P LA U A0 8P 5 7 Ak A i TR R A A R
(R A 2 L) IO 5T S IX 3t T A PR AR 1
FEIRERIE T D RE TR A A R B i () X Ak
£ H] (ScheibleZ51997; Walch-Liu%$2000; WangZ%
2004; AlboresiZ2005) . H A 47) e Jgk S A 12
WG 5, LA G (5 5 Wil 1 — 20 R 1)
A P11 35 DR 3 08 DA R AR 45 AR 3 R, R R
W) 5 PR AR B ) o 1 HLER R 9T, 3 Sk

JUFEA B T KI5, N 143 i st LL E 4 3
(R JUAN 7 T3 A T I3
1 BERRIBIEHERERIE

R ) I 57 1) K T TR R A AR A
SRR HE— R () IA S 1 A A AR
Je Kk B (VidalFlGutierrez 2008). 3 65 P 5
35 1 3R R R R AE A G 2 B R IR M T
T HAS T 25 5 Ak (de novo) & i, DRI
TR hy T T AR A1) £ W) o7 i R, 3 200, 8 42 A PR AR
WROE s 30 Jit DA R T TR TSCO 3 A0 RTR PR At i A AH 0K
()3 K (Wang252000) . NRFE R 55— & BLIT)
T PR AR AT 25 Wi [ P (Tang ATWu 1957), 4 11110~50
mmol- L™ (K AR Ab B AL I, JLAA P (I mRNAF
o AE LA Bl B R AR S B N (Melzer$1989;
Cheng%5:1991; Gowri%$1992; Aslam?$1993). i H.,
TEN I8 S5 A i 770 05, A R AR 475 9K e % i
HE FNRIW Ik, RWIRHIR LS S NRIP) ik 2
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ST E AR S ) (Gowri 45 1992), BRNRAE,
AR AR 4 iz 21 11 SE DR (VR T B 72 B 3 T 22 (1 fig IR
] 2 g AL P, 3L B AR R NRT 2. 1A
NRT2.2. )% 2R AR LRI, NRT2. 11
NRT2. 21 315 545 0 3 BRAK B0 AS nl A W 1) 7K ~F,
{HJE— BRI 7% 2 5 i IR AR I 85 FR B 1, JL
Sl BT AT 5 S5 H R ik (Forde 2000). AR TH R
FR 55 AR A8 A 55 IR G RN, A R AR A7) 202 Wi )3
MG BAT = A ek, Pz i — 28 bR ik
FER AW 2 N H TS IRAR S 5 4 o

BT BB B g Y EE R, Wang45(2003) 18
Tk B G55 Bt 28 i TR AR L AR A I TR G (250
pmol-L" NO,/20 min) i 5 &b H1 {40 g 7+ 5k 41,
RIAUEE T 10% 55 R (1) R 08 52 2] T il IR AR 1) 52
Wi, FERRAT1 176 K50 B 2 Bl N, £E
2P AT 183N AR Rk AR B R . R
2 R BT AT A R AR e 5 Bk BT A, A A
20 0 2 554 AU B 45 1R 3 DR, 49 Gn 2 5 b
TR At e A (1) 71 2 W - - B34 TR e ) g L S W TR H il TR
A Wi N 5, 25 15 Bk (Fe) % da AAXCT 2 DAT (A 1t
JWE 5 )~ LA S (S) 7 28 WOBORI A J5 P [A]
TX e 58 SR W™ 1) i R AR A FE ) ik DR 2 38 v
AeT 2 1A% O A H (Wang%5:2003) .

