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abstract: Recent theoretical studies have shown that spatial re-
distribution of surface water may explain the occurrence of patterns
of alternating vegetated and degraded patches in semiarid grasslands.
These results implied, however, that spatial redistribution processes
cannot explain the collapse of production on coarser scales observed
in these systems. We present a spatially explicit vegetation model to
investigate possible mechanisms explaining irreversible vegetation
collapse on coarse spatial scales. The model results indicate that the
dynamics of vegetation on coarse scales are determined by the in-
teraction of two spatial feedback processes. Loss of plant cover in a
certain area results in increased availability of water in remaining
vegetated patches through run-on of surface water, promoting
within-patch plant production. Hence, spatial redistribution of sur-
face water creates negative feedback between reduced plant cover and
increased plant growth in remaining vegetation. Reduced plant cover,
however, results in focusing of herbivore grazing in the remaining
vegetation. Hence, redistribution of herbivores creates positive feed-
back between reduced plant cover and increased losses due to grazing
in remaining vegetated patches, leading to collapse of the entire
vegetation. This may explain irreversible vegetation shifts in semiarid
grasslands on coarse spatial scales.

Keywords: grazing, herbivory, positive feedback, spatially explicit
model, vegetation collapse, vegetation patterns.

A typical characteristic of many semiarid grazing systems
is their sensitivity to degradation of the soil (Sinclair and
Fryxell 1985; Graetz 1991). Despite the low absolute
amount of rain, rainfall typically occurs in intense showers.
The capacity of the soil to absorb water is, however, rel-
atively low, especially in more clayey soils (Rietkerk et al.
2000). Vegetation, however, promotes the infiltration of
water, which is an important limiting factor for plant
growth in semiarid systems (Elwell and Stocking 1976;
Kelly and Walker 1976; Breman and De Wit 1983). The-
oretical models predict that feedback between infiltration
of water and plant growth leads to alternate stable states
in the vegetation, one state with a high plant standing
crop, and one without vegetation that is considered to be

This content downloaded from 129.125.148.019 on September 24, 2018 03:17:48 AM
All use subject to University of Chicago Press Terms and Conditions (http://www.journals.uchicago.edu/t-and-c).
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degraded (van de Koppel et al. 1997; Rietkerk and van de
Koppel 1997). Once the vegetation has reached the bare
state, it is not easily restored (Le Houerou 1989; Walker
et al. 1981). This may explain the occurrence of alternating
patches of vegetation and bare soil that is characteristic of
many rangelands (Wilson and Agnew 1992; van de Koppel
et al. 1997).

Degradation occurs in many semiarid regions all over
the world (van de Koppel et al. 1997). The scale at which
degradation occurs, however, varies among sites (Ludwig
and Tongway 1995). In many systems, the degradation
feedback results in the formation of fine-scale patterns
(1 m2–100 m2; Belsky 1986; Montana 1992; Ludwig and
Tongway 1995; Rietkerk et al. 2000). Run-off of water from
bare patches leads to increased water availability in veg-
etated patches (Montana 1992; Bromley et al. 1997), which
may allow vegetated patches to cope with increased graz-
ing. Hence, spatial redistribution of water appears to com-
pensate for the detrimental effects of grazing. In other
systems, degradation is a phenomenon occurring over
large areas and may result in a dramatic collapse of pro-
duction at scales of hectare to square kilometers (Oldeman
et al. 1991). In these systems, local redistribution of water
seems to have little effect, and plant production is lost.

Recent theoretical studies investigate the consequences
of spatial redistribution of water in semiarid systems
(Klausmeier 1999; HilleRisLambers et al. 2001). These
studies show that spatial interaction, in particular run-on
and run-off of water, can induce regular patterns of veg-
etation alternating with bare soil. Their results imply that
spatial redistribution of water cannot explain the collapse
of primary production that is observed in many semiarid
grazing systems (Sinclair and Fryxell 1985; Friedel 1991;
Laycock 1991; van de Koppel et al. 1997), as plant growth
is maintained at coarse scales. Moreover, simplifying as-
sumptions that underlie their models, such as a spatially
homogeneous herbivore presence, preclude analysis of this
aspect of semiarid grazing systems. Hence, the implications
of spatial heterogeneity for concepts explaining irreversible
vegetation shifts remain unexplored.

In this article we investigate the consequences of spatial
interactions among patches for the dynamics of semiarid
plant-herbivore systems. We base our analysis on a water-
plant-herbivore model in which spatial interactions are
explicitly included using partial differential equations. We
first analyze a simplified, conceptual version of the model
in which complexity is strongly reduced. This model allows
us to gain basic insight into the functioning of spatial
interaction using graphical techniques. Then, we assess the
robustness of the results by analyzing a more complex
simulation model. Our analysis specifically addresses the
question whether spatial interactions induce positive feed-

back to vegetation degradation and hence induce coarse-
scale and irreversible vegetation change.

