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ABSTRACT

The invasion of exotic grasses into shrublands is a major disturbance to dryland ecosystems. The presence of exotic grasses
enhances the occurrence of wildfire in landscapes that had not evolved in the presence of fire, leading to high rates of mortality of
the native vegetation. Exotic grasses could be more prone to water stress and mortality than the shrubs they replaced and may not
establish during drought, facts that are crucial in ecosystems undergoing increased climatic variability. Here, we develop a
process-based modelling framework to investigate the complex dynamics resulting from the introduction of exotic grasses under
variable climate. We find that the system converges towards different steady states, depending on the magnitude of climatic
variability. While in the absence of climate fluctuations the shrubland state is replaced by an exotic grassland, interannual climate
variability may inhibit grass invasion and stabilize the shrubland state. However, climatic variability also gives rise to a novel
third, unvegetated state, with grass invasion being followed by drought, grass mortality and intense soil erosion. Most of the
research on climate change effects on ecosystems has historically concentrated on the ecological impact of shifts in mean climate
conditions. This study shows that changes in the variance are also important when shifts in vegetation composition (e.g. species
invasions) result in different susceptibility to climatic variability. In the presence of random climate fluctuations, ecosystems can
display steady states that differ from those that would exist under a constant climate or with a climate trend. Copyright © 2016

John Wiley & Sons, Ltd.

@ Supporting information may be found in the online version of this article.
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INTRODUCTION

Biological invasions are recognized as major contributors
to global environmental change (Vitousek et al., 1997;
Mooney and Cleland, 2001). It has been observed that
biological invasions affect ecosystem dynamics not only
through their direct impact on resource competition and
pool of available species (e.g. Olsson et al., 2012) but also
indirectly through their ability to modify the disturbance
regime. For example, invasive plants may change fire
intensity and frequency or alter the rate of abiotic processes
such as soil erosion (D’Antonio and Vitousek, 1992; Ziska
et al., 2005; Miller et al., 2010). This disturbance-mediated
effect of species invasions on ecosystems is observed when
the invader is functionally different from the native species,
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i.e. when it exhibits some traits that (i) affect the
disturbance regime and (ii) are missing in the native
population (D’Antonio, 2000). For example, the invasion
of desert shrublands by exotic annual and perennial grasses
has been observed to lead to an increase in fire frequency
and intensity because of the increase in grass fuel and in
connectivity of vegetation cover (Okin et al., 2009a). The
introduction of fires in shrubland ecosystems, where
burning has not been historically a major selective force,
results in an increase in the mortality rates of shrubland
species, particularly if they are not adapted to fire (e.g.
Bond et al., 2005; Runyan et al., 2012). The loss of shrub
biomass further enhances the establishment and spread of
invasive grasses (D’Antonio, 2000). Known as ‘the fire
cycle’ (D’Antonio and Vitousek, 1992), this positive
feedback leads to the replacement of fire-intolerant native
shrubs with exotic grasses (Figure 1). The grass-fire
feedback may induce stable grass-dominated vegetated
states in arid and semiarid environments (Grigulis ef al.,
2005; Keeley and Rundel, 2005), even when shrubs have
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Figure 1. A conceptual representation of the possible four stages of vegetation transition in desert scrublands affected by grass invasions.

competitive advantage with respect to grasses in the access
to resources (OKin et al., 2009b).

The case of exotic grass species invasions into fireproof
desert shrublands is the mirror image of shrub encroach-
ment into former desert grasslands, which has been
occurring in drylands worldwide over the past two
centuries (Van Auken, 2000; Ravi et al., 2009b; D’Odorico
et al., 2012). Invasion by exotic — both annual and
perennial — grasses coupled with changes to the fire regime
has been observed more recently and has been documented
for several dryland regions around the world, including
Western North America, Australia and Southern Africa
(D’ Antonio, 2000). For example, native shrublands in the
Sonoran Desert have extremely low fire frequency, because
of a sparse canopy and the absence of a continuous fuel
(grass) layer. The low fire frequency led to the evolution of
plants in the region that are not fire-adapted. Thus, in this
region, fire sustained by the exotic grasses can kill native
vegetation thereby threatening the continued existence of
native fire-intolerant desert shrubland (McDonald and
McPherson, 2011).

The typical changes in dryland vegetation associated
with the invasion of desert shrublands by exotic grasses are
shown in Figure 1. We look at this process as a sequence of
three major stages plus a potentially novel fourth state
characterized by different plant community composition,

Copyright © 2016 John Wiley & Sons, Ltd.

fire frequency and ecosystem processes. The initial state
(state I) of the system is a fireproof landscape with fire-
intolerant native shrubs. After the introduction of invasive
grasses, the continuity of the grass layer contributes to fire
spread across the landscape. At this stage, invasive grasses
and shrubs coexist (state II). The transition from states I to
II involves the colonization and establishment of exotic
grasses as in most cases of biological invasions
(Theoharides and Dukes, 2007). This process has been
often associated with anthropogenic introduction (Dukes
and Mooney, 1999) and/or increase in atmospheric CO,
concentrations and changes in climate (i.e. precipitation
and/or temperature) (Smith et al., 2000; Davis et al., 2000;
Ziska et al., 2005; Sorte et al., 2013). As noted earlier, this
mixed grass—shrub community is not stable because its
persistence is prevented by fire dynamics. In state II, shrub
vegetation is prone to fire-induced mortality because of
increase in fire pressure resulting from the introduction of
flammable grasses. Thus, the fire cycle, i.e. the positive
feedback between fires and vegetation, accelerates the rate
of grass invasion at the expenses of the native vegetation
(Grigulis et al., 2005; Keeley and Rundel, 2005; Miller
et al., 2010). Thus, the system shifts to a state dominated
by exotic grasses with no native shrub plants (state III). At
this stage, flammable grasses cover the landscape
(McDonald and McPherson, 2011).

