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Abstract

Plant flowering mechanism is a complex and sophisticatedregulatory network. Omics analysis
showed that the circadian rhythmicexpression of almost all genes or proteins related to photope-
riodic flowering pathway is regulated by the circadianclock, and some key genes, CYCLING DOF
FACTOR 1 (CDF1), CONSTANS (CO) and FLOWERING LOCUS T (FT) play important rolesunder pho-
toperiodic conditions. In this study, adifferential equationmodel for photoperiodic flowering
pathway was developed based on the regulatory relationship of flowering genes in Arabidopsis
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thaliana. The simulation results showed that the flowering related genes maintained circadian os-
cillations under long-day. FT must accumulate to a certain threshold before plants could flower. In
addition, the modified model based on the stationarity and pure randomness test of model resi-
duals simulated the trend of FT accumulation, which provided a reliable analytical tool for pre-
dicting flowering time.
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1. 518

BRI, RN EEARLN 24 AN IIRG A, B IAAAE R T IE M AERER FAEAE,
XY E KR B G RITE R[] S ED AR RA RN E . P RIRG A g mL &
— AN TN AR 2] i RS ELEE T RS AN T RS . R AR A el R B B B K
Ak, CAATZRTT OB, FREIE IR A

AWl TR 3 EL 45 CIRCADIAN CLOCK-ASSOCIATED 1 (CCAL). LATE ELONGATED HYPOCOTYL
(LHY). PSEUDO-RESPONSE REGULATOR 9 (PRR9). PSEUDO-RESPONSE REGULATOR 7 (PRR7).
PSEUDO-RESPONSE REGULATOR 5 (PRR5). TIMING OF CAB EXPRESSION 1 (TOC1). EARLY
FLOWERING 4 (ELF4). LUX ARRHYTHMO (LUX)LA & GIGANTEA (Gl), ‘E4i1 mRNA ¥tk 2 5
MR AR . RIEIER CCAL F1 LHY #li#] PRR9. PRR7 [3]. PRR5 [4]. GI [5]F1 TOC1 [6]f)ZRiX,
W () 52 A IR 5> ELFA [7180 LUX [8]52 2L th4h, CCAL A1 LHY &4l & 4 5 F2[3]
i PRR9. PRR7. PRR5 Sid skt i 44 CCAL Fl LHY HI3ik, FERAARIRIA[9]). [FEIREVE N1 1)
TOC1 E#%:5 CCALl. LHY [10]. ELF4 #1 LUX [111HE 31456, Ml eqImRis/KT. TOCL REANRZ
W Gl ME—E A, (HEJRY GI A IIHIER[12]. PRR7. GI Ml LUX &8 & &4 EC 1 H# Hx,
% 3| EC A [13].

FEACHT [ P2 el R —A R E ISR, AR WLy hi], AR i i gy A
FANEREREE R 2 RS AR R T AL . FT BRI I+ A, [ 2 OGP EE - . CO 1EA FT 1
U, AR PR FT (RE. [N, CDF FKE(EY CO M RUEEE, AU CO M=, HA
BRI IE 52 ) 22 MO A Bl B3 (R T [14] . Imaizumi [1518 30, YA eh i il & VB K FE 281k,
CAV AT A0 AR X R I 2T S B o B T H HRIS KOG FFAE IR, Song Z5[16]018 &I, TESLE0 = A EH 2R
T, A5 RAIHIAF S, Xt FT R AR5