A General Spatially Explicit Model of a
Semiarid Grazing System

The dominant cause of patch formation in semiarid grass-
lands is, trivially, spatial differences in abiotic character-
istics such as soil type or elevation. Vegetation patterning,
however, also occurs on soils that are relatively homoge-
neous and flat (Belsky 1986; Rietkerk et al. 2000). These
patterns do not relate to variation in the soil but instead
reflect interactions between vegetation and the abiotic en-
vironment (Belsky 1986; Montana 1992; Wilson and Ag-
new 1992; Ludwig and Tongway 1995; Klausmeier 1999).
Surface water that accumulates during rain showers is sub-
ject to rapid lateral exchange between patches (Anderson
and Hodgkinson 1997; Bromley et al. 1997). Surface flow
quickly compensates for local differences in the infiltration
of surface water between patches, for instance, induced by
differences in plant standing crop. Hence, vegetation
patches interact by influencing water redistribution.
Patches may furthermore interact via the herbivores. An
important determinant of the grazing pressure within a
patch of vegetation is the availability of alternative forage
in surrounding patches (Charnov 1976; Wallisdevries
1996). In other words, patches affect the grazing pressure
in other patches by influencing the distribution of her-
bivores within the area. Finally, patches may influence
other patches by the spread of seeds and tillers. Hence, a
model that describes the spatial interactions between
patches of vegetation should consider the spatial and tem-
poral dynamics of surface water, soil water, vegetation, and
within-patch herbivore abundance.

We formulate a spatially explicit model of a bounded
flat area of grassland of size A square meters (e.g., a hec-
tare), in which the dynamics of surface water, water in the
top centimeters of the soil, plant standing crop, and her-
bivore abundance are described at the fine scale of a square
meter. Lateral exchange of surface water is determined by
differences in the amount of accumulated water on top of
the soil, which in turn depends on the balance between
rainfall and losses such as infiltration. If we assume that
rainfall is constant and homogeneous, ignoring seasonal
aspects (following HilleRisLambers et al. 2001), the rate
of change of surface water at Cartesian coordinates x and
y can be described by the following differential equation:

2 2�O � O � O
p R � F(O, P) � r O � D � . (1a)O O 2 2( )�t �x �y
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Here, O is the amount of surface water at a given location
and R is the rainfall rate; describes the rate ofF(O, P)
infiltration of surface water, which is an increasing func-
tion of both surface water O and plant density P ; rO de-
scribes the specific (e.g., per unit of water) loss of surface
water to evaporation or drainage. The last term in the
equation describes the net exchange of water with the
surroundings as a function of the local gradient in surface
water level, where the “diffusion coefficient” DO (Edel-
stein-Keshet 1988) relates the net flow rate of water to
spatial differences in surface water level. For an explana-
tion of the use of partial differential equations for surface
water flow, see HilleRisLambers et al. (2001). In this anal-
ysis we assume a simple linear relation between infiltration,
surface water, and plant density: ,F(O, P) p (a � bP)O
where a is the specific rate of infiltration of water in the
absence of plants and b is a constant relating plant density
to infiltration rate.

Soil water changes are determined by infiltration, uptake
by plants, losses through evaporation and percolation, and
lateral exchange with the surroundings through diffusion
through the soil. Changes in the amount of soil water W
over time can be modeled by

�W
p F(O, P) � r W � U(W, P)w

�t

2 2� W � W
� D � , (1b)w 2 2( )�x �y

where rW is the specific rate of water loss through evap-
oration and percolation, and describes uptake byU(W, P)
plants, which is a monotonically increasing function of
both soil water content and plant density. In our analysis,
we adopt a linear uptake function: , whereU(W, P) p uWP
u is an uptake constant. Finally, DW is the diffusion co-
efficient of soil water.

The rate of change of plant biomass is determined by
plant production, senescence, consumption by herbivores,
and spatial propagation of plants due to seed fall or spread-
ing out of tillers:

�P
p G(W, P) � D(P) � C(P, H)

�t

2 2� P � P
� D � . (1c)P 2 2( )�x �y

Here describes plant growth, which is assumedG(W, P)
to be an increasing function of both soil water and plant
density, D(P) describes plant senescence, describesC(P, H)
herbivore consumption rate as an increasing function of

plant density and local herbivore abundance H, and the
last term of equation (1c) describes propagation of plants
to the neighborhood. Since we assume water-limited plant
growth, is assumed to be proportional toG(W, P)

: , where g is a plant growth con-U(W, P) G(W, P) p gWP
stant. Senescence is assumed to be a density-dependent
factor due to, for instance, self-shading at high plant den-
sity: , where d is the specific mortalityD(P) p d(1 � dP)P
rate when plant density is low and represents the in-dP
crease of specific mortality due to density-dependent ef-
fects. Finally, consumption by herbivores is modeled as

, where H is local herbivore abundance andC(P, H) p cPH
c is a consumption constant.

Lateral exchange of water and plant propagules is mod-
eled assuming simple passive diffusive motion (Holmes et
al. 1994). In principle, herbivore movement could be mod-
eled in a similar way, assuming that herbivores move in
a direction depending on the local gradient of plant stand-
ing crop. However, this ignores the fact that herbivore
behavior may be influenced by vegetation at distances be-
yond that of their direct surroundings. For this sort of
behavior, partial differential equations are inappropriate
(Mclaughlin and Roughgarden 1992). We used an alter-
native and more simple approach to describe herbivore
movement. We assume that the rate at which herbivores
emigrate from a particular location is a function of local
plant density and decreases as plant density increases (fol-
lowing Nisbet et al. 1997). We furthermore assume that
herbivores that move away from a particular location re-
distribute evenly over the area. Hence, herbivore immi-
gration is determined by the total numbers of emigrants
from the total area. The rate of change of local herbivore
density H, therefore, is

�H 1
p E(P(x, y))H(x, y)dxdy � E(P)H, (1d)��

�t A
x, y�D

where the left term describes the rate of immigration of
herbivores to that location, A is the size of the area under
consideration, E(P) is the per capita rate of emigration
from that location, and D defines the computational area.
Herbivore immigration is determined by the total number
of animals that start to move over the entire area. In this
analysis, we adopt that the rate of herbivore emigration
from a certain location is inversely proportional to the
local plant density: , where e is the rate of em-E(P) p e/P
igration when P is equal to 1. Note that growth and mor-
tality of herbivores are not considered in our model.