Ecohydrol. (2016)
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Climate in arid and semiarid regions is notoriously
variable and is expected to become increasingly so, even
if there is no long-term aridification trend worldwide; it
has been argued that in the arid regions of Western North
America, a drying trend will likely occur in the next
50years (Seager et al., 2007; IPCC, 2013). Moreover, the
increase in aridity is often associated with an increase in
interannual climate variability (Nicholson, 1980;
Easterling et al., 2000a; Easterling et al., 2000b; IPCC,
2013). A considerable number of studies have already
addressed the transitions from states I to II and from
states II to III (e.g. D’Antonio and Vitousek, 1992;
D’Antonio, 2000), while it is less clear whether grass
invasions could interact with fire dynamics in the
presence of increased rainfall variability to convert these
once fireproof shrubland landscapes into highly degraded
barren landscapes (state IV).

In this study, we investigate the idea that increase in
interannual rainfall variability increases the frequency of
extended period of low precipitation (i.e. drought years),
and thus, invasive grass cover (annuals or perennials)
might be greatly reduced because of plant mortality under
drought years to produce a novel unfertile state with little
or no vegetation cover, especially when the grasses exhibit
a special drought susceptibility or lag in regrowth after
drought (state IV) (e.g. Peake et al., 1979; Tilman and
Haddi, 1992; Franklin et al., 2006). Although it is possible
that the system could transition from states I to IV without
going through III, in this study, we focus on the transitions
of the vegetation states presented in Figure 1 to investigate
whether grass invasions and climate change could act in
concert to induce land degradation. We suggest that this
novel degraded state may be stable if the landscape is prone
to wind and/or water erosion, which deplete soil resources
and the seed bank, thereby potentially inhibiting the re-
establishment of vegetation, including shrubs, even during
wet years (Parsons et al., 2003; Okin et al., 2006; Okin
et al., 2009a; Okin et al., 2009b; Ravi et al., 2009a;
Alvarez et al., 2012). The emergence of this novel
degraded state as a result of grass invasions and interannual
rainfall fluctuations would require a long-term drought (i.e.
on decadal timescales) following the transition from state I
to state IIT.

Studies on ecosystem dynamics in response to interan-
nual rainfall variability are crucial but largely restricted by
the short record of available data and technical capability to
measure all relevant variables (e.g. Fatichi and Ivanov,
2014; Ng et al., 2015). To overcome these limitations, we
develop a minimalist process-based model of coupled soil
resource-vegetation dynamics to investigate the interac-
tions between native shrubs and exotic invasive grasses. By
clarifying the role of increased climate fluctuations in
determining land degradation induced by grass invasions,
this study contributes to a better understanding of

Copyright © 2016 John Wiley & Sons, Ltd.

ecosystem susceptibility to biological invasions and
climate change.

METHODS
Modelling framework

The effect of biotic—abiotic interactions on ecosystem
dynamics has been often investigated with simple deter-
ministic models accounting both for interspecific compe-
tition and for feedbacks with environmental conditions and
disturbance regime. Some of these models have been
developed to study changes in plant community composi-
tion in a variety of dryland ecosystems and to show the
emergence of alternative stable states in their deterministic
dynamics (e.g. Noy-Meir, 1975; May, 1977; Walker et al.,
1981; Anderies et al., 2002; Van Langevelde ef al., 2003;
Okin et al., 2009b). Here, we use a similar approach to
investigate a different process: the effect of grass invasions
on the temporal dynamics of desert shrublands in a
randomly fluctuating environment. To this end, we develop
a stochastic process-based model of vegetation-resource
dynamics accounting for the interactions between shrubs
and grasses and for their coupling with the dynamics of soil
resources. This model assumes that (i) shrubs and grasses
compete for the same soil resources (e.g. Smit and
Rethman, 2000; Hipondoka et al., 2003; Beckage et al.,
2009), although we acknowledge that in some dryland
ecosystems, shrubs could have deeper roots than grasses
(i.e. Walter’s two-layer hypothesis) (Walter, 1971;
Eagleson and Segarra, 1985). (ii) Even though in some
ecosystems grasses might be stronger competitors than
shrubs (especially at the seedling and sapling stages) (e.g.
Scholes and Archer, 1997), here we consider the case of
ecosystems where — in the absence of fires and climate
fluctuations — shrubs have preferential access to soil
resources and therefore are in competitive advantage with
respect to exotic grasses (Van Auken, 2000; Sankaran
et al., 2004; Beckage et al., 2009; Yu and D’Odorico,
2014); (iii) fires act as a source of disturbance for the native
shrub population, i.e. the rate of fire-induced shrub
mortality is proportional to the grass biomass (i.e. to the
fuel load) (Van Wilgen et al., 2000; Beckage et al., 2009);
(iv) the carrying capacities for native shrubs (S;.x) and
exotic grasses (Gmax) depend on the available soil
resources, R, mainly soil nutrients as well as on soil
moisture, which varies from year to year as a result of
interannual climate fluctuations. Thus, the carrying capac-
ities of shrubs and grasses are here accounted for by
treating Spax and G as random variables with mean
dependent on R. The sensitivity to these fluctuations is
stronger in the invasive grasses than in the native shrubs,
which are better adapted to droughts (e.g. Tilman and
Haddi, 1992). Thus, the same climate fluctuations cause

Ecohydrol. (2016)
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stronger variability in the carrying capacity of grasses than
in that of shrubs (refer to the section on Stochastic
dynamics for details).

Soil resource dynamics

The state variables, native shrub biomass (S), invasive
grass biomass (G) and soil resources (R) have the
dimensions of mass per unit area (ML™?). The temporal
variability of R is the result of an imbalance between the
rates of soil resource accumulation, R4, and loss, Rg
kiR 0
Overall, the accumulation of soil resources is favoured by
the presence of plant canopies because of their ability to
reduce erosion and favour deposition (e.g. Okin et al.,
2009b). In fact, vegetation tends to provide a more favourable
depositional environment for sediments transported by wind
and water (Schlesinger et al., 1990). Thus, the accumulation
rate, R [with the dimensions (ML™2T )], is an increasing
function of the total plant biomass, G+ S (Figure 1).

