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Summary

Dynamics of biological-ecological systems is stignglepending on spatial
dimensions. Most of powerful simulators in ecoldgke into account for system
spatiality thus embedding stochastic processes. tbube difficulty of researching
particular trajectories, biologists and computdersiists aim at predicting the most
probable trajectories of systems under study. Ddh@d, they considerably reduce
computation times. However, because of the largenéspace, the execution time
remains usually polynomial in time. In order toued execution times we propose an
activatability-based search cycle through the meapace. This cycle eliminates the
redundant processes on a statistical basis (Ge&etdlinear Model), and converges
to the minimal number of processes required to msitmulation objectives.
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I ntroduction

Most of —if not all-biological and ecological syste are strongly influenced by spatial
dimensions. Indeed, it is well established thatatetrer the particular space scale the
systems are considered, the analysis of interactimtween organisms, or between
organisms and physico-chemical components, is a@rutd understand system
behaviour and structure. Furthermore, such intemagtmay occur both in various
ways (e.g., secretion of chemical compounds, ctaitdeetween individuals,
competition for resource, gain or loss of matted amergy, etc.) and at various
distances (i.e., from immediate neighbouring to glodistances). Finally, such
interactions may occur in continuous or discretelesan both space and time.
Powerful simulators in ecology actually take intccaunt the spatial dimension of
interactions (Wu J. and David J. L., 2002; Ratzélgt2007). Several techniques are
used, some of them allowing to involve both spau# tame, at a low level of details
(e.g., Kendall process, stepping stone models, aomgnt models, etc.). Among
these modelling techniques, the most powerful saou$ in ecology belong to the
class of “individual based models” (IBM hereaftalso denoted individually oriented
models (IOM), Fishwick et al. 1998) which allow egtrating spatial interactions at a
high level of details. The IBM approach completdsge tset of usual formal
mathematical methods (Grimm 1994, Sultangazin 2084} instance, differential
equations or partial differential equations areywefficient to give a coarse estimation
of the evolution of large areas. However, (partttierential equations are limited for
simulating actual biological processes (Grimm anchitdanski, 1994), particularly
when the questions to be address require manylsidtaological modelling often has
to account simultaneously for: (1) the diversity ioidividuals, (2) the spatial
heterogeneity of the environment, (3) the changmegraction network (and changes
of biotic structures), (4) the discrete and distatéractions between individuals, (5)
the random processes and behaviours (i.e., rangatiakinteractions or movements),
etc.

IBMs are often implemented by object-oriented msd€loquillard and Hill, 1997) or
by multi-agent models when there is a need to sgmiean autonomous social
behaviour of individuals heading a common goal lfEer1999). In this case, IBMs
are usually called agents. In addition, such madgkpproach has the main following
advantages (Hill & Coquillard, 2007): (1) it allowbkeoretically the simulation of
ecosystems with large sets of species harbouriffgreint behaviours. Moreover,
object classes can account for a part of matheatatiodelling in order to obtain
combined simulations if needed (mixing the discratel continuous approach). (2)
However, a lot of fieldwork always remains necegser well as a deep knowledge of
the modelled species. (3) It takes into accounsfiaial features of ecosystems that is
difficult with partial differential equations (e,gcompartment models), or with the
classical Markovian analysis. (4) It provides thessbility to manage, for each
individual, the set of parameters the biologistides to integrate in the model. The
management of individuals, and correlatively ofitipdysiological variations, enables
model refinement to approach reality accordinghe detailed level wished by the
user.