HI2, AR AR AT A — AN EARS 1S3 W ) 43
+, B R A LA I R A SR R A PR
MR AR DL S AR B U TR TR 7 4, Ty JX 4
A= Py o] LAE NS 5 0 IR R Rk
(Walch-Liu%$2006; Wang%5:2007; Gutierrez4s
2008). DAL S5 4] 5 AN e i S A T AR A 9% e 1 3o
P A AR B 5 BT R, 2 TR ™
Vi i, 256 % R IR BAS [ R NR I )
Bl R GEARARSN XA o) jEBEAT T 9T, Scheible®d
(1997) 5 TARNRE R0 B 58 AR AR AT (AT 4 7,
R AT R R AN e A 250 D, e U 7 0 AR Y
(B B AR P A, SRR ARAE N E 5 0
EAE R BE . B RS 4 Y 23 Tk 4 ok X FL RS
TFHIREST, WangZ5(2004) 345 T NRAE I Gk K 40
BT A R nialnia2, %58 FARAE AR AL A wfE
— R TR R IR ALK x5 AR AR
S A T [ I 32 A R AR U5 3 AR BRI, A7 595N IR
HEA) £ Wi . F5 IR AE mia ] nia 2 58 A% A T 4= 79 i)

FIARH R T WA . XTI K B R
AL s S e e A BRI S i B U
KT AR, FHIRAR A5 5 201 D e 19 DAL
DIRE LA S S UEARUR = P A5 5 D R b ™ A% X 43
K, MRS 5 SR SE T RS R,
2 EMMHERRESHRZ

A1 GRS R AR AT 5 an 4] B AR 40 BT 2 X A 1)
B H WS AE . RedinbaughfllCampbell
(199D T — AR, YA EREY P AEAE— A4
JSC R S (R R AR e N3 AR, iR A A FE — A
T R 52 A TR R RS A7) 20 Wiy 17 56 DR Sy W ) i 4
. KT BB R o 221, TUH 2
TR PR AR A7) 2% i 1 65 DR A s s P a3 b, Al

TERH R R 2 AR50 7 Th, A fpe i XA T %
WVERERE, SCRF T Redinbaughfie H (R . fz A
AT DS PR AR 52 A A7 T 4 B FBE A, 3 S Uk 40 el
JT /N A2 5 A B IR AT TR AR R AR AN T LA A 2 R 4
AR AR I I ENR R 32, T AR 2 2H 23R 40 Jifa Joit b
R R AR A JE R AR 4 7 — A O AR E 1R 7K1 (Su-
eyoshif51995). {EAH R 11, AR AR )5 5 4 3 1 2
i# 1 His-to-Asp B E Ak RGOS e A il It —
X 5 B ) 2 2 R T (NarQ AT Nar X) Sk 852 b J 34
B b (RS R KR A2 Ak (Stewart 1994). A4 B AR
FEAERAL [P His-to-Aspif 1L R4, (X RG T %L
AP A H BN ORGSR T RED)
fit(SueyoshiZ:1995; Mok fIMok 2001), 7EfEEr
EAE— R N, eI 2 s d A, [ nr
DU Z B 55 7 3 v (1) 20 R0 RIR LR . 1
T PR RF B B MR 3 P B (ammonium permease)
Mep2pFE R ity — AN m1 26 G 1R s & 1, (R
B AN AR A, W] DU B8 7R A P R AR
WRE TR AR AN, DA 2 1 BB BT 22 93 A I 0 0 i
T (LorenzfllHeitman 1998), 21t )o &, NS
DUVRH P98 R 52 A 72 15 ] g gl e o — AN B LA PR AR
Mz . HPCHL1 (NRTI.1)MINRT2. 1 7] g
PRI R, PRUA 1 ) R S 1) 2 4% 22 i R 4 B R W]
EATT Dy R Gk 2R SREARARAT AL — LEAN [A] T~ B A= U 1)
THIRARAE 5 4% AL, 1 a0 A B AR TR 28 I AR R
B AL R R A R T 235 Bk (Cerezo%52001;
Little%$2005; Remans%5:2006), 4t T-IX SEfffi ¥ 1) IE
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i, Tsay i 50 5 30 1 R 25 0 S50 1 v R0 5 1 4L
i, UEW] T CHL A SE 2 — MR AR 52 & (Liu %
1999). FEREFEH, ABATII I 2 —AMRFER Y CHL1 4%
REGRAZ R ChI-9, % FRAZ RS AR T F ISR
(IRE S, (HENCREA T 15 BB R AR N 25 I 8, iF B
T CHLF SRR AR 1) Dh RE R FCAE Ay i BRAR 52 A4 1)
THRE LA H AT FRI(Ho%52009) . 4L T 5K
TR 3 AT P I (R AR 8 /1N 171 mmol L,
1-A), CHL1 1] DL 245 8 i R i B 2% 1 CBLY, ¥
75 5 1 CBL O ok 5 b oA MLl R A5 1) 1k 12 1 B
HARE AMEFCIPK234 & R EAR &
1, FFRERRALCHL1 4K 1155 10147 1) 75 % % (threo-
nine 101, T101). — EH.CHLI# M4k, & & Ar
hy e SR ) TR A R AR e a B 11, AT i 3 A A4 A
AN () 26 2F T RO 22 (A R AR . B TR AL )5 1)
CHL 1 [F] B A5 AR A7) 77 A IR B P AR £R e e AR /K
P ITSERAR WIS o AN PR I5E v 1 i R AR vk
FE KT 1 mmol- L' (& 1-B), CHL1 AN fE# CBLY-
CIPK23 5 G ARBEIR AL, DRFFACSEF ) IR R AR 4%
IERE T, FEWOE T L 5 R ) 1 A v A PR AR A
NSRRI N o % B T A — AN A
TREIRR B 1 AF 8% 1 WA CIPK 81 BBl . CIPKS8#
—/NAREMCBLA G, JF 1T fefE— MANFE T
T101 K47 S EE 1L CHLT (Liu%%1999; LiuflTsay
2003; Ho%%2009; VertF1Chory 2009).
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Fig.1 The process of nitrate sensing in plant cells
(modified from Vert and Chory 2009)