Ri=acr [1 _ e*cz<S+G>] )

with ¢; ML 72T ") and ¢, (LM~ !) being two parameters
determining the magnitude of the accumulation rate and its
sensitivity to S+ G, respectively. The rate, Rg (ML >T™'), of
resource loss associated with soil erosion is proportional to
the amount of existing resources, R, and decreases with
increasing vegetation biomass

Rp = |c3+c4e™® (S+G>} (3

where the first of the two terms between brackets expresses
the biomass-independent erosion rate, while the second term
accounts for the dependence of R on total plant biomass. The
constants ¢; and ¢, have dimensions of ML 2T~ ) and c5
has dimensions of (LM~ ").

Vegetation dynamics

Following other studies (e.g. Anderies et al., 2002; Van
Langevelde et al., 2003; Beckage et al., 2009; Yu and
D’Odorico, 2014), the rate of change of shrub biomass is
proportional to the existing shrub biomass, S, and to the
resources available for new shrub growth, Sy,,.x—S, while fire-
induced disturbance kills shrubs at a rate that is proportional

to the existing shrub biomass and to fire frequency, AG),
ds
=S =) G @

with o and # (LM~ T~ being two parameters determining
the rates of shrub growth and of fire-induced mortality,
respectively. As assumed in the preceding texts, in the

Copyright © 2016 John Wiley & Sons, Ltd.

absence of fires and climate fluctuation, shrubs are in
competitive advantage with respect to exotic grasses in the
access to soil resources (Van Auken, 2000; Beckage et al.,
2009; Yu and D’Odorico, 2014); thus, the resources available
to shrubs are expressed as S;,.x, While the resources available
to grasses are expressed as Gp,.x—S. Experimental evidence
suggests that fire frequency is an increasing function of grass
biomass (Van Wilgen et al., 2000). Even though in this study
we do not model fire as a sequence of intermittent events
occurring at a given frequency (D’Odorico et al., 2006a), we
account for the effect of grasses on fires by expressing the fire
pressure as a deterministic function of grass biomass.
Following Van Wilgen et al. (2000), we express fire
frequency, fG), as

exp (q)
10) = 1+exp (q)
where g=—2.47+2.35G.

Consistent with other studies (e.g. Anderies ef al., 2002;
Van Langevelde et al., 2003; Beckage et al., 2009; Yu and
D’Odorico, 2014), this model does not account for
resprouting of shrubs after fires, a trait that is species-
specific and is expected to favour state II (e.g. Chidumayo,
2004; Vesk et al., 2004; Moreira et al., 2012). Thus,
grasses may limit shrub growth only through fire dynamics
but not through a preferential access to the available
resources.

Similarly, the rate of change of grass biomass is modelled
as proportional to grass biomass and to the resources left
available to new grass growth [i.e. to G.—(S+ G)], while a
grass invasion term accounts for the effects of grass invasion,

% =9G(Gpax =S —G+F,S)+1o(t—t;) (5
with y ML~2T~!) being a parameter determining the rates of
grass growth, F,S a facilitation term expressing the facilitation
effects of shrubs on grasses through shade (£, a facilitation
coefficient) (e.g. Holzapfel and Mahall, 1999; Yu and
D’Odorico, 2015 a, b) and / (ML 2T~ ) being a one-time
event of invasive species introduction occurring at time =1,.
Thus, if F, is positive, shrubs have a facilitative effect on
grasses, while if F, is negative, shrubs only exert a
competitive effect on grasses. During this event, a relatively
small amount of exotic grass biomass is successfully
introduced and established. The function d(¢—#;) in Equation
5 is equal to 1 at time t=¢# and 0, otherwise. Note that
invasion of grasses into bare soil state during periods of
sufficient water availability may lead to a small increase in
soil resources, and multiple invasions may convert the bare
soil state to grassland state if no drought conditions are
experienced before significant establishment. To account for
the faster dispersal and growth of invasive grasses with
respect to the native shrubs, the constant of proportionality in
Equation 5, y, must be greater than a.

Ecohydrol. (2016)
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Stochastic dynamics

If the carrying capacities are constant and have the same value
for shrubs and grasses, the vegetation dynamics expressed by
(4) and (5) have only one stable state, which is either
(G=Gnax, S=0) or (G=0, S=Six), depending on the
relative importance of the parameters controlling shrub
growth and fire-induced mortality. To investigate how these
dynamics are modified by interannual climate variability that
influences water availability and by feedbacks between
vegetation and available resources, R, we express both Gpax
and Sp,.x as random variables with synchronous fluctuations
with mean, <G,,,>=<S,,.x>=R, and lognormal distribu-
tion (Okin et al., 2009b). To account for the higher sensitivity
of invasive grasses to drought occurrences, we assume that
the same climate fluctuations induce a stronger variability in
the response of invasive grasses than in native shrubs by using
two different values for the standard deviation of the
lognormal distribution of the carrying capacities for grasses
(o) and shrubs (o5=k og), with oG > o5 (i.e. k< 1). More
specifically, the simulation of both Gi.x and Sp.x iS
conducted by sampling at each time step a random number
from a normal distribution of random numbers with mean O
and standard deviation 1 [i.e., N(1,0)]. The same number is
then converted into a value, Gy,,x, With lognormal distribu-
tion, mean R and standard deviation og and a value Sy, with
the same mean (i.e. <Gpax>=<Smx=>=R) and standard
deviation os=k og. In this way, the carrying capacities of
grasses and shrubs are random variables with the same mean
R and synchronous fluctuations of different amplitude (i.e.
different standard deviation).