Models that follow the general structure as described
above allow us to simulate the dynamics of semiarid grass-
land as a system of grid cells. Their complexity, however,
precludes mathematical analysis aimed at gaining a con-
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212 The American Naturalist

ceptual understanding of its dynamics, as it is technically
a multidimensional nonlinear system. In the following sec-
tion, we will make a series of simplifying assumptions that
will allow us to reduce the complexity and analyze equa-
tions (1) graphically. Finally, we will assess the robustness
of our graphical results by comparing the predictions of
the simplified analytical model with the result of simu-
lations of a spatially explicit model as described by equa-
tions (1).

A Simplified Model

Although there are strong interactions between the com-
ponents of the model presented above, there are distinct
differences in the time scale at which the rate of change
of water, plants, and herbivores occurs. Growth of plants
occurs at time scales of days to weeks. Processes that relate
to the dynamics of surface or soil water or to the move-
ment of herbivores occur at time scales that range from
seconds to hours. We could argue, therefore, that surface
water, soil water, and herbivore numbers react virtually
instantaneously to vegetation change when viewed on the
time scale at which vegetation changes occur. Hence, for
surface water, soil water, and herbivore numbers, we can
adopt the quasi–steady state assumption (Edelstein-Keshet
1988) that allows the amount of O, W, and H to be rep-
resented by their equilibrium values. Moreover, the rate
of lateral exchange of surface water far exceeds other pro-
cesses such as infiltration. Consequently, on a flat surface,
we can assume that surface water levels are approximately
equal for all patches. On the scale of meters or above,
lateral exchange of soil water through diffusion through
the soil is minimal, and hence we will ignore it in our
simplified model. We will, moreover, not explicitly con-
sider diffusion of plant propagules and seeds. These as-
sumptions are relaxed in the simulation analysis in the
second part of this article.

Surface Water

Assuming that , we can formulate the balancedO/dt � 0
of surface water in the total area. Rainfall in the area will
equal the sum of infiltration in the soil and losses to drain-
age and evaporation:

R(x, y)dxdy p�� ��
x, y�D x, y�D

[F(O(x, y), P(x, y)) � r O(x, y)]dxdy, (2)O

which implies that, on the scale of the area that is con-
sidered, the rain either infiltrates depending on local stand-

ing crop or is lost to drainage and evaporation. Amount
O is equal for the entire area D, so for a particular location,
the fraction f(P) of the rainfall that infiltrates can be ex-
pressed as

a � bP
f(P) p , (3)

b
a � P(x, y)dxdy � r∫ ∫x, y�D OA

where represents the average bio-(1/A) P(x, y)dxdy∫ ∫x, y�D

mass of the vegetation in the entire area under consid-
eration. After some rearranging, and adopting that k p

and , we can express infiltration(a � r )/b W p a/(a � r )O 0 O

F in equation (1a) as

P � kW0F(P, P ) p R , (4)avg P � kavg

where , k is a half-saturationP p (1/A) P(x, y)dxdy∫ ∫x, y�Davg

constant, and W0 is the proportion of the rainfall that
infiltrates in bare soil (Rietkerk and van de Koppel 1997).

Soil Water

Considering equation (4), and assuming that diffusion of
soil water through the soil can be ignored, equation (1b)
simplifies to

�W P � kW0p R � r W � uWP p 0. (5)W
�t P � kavg

At the time scale of plant growth, soil water content can
be expressed algebraically as

P � kW 10W(P, P ) p R . (6)avg P � k r � uPavg W

Herbivore Grazing

Considering that herbivore numbers are close to equilib-
rium, local fine-scale herbivore density can be approxi-
mated as a function of plant density:

E(P(x, y))H(x, y)dxdy∫ ∫x, y�D

H(P) p . (7)
AE(P)

Given that , equation (7) can be reduced toE(P) p e/P

H(x, y) P
H(P) p dxdy . (8)��P(x, y) A

x, y�D
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Spatial Interaction and Vegetation Collapse 213

Figure 1: Plane in which local plant standing crop P is expressed along
the horizontal axis, and the average plant standing crop of the entire
area under consideration (Pavg) is expressed along the vertical axis. The
solid line, called zero-growth isocline, represents all combinations of P
and Pavg at which net plant growth is zero. The dashed line represents a
homogeneous vegetation, where . The arrows show the directionP p Pavg

of change of local plant standing crop.