3 HRRESATHNEESEDRE
3.1 HRIRIESS5IRALE

TH AR AE A A A 1) = ZE IR B 5 5 4
1, MR RN R GRS EERHEE- . 8
T TR AR J 0 DX S ) i R AR B2, ] DA 2 i
% DR A A A, 82 AR ) A (Zhang #
Forde 1998), 1fii & AX &6 4% (NH, ) 4 2 Bk iz
(Gln) A A 2N AE H (Zhang FlIForde 1998). 4%
A Wy v i TR AR A2 2 AR e K 1 2 280 B S B A
FLANRR )7 A= H it N B2 #5422 11X 9 0 (Grranato
FiRaper 1989),

TR ARAE A5 5 O BEONAR -G 1) 23 7~ AL
HRF ST 0 32 B ok e TANRIE R (R 7o b o i3 N
J& TMADS box X AL 2 —, SZAHIRIR IS 4K 1X,
Gt — NS T . HRARARS107E J5) SN
1 R A< 55 v 1 B 5 B0 R AL 1 (AR e 7 1)
K MU(18]2) (ZhangHIForde 1998). Hi T AR FL AT
EIREAG 5 IO E I RE, N T % B2 i
PR AR PRI AR o 1)) REAE A E AR & & v A4 T 2 B4
H, 25E T AHPRAE I By XU AL AR nia I nia2 ¥ )7y i
e i TR AR AR PSR AR e B R A, 45 R I
H e 5 i A RV — 35 (Zhang MlIForde 1998), 45

C24 S10

NO4b5E
iz

P12 ANR I8 Joy 0 v A S i T AR I AR -1
(4% 14 Zhang F1 Forde 1998)

Fig.2 ANRI gene was involved in the lateral root’s elongation
within nitrate rich zone (from Zhang and Forde 1998)
C24: X JEFE; S10: ANRIZEERE; C: ENO; AbIH; +NO; ™ Jayiff

NO, 4bHT,
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TR AR AR R B BN R B T HAF 5 DI RE,
fHANR I ) B DU g4 WA 2] Re-
mans%E(2006) R 5T, CHLIT] RE/EANRIT
WA R, DRA ehl 1 975 R Joy 30 v v P v I
DA IR I R Y, 5 A Y 1Y) 2
MR TANRIF) R IEW L T Ktb—NrlEer
155 Y & CHL 1AE 3% 52 21 Ja 38 e W B IR R R AR
i, ARG E 51 RLANRI, R HEANRI )R IX,
ANRIIR J5 W ARG e DL, i g ) AR 1) i
£