We use the model to investigate the interplay among
vegetation dynamics, climate fluctuations and changes in
available resources. To this end, we consider the case of a
system in which, in the absence of fluctuations (i.e.
og=0s=0), exotic grasses are able to successfully
establish and to completely displace the native shrubs
(i.e. in this case, the stable state of the deterministic system
is G=Gpax, S=0). We then investigate the stochastic
dynamics (i.e. og >0, o5>0). For different values of g
and o, we run 1000 iterations of the process and calculate
the probability that the system reaches a steady state with
shrub biomass (‘shrub state’), grass biomass (‘grass state’)
or bare soil (‘crash state’) in which shrub and grass
biomass are zero and soil resources fall to zero. Each
simulation is run for 3000 time steps using as initial
conditions the native shrub state (i.e. G=0; S=R=1) and
allowing for one-time invasive species introduction at time
t,=250.

Sensitivity analysis

Model sensitivity was investigated with respect to the
parameter k, the facilitation effects of shrubs on grasses
(F,), the magnitude of one-time grass invasion (/) and the

Copyright © 2016 John Wiley & Sons, Ltd.

rate of fire-induced shrub mortality (f) (refer to supporting
information for details).

RESULTS

In the model developed in this study, we characterize the
state of the system using three state variables: native shrub
biomass (), invasive grass biomass (G) and soil resources
(R). The dynamics of S and G are limited both by the
resources, R, which varies in time as a result of random
interannual rainfall fluctuations that affect G, and Spax.
These fluctuations impose random variability on the
carrying capacities of S and G, with standard deviations,
os and og, respectively. Because of the higher drought
sensitivity of grasses, og is bigger than o5. We look at the
asymptotic state of the system (i.e. at the end of the
simulation period) and classify it as shrub state, grass state
or crash state, depending on whether it exhibits nonzero
shrub biomass (while G=0), nonzero grass biomass (while
S=0) or zero grass and shrub biomass, respectively
(Figure 3). All simulations resulted in one of these three
final states after 3000 iterations.

The results of this analysis for different levels of climate
fluctuations (i.e. different values of oG and o=k o) show
that, in the deterministic case (6g=05=0), the fire cycle
leads to the successful dispersal of invasive grasses
(Figure 2). In this case, the system reaches a stable state
dominated by exotic grasses, and no other mechanism
further disturbs this state. As the amplitude of climate
fluctuations is increased, the probability for the system to
reach a stable grassland state decreases, while the

1 Grass state
— = =Crash state
0.8 ,' T =—==Shurb state
0.8 ! "\ .
I \ Fa
ra
0.7 I \\ s
I \_- - -
_az‘ 0.6 I ="
% )
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I
o 0.4 ' PN
I ] "‘l‘
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1
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Figure 2. Probability of being in one of three possible states at the final

state (1=3000) as a function of og (shown for the case of one-time grass

invasion with a=0.5; f=1.3; y=0.85; ¢;=0.08; ¢,=2; ¢3=0.06;
C4:0.06; Cs= 10; Fa=0; Os =0.7 0'(;).
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probability of converging to a stable shrubland state
increases along with the probability of ‘crashing’ to a
resource-depleted bare soil state. Thus, climate fluctuations
can completely reverse the behaviour of the system and
allow for the stable existence of the shrub state, while in the
deterministic counterpart of this process, the stable state of
the system is a grassland. For intermediate amplitude of
climate fluctuations, the probability of reaching the
grassland or the shrubland states can be comparable, while
there is an even higher probability of crashing to the
unvegetated state (Figure 2).

The modelling results also show that in the deterministic case
(cg=05=0), the grass biomass and available soil resources are
high (Figure 3). The grass biomass in the grass states abruptly
goes to zero as interannual climate variability increases, while
shrub biomass in the shrub state gradually increase as og
increases up to intermediate levels of interannual climate
variability (Figure 3). Thus, as interannual climate variability
increases, the probability of reaching a final state dominated by
shrubs increases up to intermediate levels of interannual climate
variability, while the probability of attainment of a grass state
rapidly decreases (Figure 2). The decrease in vegetation biomass
in the grass states is associated with an increase in erosion rates
and with the consequent decrease in available soil resources as
shown in Figure 3. Thus, when the final state is a grassland,
vegetation biomass decreases with increasing levels of
environmental variability. Conversely, whenever the final state
of the system is dominated by shrubs, vegetation biomass
remains relatively high and no major erosional losses of soil

1.4

= = = Resource availability
Grass Biomass/Grass State
=== Shurb Biomass/Shurb State

1.2 =

Resource availability or Biomass

0.4
sigma (o)

0.6 0.8

Figure 3. Resource concentration, shrub and grass biomass at the final

state (#=3000) as a function of o (shown for the case of one-time grass

invasion). Same parameters as in Figure 2. Resource availability is

calculated by Equation 1; shrub and grass biomass are calculated as the

mean shrub and grass biomass at the final state (#=3000) over 1000
realizations of the (stochastic) process.

Copyright © 2016 John Wiley & Sons, Ltd.

resources occur. Overall, the decrease in biomass is paralleled by
a decrease in soil resources and vice versa (Figure 3).

DISCUSSION

This study develops a minimalist process-based model of
coupled soil resource-vegetation dynamics to investigate
changes in dryland vegetation associated with the invasion of
desert shrublands by exotic grasses. Figure 1 describes the
typical four stages of vegetation change characterized by
different plant community composition, fire frequency and
ecosystem processes. Past studies have focused on the
transitions from the state of shrubland to shrub/grass
associations (states I to II) and from shrub/grass associations
to the state of exotic grassland (states II to III) (e.g. D’ Antonio
and Vitousek, 1992; D’Antonio, 2000). Climate change
studies predict an increase in the variability of precipitation
across different scales in space and time (Nicholson, 1980;
Easterling ef al., 2000a; Easterling et al., 2000b; IPCC, 2013).
This study investigates the transition from state III to the bare
ground state (state IV) under the effect of interannual rainfall
variability. While the impact of climate drivers on ecosystems
is often investigated by examining only the effect of changes
in mean climate conditions (e.g. Walther et al., 2002; Kljun
et al., 2006), our modelling results show that grass invasions
and interannual rainfall fluctuations could act in concert to
induce the transition from states III to IV. Overall, this study
highlights the importance of understanding the effect of
rainfall variability on the potential ecosystem states.