In a first part, we will show, through a simple exae, that (1) introducing spatial
relationships between individuals is a prerequisitenaintain a sufficient level of
diversity and (2) that such operation requiresababilistic approach. In a second part
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we will propose a statistically driven method f@ducing the state of space for a
model.

|. Reducing activity

Example of spatialization necessity

Let us have a look to the prisoner’s dilemma whscthe most emblematic problem in
the game theory. The problem was initially formedizoy W. Tucker. In its classical
form, the dilemma is expressed as follows:

Two suspects are arrested by the police. The pblaseéng separated both prisoners
visit each of them to offer the same deal. If @séifies for the prosecution against the
other and the other remains silent (cooperates, libtrayer goes free and the silent
accomplice receives a full 10-years sentence. th bemain silent, both prisoners are
sentenced to only six months in jail. If each bgdréhe other, each receives a five-year
sentence. Each prisoner must choose to betrayttier or to remain silent. Each one
is assured that the other would not know aboutlib&rayal before the end of the
investigation. How optimally should the prisonec$?a

In this game, the only concern of each prisonertasmaximize his payoff.
Consequently, all rational players should play titgs (fig. 1) and cooperating is
strictly dominated by defecting. As a consequerfcauoh strategy, the game leads to
the disappearance of cooperators. But many exanmplesexistence of cooperation
and selfish behaviours can be found in animal siesieand economical situations.
How is it possible? M. Nowak and R. May demonsttaia 1992-1995 that
introducing spatial dimension in the dilemma, eueman elementary - and somewhat
opened to criticism - form, makes such situatiosslale. They first reformulated the
dilemma by introducing a sentence varidbl@>1). Then, they distributed players on
a grid in which each player has a probability todmee a cooperator. This probability
is function of states and gains of its immediatigmaours (see fig. 2 for details). As a
result of such a transformation, they obtainedstmme couplegm, b)the coexistence
of both strategies (see fig. 3). By doing that, beer, they brought into the model
some probabilistic compounds. Actually, this exanpustrates clearly the usual way
simulators reproduce spatial interactions.

If the other prisoner testifies:
If I remain silent, | will receive the full 10-yemsentence;
But if | testify, | will only receive a 5-years semce
If he does not:
If I remain silent, | will receive a 6-monthes semte;
But if | testify, | will be free.
«Whatever hischoice, | have interest to testify»

Silent Testify
Silent (-0.5,-0.5)| (-10,0)
Testify (0, -10) (-5, -5)

Silent Testify
Silent 1,1) (b, 0)
Testify (0, b) (0, 0)
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Figure 1. The original prisoner’s dilemma (uppdéa is reformulated by introducirgprl as a
sentence variable (lower table).

P(i)=>_A"s / D" A" = probability thag switches to a cooperator state

iON; iON;,

o
With
s = 1 (cooperatom) .-.

N; = Set of neighbours of
A = Gains of cell i at timé

m=1, original stochastic game

m - oo, the more the cejlwill get a chance to adopt the more profitablatefy of its
neighbours (deterministic game)

m=0, the gains are worthless, neutral derivate betwe#n sirategie

Figure 2. The spatialized dilemma (after M. Nowakl &. May).P(j) is the probability the
prisonerj has to become a cooperator.

b - values

.42 1.66 : 1.7 1.77

Figure 3. The spatialized prisoner's dilemma in theb) plane. Each cell of the grid
represents a game of 100 x 100 players. Large @reaent the coexistence of cooperators
(white) or selfish players (black). In gray colotine players which have just changed of
state. After M. Nowak and R. May (modified).

Obviously, integration of space into simulatorsdeao a better representation of
reality. However, the level of details increases thumber of parameters,
computations and interactions between parametérs.résults in an explosion of the
state space and to the intractability of simulaiohherefore, solutions have to be
found to reduce the state space and thus enhautalility.
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Space and NP problems

According to the previous example, we can conclidat embedding spatial
interactions into simulators (designed to modell@gioal systems) requires, in most
cases, a stochastic approach. In most cases, kepevaesses are acting
simultaneously in the course of runs to simulatgiapinteractions (e.g., various types
of competition, seed dispersal, migration, genewslo chromosome shuffling,
chromosomal crossovers, etc.) Considering that eatiese processes act on several
levels (that can be large), the number of possitdgectories of the system is an
exponential function of the numbarof processes varying gmlevels, and the time
required to find a particular trajectory of the teys is O(n°). In other words, this
problem belongs to the NP complexity class prob(see fig. 4). This is the reason
why ecologists have early decided to reformulate statement: “finding a particular
trajectory” into “finding the most probable trajecy”.