The immigration rate is equal for the entire area, as migrating
herbivores are assumed to redistribute randomly. Hence,

, where . (For con-H p CP C p (H(x, y)/P(x, y)dxdy/A∫ ∫
ciseness, we left out the notation under the integral.) The
total density of herbivores in the area is dxdH(x, y) y p∫ ∫

dxd dxdy. Hence, C can be ex-(CP(x, y)) y p C P(x, y)∫ ∫ ∫ ∫
pressed as dxd dxdy. We assumed aC p H(x, y) y/ P(x, y)∫ ∫ ∫ ∫
fixed number of herbivores in the total area. The local, fine-
scale number of herbivores can now be expressed as a func-
tion of local plant density:

P
H(P, P ) p H , (9)avg avgPavg

where Havg is the density of herbivores averaged over the
area.

Plant Growth

We have now expressed surface water, soil water, and her-
bivore numbers as functions of local or fine-scale plant
standing crop P, average plant standing crop Pavg, and av-
erage herbivore density Havg in the area. Hence, equation
(1c) can be expressed as

�P
p gW(P, P )P � d(P) � cPH(P, P )avg avg

�t

P � kW 10p g R P (10)( )P � k r � uPavg W

P
� d(1 � dP)P � cP H .avg( )Pavg

This equation allows us to use graphical techniques to
study the behavior of vegetation on a fine scale as a func-
tion of the local standing crop and the average standing
crop in the area. It has, however, an implicit assumption.
The model assumes that the surrounding vegetation can
be represented by the average over the whole area. This
implies that there are no effects of distance: locations that
are close to each other influence each other as much as
those far apart.

As a reference, we start with analyzing a system with
no fine-scale herbivore redistribution, similar to the mod-
els of Klausmeier (1999) and HilleRisLambers et al. (2001).
We then analyze a system where herbivore redistribute on
a small scale but the number of herbivores in the entire
area under consideration ( ) is constant. SinceH # Aavg

most semiarid region systems are under human manage-
ment, this assumption is applicable to current-day grazing
systems (Noy-Meir 1975). Finally, we will relax this as-

sumption and consider coarse-scale movements of her-
bivores to other areas in response to changes in the forage
availability in the area. This last model is typical for semi-
natural or natural grazing systems.

Constant Herbivore Distribution

The consequences of changes in the average plant standing
crop of the entire area for plant growth on a fine scale
can easily be visualized if we plot the isocline at which

in a P-Pavg plane (fig. 1). To the left of thedP/dt p 0
isocline, net local plant growth is positive. TodP/dt p 0

the right, local plant growth is negative. If average plant
standing crop in the entire area (Pavg) is low, local plant
growth is zero at only a single value of local plant standing
crop (fig. 1, ). Under this condition, losses ofP ! Tavg avg

water to the surrounding vegetation are low, and there
may even be run-on of water. Consequently, plants can
invade bare patches, and no patterning is expected. When
average plant standing crop in the entire area increases
( ), however, the zero-growth isocline is folded.P 1 Tavg avg

Locations with a very low plant standing crop are prone
to loss of water to the surrounding vegetation. Bare spots
receive insufficient water, and as a result, plant growth is
negative (as indicated by the arrows in fig. 1). Above a
threshold plant standing crop, as given by the lower part
of the fold, infiltration is sufficient and plants can grow.
This indicates that there are two stable states, one without
vegetation and one with a high plant standing crop, as
represented by the upper part of the isocline. Depending
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214 The American Naturalist

Figure 3: Consequences of partial loss of vegetation cover for the stability
of the remaining vegetation. The solid line depicts the zero-growth iso-
cline, the dashed line depicts the path of change of homogeneous veg-
etation, and the dotted lines depict the path of change of vegetation with
a partial cover. Line represents the threshold vegetation covery p yT

below which the vegetation will collapse. The arrows depict the direction
of change for each cover, for the situation where the remaining vegetation
has equal plant standing crop per patch.

Figure 2: Shape of the zero-growth isocline in the P-Pavg plane for systems
with redistributing herbivores. Note the change at low Pavg as compared
with systems with constant local herbivore numbers, given in figure 1.
See figure 1 for further explanation.

on initial plant standing crop, patches either develop a
dense vegetation or become bare. Hence, at ,P 1 Tavg avg

pattern formation is expected.
An interesting property emerges if we compare the

growth of homogeneous ( for the entire area) andP p Pavg

heterogeneous vegetation. In figure 1, the lineP p Pavg

intersects only once with the zero-growth isocline, and
plant growth is positive when the entire area is bare (at

, ). Consequently, no alternative stable statesP p 0 P p 0avg

occur if the system is disturbed homogeneously. If P 1avg

, however, a stable pattern may develop after a signif-Tavg

icantly large spatially heterogeneous disturbance. Hence,
in this simple model with constant local herbivore num-
bers, the development of stable patterns can only be ex-
plained because of spatial interactions.