AT T B 7S i R AR 5 I miR393 LA )
K FZZRAFB3W FA/E R IR K E -« M
WIS 5 5, AFB3IFIAE 5, fHRI%T
A ER U R, B S — S AR K S UK
FERI IR IE K ke B4, S EUEY) AR K2
JOH 155 P AR (1) 2B Ko AE R B, Al R AR AR &R
WORE S A A A 4 2R Bl LA A ™
Yo XL AR P nT LA 2 miR3 93 Kk
M, FIHIS miR393NMFHIAFB3 3k, fiH %
KPRl (K3)(Vidal552010) . BT 5TH0 RE T 3k
TIX RS 5 S 5P R K E IR, H
CHLIVA X ANRIJEN NZFR MR, W/ HAT
TxIgte A0, s Tt — s 1345 .

EREK

\

A= A 2 i 2 R

A&

ERR/3-BRZBRER

LA 1273
miR393 w— o

ﬁgl gL Iﬂ@

g, 8 AR
Ay  C— R
R4

3 miR393/AFB3{EA R A2~ T IR R H (&
4 [ Vidal % 2010)
Fig.3 Working model for miR393/AFB3 in nitrate regulated
root architecture (modified from Vidal et al 2010)

3.2 HERIRIESEMHRASE

THRRARAS 5 W 5 A A H A B R
MR IR E « 8 R Z I, R 2 TR
FRICE AR b A RO R 4 b (4 BT, DAY 0
AR B, FRACE TR Z X R R E W
Wi (Ericsson 1995), AL Fy (1) & & X THH R AL E
FERDUB R o 2 & R B 7E A PR AR e = 1Y) -+ 458
e ARG, I G i 0 2R R R A i K /N R A
B (AU o O T SN 8 A e R B S < (S A
(RoggatzZ51999; Walch-LiuZ52000). 7 I A
PRAR AT LA it Bk TR (H AR R a0
FEAR B 0 N AN e i S 1) 1E 5 K B (McDon-
ald%£1996; Walch-Liu%:2000). 5 Hi (K857 2 1,
A A Al FH B AR BT, AR B3 4% AL v v 110 4 i 73 24
FURE 5 8 A R AR AH LU 12 3% %I (Sattelmacher
FMarschner 1978; SamuelsonfliLarsson 1993). #
TN RARAR AT BEAE NS 52 132 m T 4 =
TEMRER B 1k, IF B 22t ()R & (Kl4). 41
M3 2 35 ] DURIGE AR 2 SR (1 R A, IX LBt
Kl 32 28 T Type-AZK % (Urao%$2000) . {EiX L4
75D T, Ao 52 A R AR 1 e 2L 5
(Taniguchi®$1998), (I ARRSIE R = i 4r Hh |
A0 Tt 23 A ZH 2R 3R IA, A7 ] el i A Al IR AR
R o 7y 243 A5 5 R 7 (1)K 5 (D' Agostino

££2000).
HAAK
M3 |+ o | Type-AMIR
miE |< | WBEE
M NEZE
?
f
AV
v — | BEAR |

K4 RIS S5 S 2 LR A E
Al A FHALEE (225 H Forde 2002)
Fig.4 The nitrate long-range signaling pathway regulates
leaf expansion (modified from Forde 2002)
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3.3 FHERIRIES SMFIRER

Pl KRR K R G LIS R 3R A
() —FPIABTE AR . XM RS R R b
TEE W IREE TR A7, B7 R AR AN IE B 2=
WK . & TR(ABA)FI /R85 25 (GAs) & se i AH Y Fh
T R R 1R 5 A B 32 22 (R 2% (Finkelstein %5
2008). BRULAN, BFFTIE K LK I &0 50 i FR Ak 2
YR, AT CAST R ARAR, (3R 7 A&, 1 HiX
Tl s 1 A2 T 17 R (1) B 5 AN M8 T o L 3 D
NR {75 P (HilhorstfliKarssen 1988; Derkx fl1Kars-
sen 1993), TUNAHERAR /] REAVE (5570 Tk S 51
ERIFHA K o