This modelling study shows that, in the absence of
climate fluctuations, invasive grasses (state III) replace the
native shrubs (state I) (Figure 2). The factors favouring the
replacement of shrubs by grasses include anthropogenic
introduction (Dukes and Mooney, 1999), increase in
atmospheric CO, concentrations and temperature and/or
increase in soil resource availability (i.e. nitrogen) (Smith
et al., 2000; Ziska et al., 2005; Sorte et al., 2013).
Fluctuations in resource/rainfall availability could provide
windows of opportunity in resource enrichment, and thus,
species (i.e. grasses) with a high growth rate may quickly
take up resources, change the disturbance regime (i.e. fires)
and then invade or dominate the landscape (e.g. Davis
et al., 2000; Davis and Pelsor, 2001; Corbin and
D’Antonio, 2004). However, opposite interactions may
occur in arid environments where grasses exhibit slow
growth rates (e.g. Teuling et al., 2010; Collins et al., 2012).
Indeed, recent field studies at the Jornada Basin (New
Mexico) show that increasing interannual rainfall fluctua-
tions could favour shrubs over grasses (e.g. Gherardi and
Sala, 2015 a b).

The transition from state I to state III occurs through an
intermediate state (state II) in which the introduction of a
relatively continuous cover of exotic grasses favours the
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occurrence and spread of fires in the native shrubland
(Figure 2) (D’ Antonio, 2000). This intermediate state is not
stable because grass establishment triggers the fire-
vegetation feedback resulting in a stable grass cover
(Grigulis et al., 2005; Keeley and Rundel, 2005). Such a
transition from state I to state III could also occur in
ecosystems where shrubs have deeper roots than grasses
(Smit and Rethman, 2000; Hipondoka et al., 2003; Beckage
et al., 2009) because in these dynamics, shrub displacement
by grass is not because of competition but to the ability of
grasses to enhance fire-induced shrub mortality.

This study also shows that increases in climate
fluctuations could reduce the probability for the system
to reach a stable grassland state but increase the
probability of converting to a stable shrubland state along
with the probability of crashing to a bare soil state
(Figure 2). This pattern corresponds with change in
grass/shrub biomass and resource concentration as
observed in Figure 3. The key in this modelled pattern
is that the increasing frequency of drought under
increased climate fluctuations may extend periods in
which patches invaded by exotic grasses have no or low
cover, especially when the grasses are susceptible to
drought or lag in regrowth after drought (state IV) (e.g.
Peake et al., 1979; Tilman and Haddi, 1992; Franklin
et al., 2006). Plant mortality induced by moisture stress (a
key determinant of the crash state) is expected to become

more frequent in the future because of the combined
effect of drought and temperature extremes (Volder et al.,
2010). Thus, depending on their intensity (i.e. og),
climate fluctuations could limit the establishment of
exotic grasses before they are able to displace the native
shrubs through the fire cycle, which leads to a stable
shrubland (Figure 2). Alternatively, grass mortality could
occur at a later stage after the fire cycle has killed all
native shrubs. In this case, low or no vegetation cover
(grasses and/or shrubs) leads to soil erosion and depletion
of the seedbank and other soil resources [Equation 1] (e.g.
Peake et al., 1979; Tilman and Haddi, 1992; Franklin
et al., 2006; Alvarez et al., 2012; Bhattachan et al.,
2014). Erosive losses will then likely lead to lower
vegetation productivity, thereby completing a positive
feedback loop that slows down or prevents the regrowth
of vegetation, including shrubs, even during wet years (e.g.
Okin et al., 2009b). We also note that the regrowth of grass
seeds during wet years can be limited by the short seed
lifetime (e.g. Ellis, 1991; Bakker et al., 1996), which
depends on seed size, shape, vertical distribution in the soil
profile and environmental conditions (e.g. temperature and
soil moisture availability) (e.g. Ellis, 1991; Bakker et al.,
1996; Bekker et al., 1998).

Experimental evidence (Table I) has been extensive in
documenting a high sensitivity of perennial grasses in
response to drought (e.g. Herbel, 1972; McClaran and

Table I. A summary of evidence of a high sensitivity of perennial grass to drought.

Region Perennial grass investigated

Main findings References

Southern New Mexico, USA  Bouteloua eriopoda

Southern Arizona, USA Eragrostis lehmanniana,
Bouteloua rothrockii, Digitaria
californica, Muhlenbergia
porteri

Eragrostis lehmanniana,
Bouteloua rothrockii, Digitaria
californica, Aristida spp.

Schizachyrium scoparium

Southern Arizona, USA

College Station, Texas, USA

Southwestern USA?* Several perennial grass

Southern New Mexico, USA  Bouteloua eriopoda

Drought can rapidly reduce grass
cover across space; drought leads to
the loss of perennial grasses during
woody plant expansion

Mean annual rainfall below the
threshold of 350 mm greatly limits
grass cover

Buffington and Herbel
(1965);

Herbel (1972); Yao
et al. (2006)

McClaran and Angell
(2006)

Low rainfall is an more important Mashiri et al. (2008)
factor limiting perennial grass cover
than grazing

Drought leads to the greatest reduction
in leaf-level net photosynthesis of
S. scoparium compared with shrubs
(i.e. Quercus stellata, Juniperus
virginiana)

Reduction in summer rainfall greatly
reduce cover of perennial grasses as
compared with woody species

Perennial grasses are more vulnerable
to drought than shrubs, which explain
the shrub encroachment into desert
grasslands

Volder et al. (2010)

Munson et al. (2012a,
2012b, 2013)

Baez et al. (2013)

* Long-term vegetation data are from four sites in the Sonoran Desert of Southern Arizona: Organ Pipe Cactus National Monument, the Rincon District
of Saguaro National Park, the Desert Laboratory and the Santa Rita Experimental Range.