TV ED B B E 1 T WA B R R 52 5 i 2. Locke Z5[6]#ESL 188 —AME A AE My X2k
RIS, LA HE CCAL/LHY 1 TOCL 167 [ 45t [l B AR A, 5 PR IE A b 22 1] 1 7% 0o B 7 mRNA A
AR LI TR)VEAY, o Bl AR DB BIE T I AR N, iR RBK 225 1 B DR B I N 38 v S iR 35 2 - Locke 55[17]
SEEG R IAEVENAFAEH PRRO. PRR7 Fl Gl Z5TE UM Z A~ 153 . Pokhilko Z£[18] [19]W#E— 3G 1
B AIHIF(ND) LA K B LUX. ELF4 F1 ELF3 JE BRI R 2 -5 4(EC). B 5 Pokhilko S5 [20]1& IE 1 H: K ¥
IR R, SEIN T 2 2% TOCL X HoAt L A g4t 2 am 2%, OIS, AR S ANSE Y e (3 gAY
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RFERRIG NN, 2016 4F Caluwé S5 [21 1K D RESR AR AW Bl Loy B R & 9 — AR &, 53— M4y
ANFERIGF ) “ SR A YRR, SEIRIGAIE CCAL/LHY 4T AL E PRRO/PRRY [I%%i%4[3], Greenwood
SE[22] 4 H AT AE DB AR G TRV S Z R 4% ¢ RIEAT 7B IE AR BUE A B AR M Bh i tH & AR T Il e
KA ML Jaeger SE[23]42 tH T 38— MRS T AR [A) B G I 2% (1) 5 AR Y, W8 g 5 AN 5 F14E
AL O 5) - Leal Valentim S5 [241AR 95 1€ 70T WL X 4842 1E 2 Hi 8 AN 25 (R 4 s R i O TR 8 P 285
FERRIE I F (B SR TN FAE RS 7] . Kinmonth-Schultz 25 [25]2 57 1 IR i T 636 R FT mRNA (%02
PR, EFESE, 24 FT mRNA RN — & BI{ER 4 21,

DA AR RURR 7O S B A T IR BT, BRI fR s i o AL 2
A SEIGIAE, AH M A AR R AR A . AR A L R SO A R, R T Caluweé 25 [21]1)
SRR, FET T AR B G A T B A Bl R MUY BRI, RTINS U . B A
A5 RN, £ H BROGRA 0] RIS ) = 16 h:8 h) 25141 T, TFAEIN 8] 506 & A LU B A7 AE AR DG < b4,
MR FRATEE L) FT BRSO E L, SR I E K H ISR T AR KA, H—RZ N FT mRNA 1 R &
2, FEREEE T IRIRES
2. BB E
2.1. AR EXRR S

LR, EFIEHEYITERIERE T, CO RN — N IIERHXAL, Ha M Ah Al A FR A5 5 8 5 2100 A
@, WIS, {EREYEIF CO. FT FFIEAHCE MR CDF Kk, FEZIH|RMERE CCAL F
LHY 35 5 [26]F17F- (B 3£ [K] PRRO. PRR7 il PRR5 [#iifil[27]. fEKHMEZMT, Gl EASEEZ
FKFL 25 ik 5k S s T AR, ST GI-FKFL B84, ek CDFL & [ B fR[28]. Ak, CO
EAMBEMRIERE - RP Gk, &5, 5. HOSL B CO 454, FHLIE AR A 7 L%
fit CO [29]; Fk, fEfEMEAT)S FKFL @I LOV Mk E S CO 44 . BEE HIRMRIEK, XFf
GEAIERE, BT CO EBEAMAEEIER0]: fJE, SPA KRS COMTAEM, 1Eit CO EAmMEM, JEH
X B A 7 ARG T B 2% A [31]

FATRRIE I AEAE SCHE DR 5 AR W e BE DR TA) () AL, S N7 1 REL A A 0 e e ) A 308 4 P e K 1)
ML, 1 FTR:

| I i) |

[ceim ) L mmmmrr ) L @ P [nsttoe 1 [ suiios )
T
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Figure 1. Gene regulatory network for photoperiodic flowering pathway
Bl 1. SeREATFE R S EEE 4%
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22. WHHEERE

PEVE] 1 J DR 428 P 25 R Bl B FRAT TS, T BRI . B 16 M TR, B 63 ML
77 B (1)~(10) 73 A s LA E Pt 43 1) mRNA FlEEH: CL (CCAL A LHY). P97 (PRR9 1 PRR7). P51
(PRR5 1 TOC1). EL (ELF4 F1 LUX)F1 GI, ZF#& Fox m Fl p 7373878 mRNA FlE H . FFE(QL)RRIEH
FE P, J7FL(12)~(15)43 %%~ CDF1 #1 CO /) mRNA FIE . J772(16)% 5~ FT mRNA. L 1 D 4354t
TR G LT BRI A O R AL B %