Chopin%5(2007) & BL4L # FF NRT2. 73k X 6 Ff
TR R AR IA, A AT AR 40 ) 48 T
)R IS FT R PR AR o« ZIE I RAR I, RARAF
TR R AR IR By B AR, T R AR R
W . R SRR 7 T A RRAR 1 R B
%, (FE A B ARTE R ) Bl v oy S B
%, BRI A = v ) A T R et % T 28 4
PRHR IR N B % A H 59, EA R EAENE S
oy T ECE B IE T FUR S 5 R R T R
Mo Sz —3n 2, A SRR AR i U A
FERIA A B L (Gln), AN BEIRZE T (1 IR IR FE
J& (Alboresi%£2005), 1X LI 415 25 A A R AR 3= 24
HE 55 T2 5 IR FIRIR.

T R A YA 42 o 1~ R BRI e R LB H iy
ARG IE, B — R A 5w ) ke, RIAk
JEREL N IS AE R ARAS 5 IR R R A i i 5g e p v
ABA. GAstyEfRsg e, A ar LU S -7 1)
PRIRAR Dt o SZHRFAZ AV (1) 3IE HE 15 i B AR A b 1
R R AT LA I GAs TR 1, 8 B
T H AR R X GAs ) 7 Kk 25 (Hilhorst fllK arssen
1988; Alboresi%$2005); HhAb, AHMRAR AL FE L RE FFIAK
A S BCVII Rl 1, nf DU sAP 1 ABAT 440
ARG, FHIABARIF A B, EABAR] 5 Sl
%, AT REFR 5 (P ORRR, {2 2E i A& (Ali-Rachedi®é
2004). FHAMUBEFTIN A B, SRS DA B AR AT L
BRARAR D 1 R 3ok R vl S BB 3R ATRIARORS, (2 i2E42
A 7+ Ler = 2 B4R 1¥1 /& (Batak 552002) .

A KT, & SEE R EP R E
BZ L. UMYEZRRAEZRZREE, &

O IX I AE 5 AL B 25 Tl 7 I 0D b7 A R AR 1 AR
2, AR nAh 7 G ARHRAE F, 38 S fh A AN TR
IR O FIR . 2 L3 R 38 758 H I,
N & TE R 5 AR 5 & 2 W ABAFIGAs A H.AE
FRAR BRARIR, HBRr i % . ISR =
WA B R TR AT g A2 AR 7E KT R T
JSC A AR LT (AlboresiZ$2005) .
3.4 HERIRIES 5iEmE

T2 R MR RIS AR [ E 7 (Singh
Z1988), H O R ARAE A —FP 5 5 70 e
UERER RS pUe s AN TR A== Mek? S e L i R RN
AL ATAE 1), 5 & AH DG AL 5 ) /D DL
A I IR I R R A PO 2 T LB L
CHLIAT %, WU RILCHLL DRk 2K I, S8R0
T RGP oR, T2 T oA R R T 40 A
TEISCE TR PR R AR 25 s B AR, BT LAAS BB = 2E A 1R
A% 2 1 LAk, T B AR AR AL I IR AR T
iy AR AR PR SRR BE BRI, T P 9 (Guo 5
2003). (HIZBFFEH AL UE A 2 DL SRR R AR 1
NG5 0Tk HIREEY PR R, iR
R B AT HE S A R — B aE U ) TR R A AL
FFIE,