Let us defineactivity of a system ags number of transitionandactivatability asthe
probability of transition activationlf we considerp processes varying on [11].,
levels and that each level can be activated wighadability following a lawr, the
activatability of the procedss (fig. 4):

Ail7i(Si1,..., S)l,

The activity can be estimated as proportional ® tlumber of replicatesR], the
confidence interval (%) and the number of proce§ses

Aa(R%,p)*
The number of replicatd® depends oa (the standard error of the response).

Reformulating the original question in “finding thmost probable trajectory”, we
considerably reduced the computation time and esdapn the NP-problem trap
along with its heuristic solutions (the problemnisw solvable in a polynomial time
O(klog(p) with p processes). However, the problem of activating ynstochastic
processes is still relevant and some algorithmsbe&atime consuming (for instance,
the algorithm AKS which tests the primarity of anmer isO(log(n)*°)).

These considerations lead to the following questfélow to reduce the number of
processes?” Kleijnen and Groenendaal (1992) prabdset building of 2%
experimental designs in which each process is reitbive or inactive, give the same
information than &" protocol (i.e., involving a half of process comdtions). Thus, it
is possible to test the effects of each procegb@®mesults eliminating redundant ones.
The use 02" protocols is also possible but results in intradg@onfusion between
some interactions and a confusion of the main &ffeith their interactions.

! The confidence interval of a mean is calculatedyas- T whereTa,Z is given by the

S _ S
al2d ﬁ SUs X+Ta/2;dﬁ’

student law withz < 0.05 and is the degree of freedom (df).
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A
Final state (V,...,V,) # of possible The time needed to compute all
trajegtories OnP possible trajectories is O(nP)
P4 @00 00O g

Exploring all states of a base model is intractable|

P3 00 0090 00 s

Heuristics need to be experimented
Definitions:
P2 ©C00 00| g Activity: Number of transitions

Activatability. Probability of transition activation

P1 OO0 O0O0O| g
Initial state (V1,...,Vny)
Final states We assume a computational sequential
—_— machine: <A ,S>,
/ With : A = xA;, S = xS;
Ap Q0 O ®®® ®@® Sp Sk
A (S0 S1n)

Ap(Spy 1e-s Spn)

00 000O0OO
Activatability: ()
A, 00000000 s, .5,

Aq[my(S 1y S1N)]

A, OO0 O0OO0O0O0O0OO0 Sy .. Spy

Ap[my(Spy »---1 Spn)]

Initial states

Figure 4. Activity, activatability and processes.
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Proposal of an activatability cycle

ACTIVATABILITY CYCLE SEARCH SPACE

Select activatable potentially pertinent processes

Activate selected processes
Using A; [aN(Siy ,..., S\)]

Run simulator

Test the effects (using GLM) and reject inefficient processes
Vi~ Al .+ Aj + LLHATA] +LtE

v

Run simulator

Figure 5.The activatability cycle. Every loop, pesses with no significant effects are
eliminated.

In this section we will propose a method to bulld thost parsimonious model from a
list of processes. Based on statistical evidertbesmethod is automatable and allows
to embed into the simulator all the process whieleha significant effect on the
results of simulation, even those on which we hawea priori ideas about their
pertinence in the model. However, the method cabaateen as a validation process.
In addition, the proposal must not be confused wighworks of Hoffman (2005), who
proposed an extended genetic algorithm based métbatcomplish simultaneously
parameter fitting and parsimonious model selectambng a list of candidate models.
The proposed cycle of activatability (fig. 5) isskd on a complete design protocd! (2
protocol). At every cycle, main effects and thaeieractions on the respongecan be
tested through a Generalized Linear Model (Nelder\&Wedderburn, 1972).

EW) = /b +Bid + 440 + HBAN ++E (1)

wherey; is the dependant variable\; (i O [1..n] ) the principal effects (or independent
variables), Ai.A;  the interaction between the effects (sometimeseaalfproduct
terms”) and¢ is a random error. Equation (1) is thus a linegression. Quadratic
effects can also be included in the regressior(4i)8)). In a GLM, it is assumed that
obeys to one function of the exponential family {ial, Poisson, Binomial, etc.). The
B parameters represent the variation of)B¢hen the K variable move of one unit,
the remaining variables being unchanged. Formally:

2 addition, the dependant variablecan be transformed by means of a link functionis T usually the case when tiie
responses do not follow the Normal distributiontd\that GLM assumes that tiieobservations are independent.