1R, 0, LI,
- t):{o,agai D(t)=1- UZ{l,H%Ea‘.
(Cpry i By U
d[cL] 1
™= (v, +Vy xL(t)xP)x 5 > >~ (ki xL(t) +kp xD(t))x[CL] (1
= (o w x L (1)< P) {[CL] J [[PW] J [[PSI] J (ki x L(t)+kp x D(t))x[CL], (1)
1+ g P+ £
KO Kl K2
A (e poc Lo -ax(c, @
d[P97] 1
M =(V, +V,, xL(t)xP)x 5 5 > — Ky x| PO7| 3
dt (Ve v xL(1)P) [[PSl] ] ([EL] } {[CL] J [P ©
1+ P+ P+ £
K4 K5 KSA
d[:?]*’ = p, x[P97], —(dyp x D(t) +dy x L(t))x[PI7] (4)
d[P51]_ v x 1 ko x[PSL], ©)
dt [CL] [P51]
1+ e b
Ks K,
d[P51
[ & ) = Py [P51] | —(dgp x D(t) +dy x L(t))x[P51] (6)
d[EL] 1
=V, x L(t)x 2 2 2 _k4X[EL]m @
dt 1+([CL]p] +{[P51]p} +[[EL]DJ
K8 KE) KlO
d[EL
[dt ) = Py x[EL], —(dyp x D(t)+d, x L(t))x[EL] ©)
d[GI]m =Vg % 2 : 2 2 _kSX[GI]m ©)
dt [CL], [P51], [EL],
AER R
d[(;']p = px[G1], ~(dgp x D(t) + dyy x L(1))x[GI], (10)
= 03x(1-P)xD(1)-PxL(1) (11)
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L P : ~k; x[CDF]
dt 6" VoA K&-}-[CL]?} [P97]p 2 [P51]p 7~ Ke "
1+[ Kis } J{ Kis J
d[ci—t':l]p= Pe x[CDFL] | —(dgx (1= A(t))+dg, x A(t))x[CDF]
d[col, _ ., 1 kx[co]
¢ ([coFy ¥ "
1+{ K. Pj
d[zto]p = p, x[CO]_ —(dm x D(t)+d;y x M (t)+d;, x A(t))x[co]p

d[FT col’
[ ]mz[vs"'VSAx [ ]p - 2_k8X[FT]m

X
dt KZ +[cO]’ ] [CDF1]
Pl
K19

2.3. BESYMAT

(12)

(13)

(14)

(15)

(16)

FATHIRETR PR B T Caluwé 25BERI[21]A1 Greenwood 14 1E IR [22] IS 5B . 8 2 500 B i@
it B /IMEARY RO ST AN E AT B . AR bR B F R Al AR TR I BB AR A 5 R 5 3 25 R 2 TR 22 K/
(R BLHEhR, B2 07 A & 350 22 AR AT 15 22 = 8B 3 2R a0, BP9 G AR BR B 5 A A :

5=6,+5,+5, =W§([GI](i)—[GI]*(i))Z +(p[G|]-p[G|]*)2 +(t[G|]—t[G|]*)2

17)

R AR RN, o EAR* R RIME, w RN, n BRI EEE AN p[GIFE R Gl K,
t{GIFRIR GI PIEMAL . N T PEFSLIEE TP & R MBS, BATERZE 7 IR ERCA 10. %
NHIZHU AL T 8 7 #kE[32] )73, | python (https://www.python.org/) 4 % 10,000 ZH BEHL AT . 1511

bR B FRAE I 2 Frs

[ twserrn e |

& = FERBARH

| SHsmmm TR E 6, + 5) |
|

PRIBAN< m

)
| i+ Hmin(8 = 81 + 8, + 83) |

Figure 2. Cost function flow chart
2. RINEBRIZE
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R4 Col-0 BRI 7+ GI.CDF1.CO Fl FT P3R5 480 /N H B (LIRS [H] - BERE R[] = 8 h:16