Copyright © 2016 John Wiley & Sons, Ltd.
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Angell, 2006; Yao et al., 2006; Munson et al., 2012a,
2012b). Annual grasses have been found to be more
sensitive to drought than perennial grass, likely because of
their lower biomass per individual, small roots and,
consequently, more limited access to soil water resources
(e.g. Tilman and Haddi, 1992; Germino et al., 2016). In
fact, invasions by exotic grasses, particularly annuals such
as Bromus species, leads to changes in litter, fire and soil
properties that appear to feedback to reinforce Bromus’
dominance and further portends desertification under
increased rainfall fluctuations (Germino et al., 2016).
Overall, exotic grasses (perennial or annual) will not
establish or grow significantly during a drought and are
thus more sensitive to interannual rainfall variability and
water deficits (Breman and Cissé, 1977a, 1977b; Mack and
Pyke, 1983). The carrying capacity for grasses has
therefore been modelled with the same mean but a higher
variance than the carrying capacity for shrubs to reflect the
higher susceptibility of exotic grasses to changes in
biomass induced by interannual rainfall variability. More-
over, we also note that, in the case of annual grasses, there
is a higher soil vulnerability to erosion because the soil
surface is sheltered only by seasonal grass cover and weak
root systems (e.g. Kort ef al., 1998; Beyers, 2004). On the
other hand, we also note that some invasive annuals and/or
perennials may have unique physiological traits that allow
them to tolerate rainfall variability and drought (e.g.
Vaughn et al., 2011; Marshall ef al., 2012).

The model’s sensitivity is investigated with respect to
changes in some important parameters. If the drought
sensitivity of shrubs is further reduced with respect to that
of grasses (i.e. smaller k), the probability of a stable shrub
state increases, while the probability of a ‘crash’ state
decreases, especially for high values of climate fluctuations
(Supporting Information, Figure S1). Grass facilitation by
shrubs increases grass biomass (e.g. Yu and D’Odorico,
2015a, 2015b) and the chance of fire-induced shrub
mortality, thereby reducing the probability of a stable
shrub state along with an increase in the probability of
crash state (Supporting Information, Figure S2). A similar
pattern is observed with an increase in the magnitude of
one-time grass invasion (Supporting Information, Figure
S3). As expected, a reduction in fire-induced shrub
mortality (i.e. in f) increases the probability of a stable
shrub state, while reducing the probability of the crash state
(Supporting Information, Figure S4). Overall, these
sensitivity analyses indicate that the pattern shown in
Figure 2 emerges within a relatively wide range of
parameter values.

Overall, this study shows how climate fluctuations may
lead to qualitatively different ecosystem states that cannot
be maintained in the deterministic counterpart of the
process (i.e. with 6g=0). Random climate fluctuations are
often associated with an effect of ecosystem disturbance,

Copyright © 2016 John Wiley & Sons, Ltd.

whereby environmental variability induces random oscil-
lations of the state of the system around the stable states of
the underlying deterministic dynamics. The results pre-
sented in this study show that the effect of random
environmental variability on ecosystem dynamics may be
more profound. Indeed, it can induce the emergence of
novel stable states that differ from those of the determin-
istic system. The ability of noise to induce new bifurcations
and new dynamical behaviours has been documented and
explained for a number of dynamical systems (Horsthemke
and Lefever, 1984; Garcia-Ojalvo and Sancho, 1999). In
the case of environmental dynamics, it has been found that
random environmental fluctuations may enhance biodiver-
sity (Benedetti-Cecchi et al., 2006; D’Odorico et al., 2008),
form spatial patterns (D’Odorico et al., 2006b; D’Odorico
et al., 2007) or stabilize the system around an unstable state
of the underlying deterministic dynamics (D’Odorico et al.,
2005). Known as noise-induced stability, this latter effect
seems to occur in the case of Figure 2, where random
fluctuations maintain the system in a state that would not be
stable without environmental variability (Zeng and Neelin,
2000).

The model captures the main features of these
interactions and accounts for the different susceptibility
of these two functional groups to fires and drought-induced
mortality. We note, however, that the goal of this model is
not to provide an accurate simulation of these complex
dynamics but to offer a conceptual framework for the
analysis of the possible combined effects of grass
invasions, fires, erosion and climate fluctuations in arid
and semiarid landscapes, particularly in terms of the
production of a novel bare ecosystem state. Overall, the
process-based framework developed in this study has
allowed us to generate new hypotheses on the effect of
grass invasions and interannual rainfall fluctuations on
changes in dryland vegetation. Future research will need to
test these theories with field observations and manipulative
experiments.

CONCLUSION

The modelling framework presented in this study shows
how the combined effect of grass invasion, fire dynamics,
erosion and droughts may turn shrubland into exotic
grasslands and, potentially, into vegetation- and resource-
poor scablands. Although the potential for shrublands to be
converted to invasive grasslands has been identified in the
past, the possible emergence of the novel crash, or
scabland, state under the effect of climate fluctuations is
a possible hazard to be mitigated by the management of
invasion-prone arid ecosystems. In the degradation mech-
anism described here, biological invasions and climate
change could act in concert to induce land degradation.

Ecohydrol. (2016)



GRASS INVASIONS CREATE NOVEL ECOSYSTEM STATES UNDER VARIABLE CLIMATE

ACKNOWLEDGEMENTS

This manuscript does not use experimental data. This
research was partially supported by the Jornada NSF-LTER
grant DEB-0618210 and the National Socio-Environmental
Synthesis Center, NSF#DBI-1052875. It was further
supported by NSF EAR-746228 and DBI-1052875. The
authors would like to thank the support from China
Scholarship Council and the two anonymous reviewers for
their constructive comments on an earlier version of this
paper. The code used for model simulations is available
from the first author.