Activatability for Simulation Tractability of NP Bblems in Ecology 8

_ 9E(y)

A oA,
Equation (1) is solved by the usual matrix method rhultiple regressions. In the
general case, the resulting model is then testaohsigthey; responses by means of an

& )2
analysis of variance (ANOVA) which leads Rf::%, called the
correlation ratio, wherg is the predicted responsg, the average response anthe
observed responsk? gives the amount of variation of tigewhich is explained by the
model.

» . _ R?/k :
In addition, it can be demonstrated that= 5 follows a Fisher
L-RY)/(n-k-12)
distribution withk andk-n-1 degrees of freedom. In such conditions, we egett the
null hypothesis It 8 = 5 =...= & = 0, if P(F> Fcaculated < @, with a = 0.05.
However, even if we reject the null hypothesiss hoes not imply that all variables of
the model have a significant contribution to thepansey. To decide if a particular

B’
s'(B)
reject the hypothesisgH4 = 0, if F > Fy.1nk1. TO test successively each variable of

the model, a stepwid@rocedure eliminates and introduces the variablése model
of the responsg (usually thep-value<0.05 criterion is used).

and

variablej has a significant contribution to the responsecafeulate F =

Such a procedure takes advantages from allowiregrioed into the simulator all the
variables (= processes) the user wants to testth-naa priori exclusion. Another
advantage is that processes can be aggregateseitstovhich can be treated as active
units. In this case, the user attempts to measw@wesffects of some global activities
(sexual reproduction for instance) on a responspujation dynamics involving both
sexual and asexual reproduction of plants).

fecundity
Energetic< Range (G2)
cost

Initial position (G1)

position after payment of
the energetic cost

/1

The wasp can move along the trade-off
within the range using (G3)
And starts from one of the two ends of the
range (G4)

lifespan

Figure 6. The life span-fecundity trade-off of agstoid wasp.

3 Backward and forward methods are also used. Eattteof introduces or eliminates step by step thmbkes into the model.
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Application

In this application, four processes are represebyeidur real values coded d6 bit-
structure called genes (see figure 6). The animabarasitoil wasp) has an initial
position along a trade-off (coded by g&bd#) and can change its reproductive strategy
throughout its life thanks to gen®2, which defines a range. The wid&?2, the
heavier the cost to pay (in term of energy). Thetaeduces both fecundity and
lifespan of the animal. The wasp can move withimtdinge thanks to gei@S, which

is a parameter of a Bayesian estimator re-evalusaet ten time steps of its life as
follows:

Posterior = prior x G3 + (1-G3) x posterior;
Fecundity = Fecundity + G2 x posterior;

When a wasp encounters a patch of hosts, the nuofdessts it attacks obeys to a
saturation function. Thus, its velocity of attadkimosts decreases, following an
exponential function. When its velocity has reactiedaverage velocity calculated on
the basis of the average environment richnesgaitds the patch and tries to find a
new one. The cycle “foraging for hosts on patches teavelling between patches” is
repeated until the wasp has reached the end dfdter has exhausted its potential
fecundity.

The four genes are encapsulated into a single assome. Each wasp holds a single
chromosome. The goal of the simulation consistimlifg the vector &1,...,G4
which maximises the score of the waisp,the number of eggs laid throughout its life.
The score maximization is obtained by means of reetye algorithm (GaLib, MIT,
1997-2007).

Basically, the four genesdl,...,G4 are variables. However, each of them induces
the call of several functions in the code and mesdithe behaviour of the wasp. For
instance, the gene G2 can strongly modify the ptypnoplasticity of the animal (i.e.
its ability to adapt its fecundity/lifespan ratio the environment characteristics) and
influence its score. That is why we will now coraidhe {G1,...,G4 genes as
processes instead of variables.

First cycle.