h)JIE J5 3E N H B A G 218 5236 504 [33] [34], 48 python F2 7 ik 15 3 e MR R BT R4 SR
66.0073, Ho RS EUE L 1 Fiw.
Table 1. The definition model parameters and their values
1 REBSHENREINE
S ZH e L SHIMECERNL) B8 e L ZHIUE (FRLAL)
vi  CL isidis 458nM-ht dsp I~ P51 (¥ B& fifd R 0.48ht
vie  JBHRIE S CL il 3.0nM-h™ da.  JGIEN P51 AR 2 0.38h™
Vo P97 RS R 1.27 nM-h™* dip RS EL IO FFARE R 1.21h™
v OBERIES POT I SGESR 5.0nM-h™ dy  JEHRN EL HIRSRIEER 0.38h™
vz P51 HJfEsiE S 1.0nM-ht dsp 5T Gl (1R ik % 1.13ht
v,  EL KyELatisz 1.47 nM-h™* ds.  JEHEN Gl R MESR 058 h™
vs Gl R 4.89 nM-h? ds  CDF1 [fRFfigs R 1.49ht
Ve  CDF1 f§kstisi = 2.75nM-h? dsa N4 CDF1 BRI R 2.0h?
Ven  CL %55 CDFL Wl %K 2.48 nM-h! dp  PEEET CO MM 1.9h™"
v;  CO WLz 3.13nM-h? dv 4 CO HIRRfRH R 054h™
Vg FT HiEatissR 0.1nM-h™ da  F4 CO [BE % 0.12h™
Vea O %% FT MR E K 4.89 nM-h? Ko  CL XfH S 2.8nM
kip  JEIEF CL I RRfRIE R 0.21h™ Ki P97 %I CL [l 0.16 nM
ky BT CL IR AREE 0.53h™* K, P51} CL 3l 1.18 nM
ko P97 RIPRMRER 0.35h™ Ks P51} P97 fd 0.28 nM
ks P51 HIBRfREZ 0.56 h™* Ks  EL X P97 [ 0.16 nM
ke  EL FREfREE 0.57h™" Ksa  CL XF P97 4131 1.18 nM
ks GI HPsfRH 2 0.96h" Ke  CL XF P51 i 0.28 nM
ke  CDFL [k 14807 Ky P51 E & 3 2.0nM
k;  CO R fE =% 0.22h™ Kg  CLXF EL I3l 0.36 nM
ke FT HIRffdEE 0.83h™ Ko P51 %f EL o4 1.9 nM
P CLAYENIFER 0.76 h™* Kio  EL X E &40 1.9nM
p JLREIES CL FEE 2 0.42h7" Ku  CL Xt GI s 0.27 nM
p,  PO7 EHIRER 1.01h™ Kiz P51 %F GI (¥ 0.2nM
ps P51 KIERE R 0.64ht Kis  EL X GI f4m] 1.92 nM
P EL HUBHIERE 1.01h™ Kis  CL Xt CDF1 Ffeidt 1.63nM
ps Gl MFHiFHE= 0.65h™ Kis P97 % CDFL1 {4l 1.38 nM
ps  CDF1 HI#fH = 1.7ht Kis P51 %f CDF1 [l 0.38nM
p;  CO MBfB#= 0.02h Kiz  CDFL Xf CO ffif ik 0.19 nM
di  CL HIFME=R 0.68h™* Kig  CO Xt FT (i itk 0.34nM
dyp  ZBEET POT7 IR MFEE R 05ht Kig  CDF1 %t FT [l 1.19nM
da  JBERN PO7 [ R MRE R 0.29h™*
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3. &R
3.1 AHEEXEREKHRTRESERTERS

FEL AT BIRX A ST, BRI S R R a5 5 Se i 45 RAEA — 2. K 3 T LA i, CDF1
FIEIEE HITE BT, HTKHIRT Gl EEAE FKFL & A FRTE Tk S s, 5 &2 mEE
ARSI, 40 COFL #£ N e ek . JR1, CO MIZIAIE(E HBLAERHE, FT RIEKP
VUIPE B B B IE BITHE . MBIEE AT A B, AR BB T RN FT MBI IREIE . BRI,
S MBI KT R IR S G R T D R 21 (4 B Bl 9K [16], £ o B Bk ey, 55— IR KT
Wk, —RZ W FT KRR, BRI AE.