REFERENCES

Alvarez L, Epstein HE, Li J, Okin GS. 2012. Aeolian process effects on
vegetation communities in an arid grassland ecosystem. Ecology and
Evolution 2: 809-821. DOI:10.1002/ece3.205.

Anderies JM, Janssen MA, Walker BH. 2002. Grazing management,
resilience, and the dynamics of a fire-driven rangeland system.
Ecosystems 5: 23-44. DOI:10.1007/s10021-001-0053-9.

Baez S, Collins SL, Pockman WT, Johnson JE, Small EE. 2013. Effects of
experimental rainfall manipulation on Chihuahuan Desert grassland and
shrubland plant communities. Oecologia 172: 1117-1127.
DOI:10.1007/s00442-012-2552-0.

Bakker JP, Bakker ES, Rosén E, Verweij GL, Bekker RM. 1996. Soil seed
bank composition along a gradient from dry alvar grassland to
Juniperus shrubland. Journal of Vegetation Science 7: 165-176.
DOI:10.2307/3236316.

Beckage B, Platt W], Gross LJ. 2009. Vegetation, fire, and feedbacks: a
disturbance-mediated model of savannas. The American Naturalist 174:
805-818. DOI:10.1086/648458.

Bekker RM, Bakker JP, Grandin U, Kalamees R, Milberg P, Poschlod P,
Thompson K, Willems JH. 1998. Seed size, shape and vertical
distribution in the soil: indicators of seed longevity. Functional Ecology
12: 834-842. DOI:10.1046/j.1365-2435.1998.00252 .

Benedetti-Cecchi L, Bertocci I, Vaselli S, Maggi E. 2006. Temporal
variance reverses the impact of high mean intensity of stress in climate
change experiments. Ecology 87: 2489-2499. http://www jstor.org/
stable/20069260.

Beyers JL. 2004. Postfire seeding for erosion control: effectiveness and
impacts on native plant communities. Conservation Biology 18(4):
947-956. DOI:10.1111/1.1523-1739.2004.00523 ..

Bhattachan A, D’Odorico P, Dintwe K, Okin GS, Collins SL. 2014.
Resilience and recovery of the Kalahari dunes. Ecosphere 5(2): 1-14.
DOI:10.1890/ES13-00268.1.

Bond WIJ, Woodward FI, Midgley GF. 2005. The global distribution of
ecosystems in a world without fire. New Phytologist 165: 525-537.
DOI:10.1111/j.1469-8137.2004.01252.x.

Breman H, Cissé AM. 1977a. Dynamics of sahelian pastures in relation to
drought and grazing. Oecologia 28: 301-315. DOI:10.1007/
BF00345986.

Breman H, Cissé AM. 1977b. Dynamics of sahelian pastures in relation to
drought and grazing. Oecologia 28: 301-315. DOI:10.1007/
BF00345986.

Buffington LC, Herbel CH. 1965. Vegetational changes on a semidesert
grassland range from 1858 to 1963. Ecological Monographs 35:
139-164. http://www.jstor.org/stable/1948415.

Chidumayo EN. 2004. Development of Brachystegia-Julbernardia
woodland after clear felling in central Zambia: evidence for high
resilience. Applied Vegetation Science 7: 237-242. DOI:10.1111/
j-1654-109X.2004.tb00615.x.

Collins SL, Koerner SE, Plaut JA, Okie JG, Brese D, Calabrese LB,
Carvajal A, Evansen RJ, Nonaka E. 2012. Stability of tallgrass
prairie during a 19-year increase in growing season precipitation.
Functional Ecology 26: 1450-1459. DOI:10.1111/j.1365-
2435.2012.01995.x.

Copyright © 2016 John Wiley & Sons, Ltd.

Corbin JD, D’Antonio CM. 2004. Competition between native perennial
and exotic annual grasses: implications for an historical invasion.
Ecology 85: 1273-1283. DOI:10.1890/02-0744.

D’Antonio CM. 2000. Fire, plant invasions, and global change. In
Invasive Species in a Changing World, Mooney HA, Hobbs RJ (eds).
Island Press: Washington D.C.; 65-93.

D’Antonio CM, Vitousek PM. 1992. Biological invasions by exotic
grasses, the grass/fire cycle, and global change. Annual Review of
Ecology, Evolution, and Systematics 23: 63-87. DOI:10.1146/annurev.
es.23.110192.000431.

Davis MA, Grime JP, Thompson K. 2000. Fluctuating resources in plant
ommunities: a general theory of invisibility. Journal of Ecology 88:
528-534. DOI:10.3410/£.1027034.326553.

Davis MA, Pelsor M. 2001. Experimental support for a resource-based
mechanistic model of invasibility. Ecology Letters 4: 421-428.
DOI:10.1046/j.1461-0248.2001.00246.x.

D’Odorico P, Laio F, Porporato A, Ridolfi L, Barbier N. 2007. Noise-
induced vegetation patterns in fire-prone savannas. Journal of
Geophysical Research 112G02021: . DOI:10.1029/2006JG000261.

D’Odorico P, Laio F, Ridolfi L. 2005. Noise-induced stability in dryland
plant ecosystems. Proceedings of the National Academy of Sciences of
the United States of America 102: 10819-10822. DOI:10.1073/
pnas.0502884102.

D’Odorico P, Laio F, Ridolfi L. 2006b. Vegetation patterns induced by
random climate fluctuations. Geophysical Research Letter 33: L19404.
DOL: 10.1029/2006GL027499.

D’Odorico P, Laio F, Ridolfi L. 2006a. A probabilistic analysis of fire
induced tree-grass coexistence in savannas. American Naturalist 167:
E79-E87. DOI:10.1029/2003WR002578.