In this application, 2625 experiments (10 replisagach) were done. The results
showed that there was no significant effect@f on scores, whatever the initial
conditions in which wasps had to evolve. Consedyetiie process directed y4
was dropped.

Second cycle.
Significant effects on@1, G2, G3 were found, and the three processes clearly acted
on animal scores (table I).

4 An organism that lives at the expense of anoth®h@st), impedes its growth and eventually killdnsect parasitoids, which
are often very tiny, attack a single organism (ptaranimal), from which they derive everythingyheeed for their own growth
and reproduction. One way a parasitoid does thy iaying its eggs in the body of the host ing&cim Natural Canadian
Research document).
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Gl G2 G3
F Value F Value F Value
Source of variation (calculated) Pr>F (calculated) Pr¥ (calculated) Pr>F
stability of environment (1) 263.81 <.0001 24.17 <.0001 2.04 0.0864
inter patch travel time (2) 222.31 <.0001 91.23 <.0001 3.22 0.0121
(1).(2) 7.97 <.0001 1.78 0.028 0.74 0.7534
energetic cost (3) 2.34 0.0532 56.46 <.0001 4.15 0.0023
(1)-(3) 1.11 0.3409 2.96 <.0001 1.29 0.1968
(2).(3) 1.28 0.2031 4.85 <.0001 0.59 0.8926
averaged # hosts on patchs (¢ 3045.64 <.0001 25.14 <.0001 10.95 <.0001
(1).(4) 20.85 <.0001 11.48 <.0001 1.19 0.2392
(2).(4) 56.15 <.0001 11.05 <.0001 2.05 0.0019
(3)-(4) 1.25 0.1834 1.45 0.0741 1.26 0.1794
stochasticity (5) 24.37 <.0001 2.19 0.1126 1.66 0.1899
(2).(5) 4.27 <.0001 1.08 0.3755 1.14 0.3346
(2).(5) 1.47 0.1612 1.9 0.055¢ 0.52 0.844
(3).(5) 0.36 0.94 0.49 0.867¢€ 1.38 0.202
(4).(5) 6.3 <.0001 3.07 0.0003 1.08 0.375

Table I. ANOVA test on the model obtained by theMGprocedure. Sources (factor) of variatidi)(
and interactions/|.4j) of the linear model are indicated in the leftwoh. Effects on &1,...,G4}: F
values and their probability to be greater thanttieoretical values of the Fisher law are indicdted

{G1,...,G3; values for G4 are omitted since probabilities were systemdical 0.05. Significant
effects are indicated in bold.

o effect of G4 on the score.
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effect of the interaction eggs * stability on G2

Effect of G1 * G2 on scores

Figure 7. Simulation results (population sizé&@0, number of generation 300, number of
replicates =50). Left: no effect 0fG4 on scores was detected according to the ANOVAlt®su
Centre and right: after removal 6, significant effects of initial conditions d&1, G2, G3}
and of{G1, G2, G3}on scores were identified.

With GA4  Without GA4

Code size (compiled) 842 757 842 629
# functions 58 52

# max of calls 1992 190 1234 692
Virtual mem. (RES + swap) 3380 000 3380 000
RES 1572 0C0 1572 000
Execution time 8mn47.651 6mn59.502

Table 1. Comparison between simulations embedgdnogesss4 or not (50
replications of a run initialized with a single cbimation of parameters).
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Clearly, results (table | & fig. 7) showed that peesG4 was redundant. Removing
G4 makes the simulations faster than simulations eldibg the four processes, and
gain is abouR0% Most execution time reduction was a consequehtieeoreduction

of function calls { 234 692versusl 992 190. On the contrary, code size and memory
size remained unchanged (table II).

However, it is clear that if the activatability ¢govas designed to select processes
contributing significantly to the response of thedator, it does not constitute a
validation of the resulting model. Indeed, the dation phase must be engaged after
the selection of processes has been achieved, iasugually done in a classical
approach. Lastly, if the resulting model can beidaéd by comparison with
experimental data corresponding to the protocalgdeshe model has few chances to
be validated when confronted to other data. In ¢thise, the experimental design must
be rebuilt and the activatability cycle reengaged.