B T EBE Y GI OREFAE DL 24 /NN RS, HAt =S 506 FIIFE A R R B AR FF A B
BOWHRIRY . 20 HIBYIMEEEAK HIRS, TR ERaE, CO Al FT 7255 — I RIE KT 5%
SRIGIN, B T AR, Al 3(c) K 3(d) TR . XARIEY) BARRZ B 2 R HMBIA B 21, (HAZ,
HI AR Bl A, CO Al FT JER A&k B CRAF R E IR

g 1.5 GI mRNA(sim.) g 1.5 CO mRNA(sim.)
g 4  GI mRNA(exp.) = 4o COmRNA(exp.)
a 17 g 19 ] . ,
< <
) o A 'I\‘ 2
.205 .02)05_ ! WA, WAy
E RV VAV AT AT RTATATATAY:
[5) o} ARV} ¥ TR Y 4O ] i
N y ) o ZIIN x i % t =z 4
0 8 16 24 32 40 48 0 24 48 72 96 120 144 168 192 216 240 264 288 312 336
Time(h) Time(h)
(@) ©
2 1.5 CDF1 mRNA(sim.) =15 FT mRNA(sim.)
% CDF1 mRNA(exp.) g 4o FT mRNA(exp.)
2 2
o (SN
X o]
) o
) [
2 2z
= =
© ©
2 ) ~ )
0 8 16 24 32 40 48 0 24 48 72 96 120 144 168 192 216 240 264 288 312 336
Time(h) Time(h)
(b) (d)

Figure 3. Therelative expression levels of GI, CDF1, CO and FT under long day
& 3. «HMT GI. CDF1. CO # FT Ry#Ext kK F

3.2. tRMEREKIRES T FT ZEERIAKF

IR AN E AR, BEAE A TOLIRI I IE L, FT RBARIEAKF B2 0. sest, JATER
B, — NN FT RS — MBI AL 5N SRS IR 207055, SR 55 /N 0 AR o7 I 5 D't LS TR AR 4 i
MAE K. %K mRNA (IFIEEEZF] CO EAMILEE, CO HAMAREVELE T 152N LA B
TR BRI AR, (845 FT AR FIE AP AEE N TR 5 3287 T . S5 R U, SR A A 42
ARG IFIITAEm 8], X 3SR PR T XA H T =, DGR A8 B T IR R 3R R kA
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I e IR B AR A K I e (14 4)

<Z< s 12hL < — 12hL
2 1 s I3hL 5 1 —— 13hL
& s 14hL E —— 14hL
~ ~
& s ISHL [ — 1I5hL
k) s 16hL| B — 16hL
& &
%05 8 0.5
% 0.5 g
5 5
S 3
© O]
o
~ 0- 0+ : ;
1 4 7 10 13 16 19 22 0 8 . 16 24
Time(h) Time(h)
(a) (b)

Figure 4. Relative expression level of FT under different photoperiod: (a) Experiment; (b) simulation

B 4. RREICEET FT 8% Ak E

3.3. K HET FT W FiRFZF MR
FT MRIEEMAE, MUSKHEEER, d5Fk. BESE

(@) SCIE; (b) M

BrA. fEAEMEREERX —iZh,

FT RE L IVEIRG, TR T T e (6] 5 FT 46— %$%ﬁ%$m% PR RATMER B, AR H
HJE FT 5 s A BEAE K H IR AR e mo g 32 3RA TR (16) s 19

d[FT] [CO]

m _
=| Vg +Vgu X

dt K3+ [co]p

T

FERBIE R, FT B EE RN S@) PR, B EKH

x (t—480)—ky x[FT]_ (18)

HSR A T AR TR0, FT 13RIk

1.5 4 === FT mRNA(sim.)
g FT mRNA(adj.)
R s FTmRNA(exp.)
£ 44 A
o
o
5]
2
5 0.5
<
o
o~
04
0 24 48 72 96 120 144 168 192 216 240 264 288 312 336
Time(h)
(a)
. 1
g 4 FT mRNA error
5} e  FT mRNA error(adj.)
k5
]
=
o
»
5}
5
B -
=
o
= 1
0 24 48 72 96 120 144 168 192 216 240 264 288 312 336

Time(h)
(b)