Fine-Scale Herbivore Redistribution

If we include herbivore redistribution, the zero-growth
isocline changes in shape (fig. 2). If the average density of
the vegetation in the total area (Pavg) drops to low values,
herbivore redistribution results in high grazing pressure
in remaining vegetated patches. Consequently, equilibrium
plant standing crop is low at low Pavg. The curvedP/dt p 0
drops at low Pavg values as a result of enhanced losses due
to grazing. If the proportion of rainfall that infiltrates in
bare soil, W0, is relatively high, then plant growth remains
positive at low Pavg, despite the high rate of herbivory (fig.
2). The shape of the curve changes fundamen-dP/dt p 0
tally if W0 is very low. In this situation, the dP/dt p 0
curve may close at low Pavg, as is shown in figure 3. A
decrease of Pavg does not lead to restoration of growth on

bare soil, as was the case when infiltration in bare soil,
W0, was higher (fig. 2). At low Pavg, growth cannot com-
pensate for enhanced grazing at low Pavg, which may result
in a collapse of plant standing crop in the entire area.
Hence, such systems may have homogeneous vegetation,
may have a stable pattern with bare patches in response
to a mild spatially heterogeneous disturbance, or may col-
lapse to a state in which the total area lacks vegetation, in
response to a severe disturbance.

Figure 3 allows for prediction of changes in the stability
of vegetated patches if part of the vegetation has degraded
to bare soil. The equilibrium plant standing crop of ho-
mogeneous vegetation is given by the intersection of the
upper part of the zero-growth isocline with the P p Pavg

line (denoted as line in fig. 3). If plant cover isy p 1
reduced, the equilibrium point is shifted to the left. The
line that connects this point with the origin allows us to
predict the behavior of the system if all vegetated patches
would change as one. This line is given by ,P p P /yavg

where y is the proportion of the area that is vegetated. A
homogeneous decrease in the standing crop of all vegetated
patches would move the system along this line. In the case
of 50% vegetation cover, as in figure 3, a slight decrease
of the standing crop of all vegetated patches would result
in an increase of plant growth, and the system would
return to the former state. Hence, the system is resistant
to a small homogeneous disturbance. If the proportion of
the area that is vegetated decreases, the lineP p P /yavg

moves to the left (fig. 3). Below a threshold (yT in fig. 3),
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Figure 4: Relation between the threshold vegetation cover and the degree
of limitation of movement of the herbivores (ka). The vegetation collapses
if the cover is reduced to a level below the solid line, while a stable pattern
is predicted above.

no intersections with the zero-growth isocline occur. This
threshold is given by line yT in figure 4 ( %). Ify p �20
the cover of the vegetation drops below this critical value
of y, the vegetation collapses, causing the total area to
become bare. Hence, a threshold vegetation cover exists,
below which the vegetation in the entire area collapses.

Coarse-Scale Herbivore Redistribution

In the model used above, it is assumed that herbivores are
confined to the area under consideration. This assumption
may be realistic for modern-day pastoral systems, where
the availability of land that can be used for grazing is
limited due to competition with arable farmers (De Bruijn
and Van Dijk 1995). In ecosystems where competition for
land is less stringent or in systems with wild grazers, her-
bivores may have the opportunity to leave the area in
response to local depletion of forage. In this section, we
extend the model to include migration out of the area
when local forage availability becomes low.

Changes in the number of herbivores due to movement
in and out of the area can be described in a similar fashion
as changes in fine-scale herbivore numbers. The model
describes immigration and emigration, but this time on a
coarse scale (in part following Nisbet et al. 1997):

dHT p I � E (P )H , (11)a a avg Tdt

where HT is the total amount of herbivores in the area
under consideration ( ), Ia is the immi-p H(x, y)dxdy∫ ∫
gration of herbivores in the area, and Ea(Pavg) is a function
describing the specific rate of emigration of herbivores
from the area as a function of average plant standing crop.
Obviously, this model crudely simplifies the true com-
plexity of immigration and emigration behavior of her-
bivores, as it does not consider the availability of alter-
native food sources in the landscape and assumes a
constant immigration. It is nevertheless sufficient in our
analysis since we only want to study the interactive effects
between herbivore numbers and forage availability in the
area.

In the previous section we used a local emigration func-
tion E(P) that decreased proportionally with local plant
standing crop. We thereby implicitly assumed that her-
bivore movements are unrestricted, as is the case on fine
spatial scales. For coarse scales we do not want to make
this assumption. Therefore, we use a slightly more com-
plicated function for between-area emigration, allowing
for movement restrictions that would cause between-area
emigration to decrease less than proportionally with in-
creasing plant standing crop: ,E (P) p ek /(k � P � c)a a a avg

where e and c are arbitrary emigration constants and ka

reflects the effect of movement restriction on emigration
rate. This equation predicts that in areas with unlimited
herbivore movement , herbivore numbers will(k p c)a

change in proportion to the availability of forage, assuming
that only forage availability determines herbivore distri-
bution. If herbivore movement is restricted , her-(k k c)a

bivore numbers react less than proportionally to changes
in mean area plant standing crop.

Figure 4 depicts the effect of increase in herbivore move-
ment restriction (increase in ka) on the threshold vege-
tation cover. This threshold has been obtained by inserting

in equation (10) and then deriving for whichP p P # yavg

values of y below 1 equation (10) has a single solution.
At low ka, herbivores can move freely, which allows her-
bivores to migrate in case of low forage availability (low
Pavg), and hence prevents overgrazing. As a result, the crit-
ical vegetation cover is found to be low or nonexisting.
This situation is similar to figure 1. The critical vegetation
cover is found to increase as movement limitations (ka)
increase (fig. 4). The critical cover levels off to a maximum
value at high ka, where severe movement restrictions ef-
fectively keep herbivores locked in the area. This situation
is similar to figure 3. Summarizing, the potential for
coarse-scale vegetation degradation is lowest in systems
where herbivores can range freely on coarse scales. The
potential for vegetation degradation increases when move-
ments on coarse scales are restricted.