BT, Li%E(2010) W5 R R ARAS 5 7] fE
S NI B YRR T B b . DART
WL, T G 8 POl A0 g A0 00 ) A AR R s A
WA B VG 77 (Hernandez%51997; Chaffeiss
2004), (HLi%5(2010) 7573 B e 441 3w o7
FEN s A, RIUNRT .85 55155, A2 Z AR
WHIRAR e — 2R R 2 S RIS RN . g0
1) 53 T 2 W 12 2 PR 0 0 — AN pHAR A8 R0 I 53 R ) A
PR AR i 1, A FAE T8 A o0 A i v
PR R R 55 I 2 3 1) A T 08 v B A L PN, AT
TS IRAR MAR B ZE K B is . eI E 41
N, NRTLSTEARE S FRIA, 5300 2 1R AR 55
Be AR, JE4E SR B (Li%52010). 5
ZAHXT IR A, AR DA R AR AR B e B NRT L. 5
FEPR(Lin%2008) 7 v il 48 I 3% 0 & PR A, 1 B
nrtl. S5EASAR LI Snrt]. 85335 AR 2 (1) 26 B (Li
2:2010), #8575 NRT1.8'5NRT1. 50 [F) 1 KAl R AR
B AE R R DT R 2 R A AR PO . AN it
X2 DR A 22 Pl 5 T SR I HE 5 i SR ARL TR
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FIKFFAE, 7R IX 2 5 D] 3 ] 0 42 £ A R AR 1] AR
T P T A2 L A 300 5 Jl A g S ol L 2 3
IHLRICR R R B . %12 5810064 R
H L B A AR N LA, A 38 0 LA b 78 55 R
gy A I AT BEPEAN K, SCRRRAE IR I UE S >k B
NRT1.83 R IB IR A 22 T IR AR W s A i 22 TR
AL A 2R IR (Li%52010) . 5F Ay H 22 1K) 52596 56 U
A e AL FE FI FHINRE ) 2k 5848 Rk it — DA
P A P 20 A 5 0o 2 PR Rk (5% ), G L2 % —
LE) 2 e N LR (1 5, DL S T XRENRT L8R
RN BIAE R HLBRARAT o
4 RESRE

THRRARAE A5 5 20 T E 9T A L4 T
SRR SRR AR K R R LA RO B Y A AR B
R MEEEH ST LA R EMN. REWHE
97 —4Lk i (Zhang MiForde 1998; Ho%%2009), 1H
ST IR 2 BEA I ) S fr g . BRI C A
FITECHL L A R AR 52 44, S AED) & 5 i A7 AR 3L
by i TR AR 52 A4 2 a1 % 52 41 B T A R AR 94 5
AN AR, B TR A A R 2 i
MRAEAE A b Fh E 5407 40 T LA AR £ 1 52 44
AL, C4 SRS 5l LA 5V 2 2L )
ik, XL 3025 T DA N A2 T2 A
PR R, 0 A R AR W RAR U SRR (AR
W e EER . WA LG S SRR,
I I 2R A 1 A2 KR (Wang%52000, 2003,
2004; Gutierrez252007; VidalZ52008). {H&ixdblL
DL e B B PR RS 5 1 0 1 RO S I A A K K E
BUR R [A], AR BRI AR Rl — PR
NBIFFE R B

THIR ARG 5 e S o — B2, M)
PN AR Z AR R NG 5 e S A SR T as 1
1, e AE A — N LI 41 B AE M 4% (Forde
2002; VidalflGutierrez 2008; Krouk%$2009), 1
PR MR A ah 5 e A 5 %35 AR G, A B (2, AH B
2y, AR A RRAR AR R A5 5 e S AL A AR id
RS, RS 7, B, i, B IR LR
Gk, WIERAREARIKT R R R IA,
H A MY E KRS, IR T #E 2 LLE 9T
() — A Hh S FIAE 5 (TaniguchiZ$1998; Prossers
2001; Palenchar%$2004; Sakakibara%$2006; Wang%¥:

2007), L RGN ERVAEYIE B AT, B
SRARENAT T 36 4 ik Jg, JU R AR R B 5 A ELAE
RS EIAR T — S8 e B, (RN T R e L )
BRI RS 5 e S AEMY A KR B IR i HAk
TERNIEIE AR 2 TAEZM. B R R R I
— R, GEESEN S T HEWE . EDEL
KGR T B MEEA AN kAT
ZHERIRI  3XX] T- FRAR AR MY [ 22 5% AR 35 R
A, P ARAEY B DL = 1, AR REAO ) P RRE
R REHHG L BR U (A2 R T o

&% 3
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