Figure 5. FTmRNA fitting (a) and residual sequence (b) of original model and modified model

& 5. FT mRNA RiE& SE FERIHI &L

R@@FEZERFF(b)
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P T E . N VRIS ER I, FEIE 5(0)rhIRA T 1S SLI B N 2N R AR 2, AR
MIRTDAE H, WJE H B NK H RS 10mT JLR, BPREA7E X 8 B RS0 R S TN B, FT IR st
BRI RO T B, SERRIS R B IBCRIWE . BEEZER T K HRIRE, FT fRIAZ
i, 23 ETHES, HRE IR

N T PRI AR FT RIAE B R oM, BATE X5 THAK BB S 0ET 2 REE, 4
Ja KR ZE P AT T TR RN Al BE LA G . AR Augmented Dickey-Fuller (ADF)#:36:[35], FAl 15 H
FT BBEE IEAT S BRI S5 . A3 2 T DUE Y, MIERM#Ch 5 iF, JEARAY R 195% 257 51 ADF
BGHREAMEZ KT 10% 8 E W ACE FIIEAE, H p Bz KT 0.1, RIkiZikz 7o _A RN, &
EJE AL (18) Ak 7 /7 it T PR AR SS, USRI 78 /0 52 L T FT SRie i i Kia 3.

Table 2. ADF test of FT residual sequence
% 2. FT RAREFY ADF 136

FT 57 t {4 p {H IR $
& IE T 2.422752 0.999021 5
EIE G —3.943634 0.001736 5

BtJm, BT Ljung-Box (LB)S % [351R T ix Mk 22 Fy A 2B R LTE . HRARZRSG, AR I Hok %
T 6112, IRERINE 3 fr, AR R AN IR ST 1 p EEN T 0.05, B IRZ 7 SIAFAE
M, MHBIERALRZRFSIR p (EHRT 0.05, BULw LAFIWHZF S R ABEALH, Wb, BIE)E
() FT B TS Z04R B T sk Bim s B, A oy 2

Table 3. LB test of FT residual sequence
% 3. FTREKREFY LB 1056

FUBIN p fE(fEIEAT) p E(EIE)R)
6 0.00094321 0.06245551
12 0.00035499 0.15638903

4. BE5HE

A B R ML 5 UL R T TEAE I 8] () B A 2 — o TEARBEFUH, IR Caluwe 22 DR 2 )
#8[21], FATIA Gl RLEVBIATHA RIS, REVB G SRR BT BN . AT K
HEAL T A R AR AL I BCE R, M 5 LB R R T U N B E M & . TR ST R K H
PR, B T IRAETE— MK H IR RN I RB AR oh, BATEIRTL T AR FT Rk 5z
WFICR I, JEHRI R, FT RIAAKFim o R KL T G R 8], S 15 FF B AT i — Ry v
JE FT B8 R IR IR 2 TRABIRGIRES , TRIEIRBIFFALBME, & 1E 5 (RS 2 — AN 5 I IR AE G 19 E
HiaJ7AE, ERH A R B e TR ST AR (] . ERSRL AT 7 T, WA A B [ 24
BURPE M T [21] [221X — A6 G0 7 VEFEA R UL IR AL R TS, i BRATTRIF Geit 22 TR, ¥ ADF £330 LB
36 N BRSSO S E B0 UE 7R S e . DR, BRATTIB AL T 40 e T T AR R4
BET AT AT T A

TE SR A BH ' A 5 14 A8 2 il 5 B[] R AR AT AR AE o 22 0K R 1P 2% 10° DL b, K BH G R AR X E
SE, SRMIERL U Bl 3R B, a2 K PH my BE7E+10° 50— 10 (i, 2P F & i ik [36]. Wt —
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e EFEM B ZDE, B EmAe M ERIZRLL, S Z0tE M, RN F2 0 7 HL 5 A R
JREGEER A SR[14] 0 AESCHR[S7] R A TIRE 12006 REEE B AV B A0 U AAR Az . BRI, ARSRIATTAT A

2 SN TFEAR XA IR kP R TFAEM TR R P, (R SR, e T8
o
EEWMHE
AW FE 32 B B A R A B I Rt T5H (202323XX016) ) 53 B -
SEEk
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