The Robustness of the Graphical Analysis

We investigated whether the predictions made by the sim-
plified analytical model depend on the assumptions that
allowed for the graphic approach, using a spatially explicit
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Figure 5: Frequency distribution of plant standing crop within patches
(triangles) of vegetation, as is predicted by the spatially explicit simulation
model. The solid line depicts the growth rate as predicted by the analytical
model. Parameters used: mm mo�1; mo�1;R p 50 a p 0.02 b p 0.02
g�1 mo�1; mo�1; mo�1; mm g�2 mo�1;r p 1 r p 0.1 u p 0.01 g pO W

g�1 mo�1; mo�1; g�1 mo�1; g�1 mo�1;0.001 d p 0.03 d p 0.005 c p 0.01
g�1 mo�1; g m�2; m2 mo�1;e p 0.01 H p 0.8 D p 20,000 D p 1avg O W

m2 mo�1; m2 mo�1.D p 0.01P

version of system 1. In this model, the dynamics of surface
water, soil water, plants, and herbivores are simulated with-
out quasi–steady state assumptions. Furthermore, this
model more accurately considers local spatial interactions
by using partial differential equations. The analytical
model predicts that the vegetation tends to develop to a
two-phase mosaic, in which patches either are bare or tend
to a much higher standing crop, while only a few patches
have a stable intermediate standing crop. This implies that
the simulation model should develop a bimodal distri-
bution of plant standing crop values (van de Koppel et al.
2001). We tested this prediction by simulating the dynam-
ics of surface water, soil water, plants, and herbivores in
a spatial grid in which 75% of the cells were given25 # 25
a high positive initial value, randomly distributed over the
area, and 25% were given an initial density close to (but
not exactly) zero. Figure 5 shows the frequency distribu-
tion of plant standing crop in the cells after the total bio-
mass in the grid had reached equilibrium, resulting from
a simulation of the spatially explicit model. We also de-
picted the within-cell plant growth curve for the average
plant standing crop in equilibrium as predicted by the
analytical model. The analysis confirms that models with
local spatial interactions develop a bimodal biomass dis-
tribution, as was predicted by the analysis of the analytical
model. Moreover, we found that the plant growth curve
derived from the analytical model gave an accurate pre-
diction of the average within-cluster equilibrium standing
crop of the simulation model. Repetitions of the simula-
tions with slightly different initial cover gave qualitatively
similar results.

Our simulations confirmed that a threshold vegetation
cover could exist below which the vegetation in the entire
area would inevitably collapse. Furthermore, our simu-
lations showed that, as in the analytical model, the thresh-
old vegetation cover becomes higher as the herbivores are
more restricted in their coarse-scale movements (higher
ka). The exact position of the threshold in the simulation
model was found to be close to but slightly above that of
the value predicted by the analytical model. This is most
probably due to the effects of localized interactions.

Discussion

Recent theoretical investigations indicate that a positive
feedback between plant standing crop and local water in-
filtration, together with spatial redistribution of water, can
induce pattern formation in semiarid grasslands (Klaus-
meier 1999; HilleRisLambers et al. 2001). The results of
HilleRisLambers et al. 2001 implied that although collapse
of vegetation is possible on a scale of patches (square me-
ters), spatial redistribution of surface water prevents ir-
reversible vegetation collapse on coarser scales (hectares).

Contrary to the results of Klausmeier (1999) and
HilleRisLambers et al. (2001), we found that coarse-scale
degradation and collapse of vegetation can be explained
if both redistribution of herbivores as well as redistribution
of surface water are taken into account. Disturbances that
only affect a small proportion of the vegetation will result
in the formation of a two-phase pattern of alternating bare
soil and vegetated patches, as predicted by Klausmeier
(1999) and HilleRisLambers et al. (2001). Severe distur-
bances that reduce vegetation cover beyond a threshold
level, however, will result in a positive feedback between
reduced cover, on the one hand, and increased herbivore
grazing, on the other hand. This will eventually lead to
the collapse of vegetation on a scale of hectares.

The discrepancy between our results and the results of
the models of Klausmeier (1999) and HilleRisLambers et
al. (2001) can be explained by the differences in the as-
sumptions that underlie the models. The models ignored
losses of surface water due to drainage and assumed that
within-patch herbivore abundance does not change with
changing within-patch standing crop (HilleRisLambers et
al. 2001) or is absent altogether (Klausmeier 1999). In
other words, losses due to herbivore grazing remain con-
stant despite changes in forage availability. This may hold
for herbivore redistribution on scales of hectares to square
kilometers but it is unlikely to be valid on the scale of
square meters. Although these assumptions are not critical
when explaining pattern formation, they severely limit the
ability of ecological models to assess the potential for deg-
radation on coarse spatial scales.