II. Monitoring the activity of a simulated system

The table | showed that the activatability cycle used resulted in a substantial
reduction of activity of the simulator. However, etlactivity itself was indirectly

estimated through both computing time and numbdumdtions called over the runs.
Consequently, the monitoring of activity throughtinte remains an opened question.

In the information theory, the entropy is consideas a measure of the disorder of the
system. Let us consider four simple binary uni&l{...,G4 which can be in one of
the two statesGi = 0 orGi = 1. We thus have 16 possible states:

Gl
G2
G3
G4

I = S
oORrRPR
coR R
P OR R
N e =)
OrRr RO
R ORO
cooro
NN e Ne)
orRr oo
N oNoNo)
coooo
PR OoR
oOrRrOR
ROoOOoOR
cooor

If the states have equal probabilities, the prdigbiof each state is:
@/(numberof states)R™ , whereN is the length of a state. Thus, we find the entrop

of each unit:sz%logz(z“‘):l. Consequently, if the 16 states are not of equal

probability we find that the entropger unitis smaller than 1. The entropy of the
system can be computed as:

S= —Z p log,(p), wherep; is the probability of each state.
In such conditions, we can ascertain that the pgt&of the system at the instans
limited to the range:S,,,(G) < §(G) < S,(G) . Indeed Syin represents the particular

case in which there is only one possible state (ree possible combination of
{G1,...,G%) and Syax represents the case where all possible combirsatiame equal
probabilities Gnax= 4 in this small example).

In a general case, the processéd {..,G4 can take several values as we saw in the
application section. Because of the stochasticitythe simulation, one usually

conducts simulations through replicates in ordeshtain averaged valuéﬁ...,@}

and associated variancaseach time step of the runscan be reasonability admitted
that the probability density function & conforms to a multidimensional Gaussian (in
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a majority of cases at leas) measure of the entropy can be obtained by establ
the variance-covariance symmetric mafiXNxN) of the vector{GL...,G4} and next

by the calculation of its determindnThis value gives the total amount of information
diminished by the interactions between the procedsds also an approximation of
the number of possible combinations at each stdprd, i.e. a hyper volume of the
dispersal of the state space. This hyper volumeesponds to the activatability state
space of the system. That is, at every time stepstates of the system can change.
Considering a state change of the system as antggtie., constraining the definition
of the activity term) of the system, its activatability corresprid its possible state
changes or activities. Under these assumptionsentrepy §Gi), at thet instant, of

the proces<Gi is given by (Ahmed and Gokhale, 198951(G,) = (1/2)In(271-:-ai2)
where g’ is theith element of the diagonal &, and the entropy (or differential
entropy) §G), is then given by:

S(G) < W2)In(27e)"|z]

Snin and Syax do not constitute some likely/sustainable situwtio The former
represents the case in which the system is fixeddsinnable to adapt its behaviour to
a fluctuant environment. The later characterisegstem which is highly adaptable (it
can face any situation), but with a too high cdstreergy (e.g., for natural systems) or
in terms of resources and computation time (virgyatems; see also the figure 6)).
We can thus ascertain that the environment in whislystem evolves imposes some
constraints to the system so that it must adoperéaio level of disorder (positive
entropy). This disorder allows the system to faeftuctuations of the environment —
within a fixed range — to the extent that it paysemergetic price corresponding to
such flexibility.

Conclusion

We conclude this paper in enumerating the followtnagts of the proposal in two short
sections:

Advantages
= The proposal of the activatability cycle is autoatue.
= The method allows embedding into the simulatortladl processes wished by
the user with n@ priori exclusion.
= Processes are activated according to their statisffects on results.

Drawbacks and troubles
= Reformulating the question, one loses the predic{gtatistical results) but
recognizes the dimension of complexity in the safierexplanation.
= The necessity of replicates strongly diminishes ittiermation about spatial
results. Thus, spatial trajectories of particutdeiest cannot be identified.
= The selection of processes must be a conservapegation (the internal
coherence must be preserved).

® sometimes called generalized variance
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