Our analysis shows that spatial interactions invoke feed-
back in response to a spatially heterogeneous disturbance.
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Reduced plant cover in an area results in increased avail-
ability of water in remaining vegetated patches, thereby
increasing local plant growth. Hence, spatial interaction
through lateral exchange of water acts as a negative feed-
back to decreases in plant cover. Reduction of vegetation
cover, however, also results in focusing of herbivore graz-
ing in remaining vegetated patches. This may lead to over-
grazing in the remaining vegetated patches. Hence, her-
bivore redistribution creates a positive feedback between
reduced cover and increased within-patch herbivore graz-
ing, which may lead to a collapse of the vegetation. The
interplay of these two feedback mechanisms determines
the dynamic response of the vegetation to changes in veg-
etation cover. If water redistributes quickly and herbivore
density only responds weakly to changes in within-patch
plant standing crop, then the effect of enhanced water
availability exceeds that of increased grazing, and the sys-
tem compensates for the disturbance. If herbivores redis-
tribute quickly and in an ideal free manner to local changes
in plant standing crop, then the effects of enhanced grazing
may dominate that of enhanced water availability. Reduced
cover will lead to reduced production and finally to col-
lapse of the vegetation on scales exceeding that of patches.

The model shows that the sensitivity of semiarid veg-
etation is strongly dependent on the ability of herbivores
to respond to changes in plant density, both on fine and
on coarse scales. The potential for coarse-scale vegetation
degradation is lowest in systems where herbivore numbers
only react weakly to fine-scale differences in plant standing
crop, while they can range freely on a coarse scale. The
potential for vegetation degradation is highest when fine-
scale movements of herbivores are unlimited, but move-
ments are restricted on coarser scales. Pastoral systems in
many semiarid regions have become a striking example of
the latter type. In the Sahel region in Africa, expansion of
agricultural fields in what was formerly an entirely pastoral
landscape has severely reduced and fragmented the area
available to grazers (De Bruijn and Van Dijk 1995). Move-
ments of herbivores have been severely limited both be-
cause of blocked migration routes and, in cases of domestic
herbivores, because of the obligations of herders to remain
close to their agricultural fields (De Bruijn and Van Dijk
1995). Hence, in such systems, fine-scale movements, on
the scale of square meters, are unlimited, while coarse-
scale movements between fields are severely restricted. Our
model predicts that in such cases the potential for coarse-
scale vegetation degradation is large. In more natural sys-
tems where herbivores can move unrestricted, pattern for-
mation may occur, but negative feedback to loss of
vegetation cover will prevent coarse-scale degradation and
loss of production.

Acknowledgments

We thank P. Lundberg, J. Travis, and two anonymous re-
viewers for their comments and suggestions. R. de Boer
is acknowledged for sharing his software (Cash) and pro-
gramming skills. The research of J.v.d.K., M.R., F.v.L., and
L.K. was supported by the Netherlands Organization for
Scientific Research (NWO-WOTRO) program Funda-
mentals of African Rangeland Economies (FLARE) project
WAB 76-198.

Literature Cited

Anderson, V. J., and K. C. Hodgkinson. 1997. Grass-
mediated capture of resource flows and the maintenance
of banded mulga in a semi-arid woodland. Australian
Journal of Botany 45:331–342.

Belsky, A. J. 1986. Population and community processes
in a mosaic grassland in the Serengeti, Tanzania. Journal
of Ecology 74:841–856.

Breman, H., and C. T. De Wit. 1983. Rangeland produc-
tivity and exploitation in the Sahel. Science (Washing-
ton, D.C.) 221:1341–1347.

Bromley, J., J. Brouwer, A. P. Barker, S. R. Gaze, and C.
Valentin. 1997. The role of surface water redistribution
in an area of patterned vegetation in a semi-arid en-
vironment, south-west Niger. Journal of Hydrology 198:
1–29.

Charnov, E. L. 1976. Optimal foraging, the marginal value
theorem. Theoretical Population Biology 9:129–136.

De Bruijn, M., and H. Van Dijk. 1995. Arid ways: cultural
understandings of insecurity in Fulbe society, Central
Mali. Thela, Amsterdam.

Edelstein-Keshet, L. 1988. Mathematical models in biology.
McGraw-Hill, New York.

Elwell, H. A., and M. A. Stocking. 1976. Vegetal cover to
estimate soil erosion hazard in Rhodesia. Geoderma 15:
61–70.

Friedel, M. H. 1991. Range condition assessment and the
concept of thresholds—a viewpoint. Journal of Range
Management 44:422–426.

Graetz, R. D. 1991. Desertification, a tale of two feedbacks.
Pages 59–87 in H. A. Mooney, E. Medina, and D. W.
Schindler, eds. Ecosystem experiments. Wiley, Chich-
ester.

HilleRisLambers, R., M. Rietkerk, F. van den Bosch,
H. H. T. Prins, and H. de Kroon. 2001. Vegetation pat-
tern formation in semi-arid grazing systems. Ecology
82:50–61.

Holmes, E. E., M. A. Lewis, J. E. Banks, and R. R. Veit.
1994. Partial differential equations in ecology: spatial
interactions and population dynamics. Ecology 75:
17–29.

Kelly, R. D., and B. H. Walker. 1976. The effects of different

This content downloaded from 129.125.148.019 on September 24, 2018 03:17:48 AM
All use subject to University of Chicago Press Terms and Conditions (http://www.journals.uchicago.edu/t-and-c).

https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1890%2F0012-9658%282001%29082%5B0050%3AVPFISA%5D2.0.CO%3B2&citationId=p_11
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F2260402&citationId=p_2
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F2260402&citationId=p_2
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F4002737&citationId=p_9
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F1939378&citationId=p_13
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F4002737&citationId=p_9
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1016%2FS0022-1694%2896%2903322-7&citationId=p_4
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1071%2FBT96019&citationId=p_1
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1071%2FBT96019&citationId=p_1
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1016%2F0016-7061%2876%2990071-9&citationId=p_8
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&pmid=1273796&crossref=10.1016%2F0040-5809%2876%2990040-X&citationId=p_5


218 The American Naturalist

forms of land use on the ecology of a semi-arid region
in south-eastern Rhodesia. Journal of Ecology 64:
553–576.

Klausmeier, C. A. 1999. Regular and irregular patterns in
semiarid vegetation. Science (Washington, D.C.) 284:
1826–1828.

Laycock, W. A. 1991. Stable states and thresholds of range
condition on North American rangelands—a viewpoint.
Journal of Range Management 44:427–433.

Le Houerou, H. N. 1989. The grazing land ecosystems of
the Africa Sahel. Ecological Studies. Vol. 75. Springer,
Berlin.

Ludwig, J. A., and D. J. Tongway. 1995. Spatial organisation
of landscapes and its function in semi-arid woodlands,
Australia. Landscape Ecology 10:51–63.

Mclaughlin, J. F., and J. Roughgarden. 1992. Predation
across spatial scales in heterogeneous environments.
Theoretical Population Biology 41:277–299.

Montana, C. 1992. The colonization of bare areas in two-
phase mosaics of an arid ecosystem. Journal of Ecology
80:315–327.

Nisbet, R. M., S. Diehl, W. G. Wilson, S. D. Cooper, D. D.
Donaldson, and K. Kratz. 1997. Primary-productivity gra-
dients and short-term population dynamics in open sys-
tems. Ecological Monographs 67:535–553.

Noy-Meir, I. 1975. Stability of grazing systems: an appli-
cation of predator-prey graphs. Journal of Ecology 63:
459–481.

Oldeman L. R., R. T. A. Hakkeling, and W. G. Sombroek.
1991. World map of the status of human-induced soil
degradation: an explanatory note. International Soil

Reference and Information Centre–United Nations En-
vironment Programme, Nairobi.

Rietkerk, M., and J. van de Koppel. 1997. Alternate stable
states and threshold effects in semi-arid grazing systems.
Oikos 79:69–76.

Rietkerk, M., P. Ketner, J. Burger, B. Hoorens, and H. Olff.
2000. Multiscale soil and vegetation patchiness along a
gradient of herbivore impact in a semi-arid grazing sys-
tem in West Africa. Plant Ecology 148:207–224.

Sinclair, A. R. E., and J. M. Fryxell. 1985. The Sahel of
Africa: ecology of a disaster. Canadian Journal of Zo-
ology 63:987–994.

van de Koppel, J., M. Rietkerk, and F. J. Weissing. 1997.
Catastrophic vegetation shifts and soil degradation in
terrestrial grazing systems. Trends in Ecology & Evo-
lution 12:352–356.

van de Koppel, J., P. M. J. Herman, P. Thoolen, and
C. H. R. Heip. 2001. Do multiple stable states occur in
natural ecosystems? evidence from tidal flats. Ecology
82:3449–3461.

Walker, B. H., D. J. Ludwig, C. S. Holling, and R. M.
Peterman. 1981. Stability of semi-arid savanna grazing
systems. Journal of Ecology 69:473–498.

Wallisdevries, M. F. 1996. Effects of resource distribution
patterns on ungulate foraging behaviour: a modelling
approach. Forest Ecology and Management 88:167–177.

Wilson, J. B., and D. Q. Agnew. 1992. Positive-feedback
switches in plant communities. Advances in Ecological
Research 23:263–336.

Associate Editor: Per Lundberg

This content downloaded from 129.125.148.019 on September 24, 2018 03:17:48 AM
All use subject to University of Chicago Press Terms and Conditions (http://www.journals.uchicago.edu/t-and-c).

https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1890%2F0012-9615%281997%29067%5B0535%3APPGAST%5D2.0.CO%3B2&citationId=p_21
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1139%2Fz85-147&citationId=p_28
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1139%2Fz85-147&citationId=p_28
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1007%2FBF00158553&citationId=p_18
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1016%2FS0065-2504%2808%2960149-X&citationId=p_33
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1016%2FS0065-2504%2808%2960149-X&citationId=p_33
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F3546091&citationId=p_25
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1890%2F0012-9658%282001%29082%5B3449%3ADASSOI%5D2.0.CO%3B2&citationId=p_30
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F2261014&citationId=p_20
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1023%2FA%3A1009828432690&citationId=p_27
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1016%2FS0378-1127%2896%2903822-4&citationId=p_32
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F2258730&citationId=p_22
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&pmid=21238102&crossref=10.1016%2FS0169-5347%2897%2901133-6&citationId=p_29
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&pmid=21238102&crossref=10.1016%2FS0169-5347%2897%2901133-6&citationId=p_29
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.1016%2F0040-5809%2892%2990030-W&citationId=p_19
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F2258773&citationId=p_14
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F4002738&citationId=p_16
https://www.journals.uchicago.edu/action/showLinks?doi=10.1086%2F324791&crossref=10.2307%2F2259679&citationId=p_31