D’Odorico P, Laio F, Ridolfi L, Lerdau MT. 2008. Biodiversity
enhancement induced by environmental noise. Journal of Theoretical
Biology 255: 332-337. DOI:10.1016/}.jtbi.2008.09.007.

D’Odorico P, Okin GS, Bestelmeyer BT. 2012. A synthetic review of
feedbacks and drivers of shrub encroachment in arid grasslands.
Ecohydrology 5: 520-530. DOI:10.1002/ec0.259.

Dukes JS, Mooney HA. 1999. Does global change increase the success of
biological invaders? Trends in Ecology and Evolution 14: 135-139.
DOI:10.1016/S0169-5347(98)01554-7.

Eagleson PS, Segarra RI. 1985. Water-limited equilibrium of savanna
vegetation systems. Water Resource Research 21: 1483-1493.
DOI:10.1029/WR021i010p01483.

Easterling DR, Evans JL, Groisman PY, Karl TR, Kunkel KE, Ambenje P.
2000a. Observed variability and trends in extreme climate events: a brief
review. Bulletin of the American Meteorological Society 81: 417-425.
DOI: 10.1175/1520-0477(2000)081 < 0417:OVATIE > 2.3.CO;2.

Easterling DR, Meehl GA, Parmesan C, Changnon SA, Karl TR, Mearns
LO. 2000b. Climate extremes: observations, modeling, and impacts.
Science 289: 2068-2074. DOI:10.1126/science.289.5487.2068.

Ellis RH. 1991. The longevity of seeds. HortScience 26: 1119-1125.

Fatichi S, Ivanov V. 2014. Interannual variability of evapotranspiration
and vegetation productivity. Water Resources Research 50: 3275-3294.
DOI:10.1002/2013WR015044.

Franklin KA, Lyons K, Nagler PL, Lampkin D, Glenn EP, Molina-Freaner
F, Markow T, Huete AR. 2006. Buffelgrass (Pennisetum ciliare) land
conversion and productivity in the plains of Sonora, Mexico. Biological
Conservation 127: 62-71. DOI:10.1016/j.biocon.2005.07.018.

Munson SM, Webb RH, Belnap J, Hubbard JA, Swann DE, Rutman S.
2012a. Forecasting climate change impacts to plant community
composition in the Sonoran Desert region. Global Change Biology
18: 1083-1095. DOI:10.1111/j.1365-2486.2011.02598.x.

Munson SM, Muldavin EH, Belnap J, Peters DPC, Anderson JP, Reiser
MH, Melgoza-Castillo A, Herrick JE, Christiansen TA. 2013. Regional
signatures of plant response to drought and elevated temperature across
a desert ecosystem. Ecology 94: 2030-2041. DOI:10.1890/12-1586.1.

Garcia-Ojalvo J, Sancho JM. 1999. Noise in Spatially-Extended Systems.
Springer-Verlag: Berlin.

Germino MJ, Belnap J, Stark JM, Allen EB, Rau BM. 2016. Exotic
Brome-Grasses in Arid and Semiarid Ecosystems of the Western US:
Causes, Consequences, and Management Implications. Springer:
NewYork.

Gherardi LA, Sala OE. 2015a. Enhanced interannual precipitation
variability increases plant functional diversity that in turn ameliorates

Ecohydrol. (2016)


http://dx.doi.org/10.1002/ece3.205
http://dx.doi.org/10.1007/s10021-001-0053-9
http://dx.doi.org/10.1007/s00442-012-2552-0
http://dx.doi.org/10.2307/3236316
http://dx.doi.org/10.1086/648458
http://dx.doi.org/10.1046/j.1365-2435.1998.00252.x
http://www.jstor.org/stable/20069260
http://www.jstor.org/stable/20069260
http://dx.doi.org/10.1111/j.1523-1739.2004.00523.x
http://dx.doi.org/10.1890/ES13-00268.1
http://dx.doi.org/10.1111/j.1469-8137.2004.01252.x
http://dx.doi.org/10.1007/BF00345986
http://dx.doi.org/10.1007/BF00345986
http://dx.doi.org/10.1007/BF00345986
http://dx.doi.org/10.1007/BF00345986
http://www.jstor.org/stable/1948415
http://dx.doi.org/10.1111/j.1654-109X.2004.tb00615.x
http://dx.doi.org/10.1111/j.1654-109X.2004.tb00615.x
http://dx.doi.org/10.1111/j.1365-2435.2012.01995.x
http://dx.doi.org/10.1111/j.1365-2435.2012.01995.x
http://dx.doi.org/10.1890/02-0744
http://dx.doi.org/10.1146/annurev.es.23.110192.000431
http://dx.doi.org/10.1146/annurev.es.23.110192.000431
http://dx.doi.org/10.3410/f.1027034.326553
http://dx.doi.org/10.1046/j.1461-0248.2001.00246.x
http://dx.doi.org/10.1029/2006JG000261
http://dx.doi.org/10.1073/pnas.0502884102
http://dx.doi.org/10.1073/pnas.0502884102
http://dx.doi.org/10.1029/2006GL027499
http://dx.doi.org/10.1029/2003WR002578
http://dx.doi.org/10.1016/j.jtbi.2008.09.007
http://dx.doi.org/10.1002/eco.259
http://dx.doi.org/10.1016/S0169-5347(98)01554-7
http://dx.doi.org/10.1029/WR021i010p01483
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1175/1520-0477(2000)081&thinsp;%3c&thinsp;0417:OVATIE&thinsp;%3e&thinsp;2.3.CO;2
http://dx.doi.org/10.1126/science.289.5487.2068
http://dx.doi.org/10.1002/2013WR015044
http://dx.doi.org/10.1016/j.biocon.2005.07.018
http://dx.doi.org/10.1111/j.1365-2486.2011.02598.x
http://dx.doi.org/10.1890/12-1586.1

K. YU et al.

negative impact on productivity. Ecology Letters 18: 1293-1300.
DOIL:10.1111/ele.12523.

Gherardi LA, Sala OE. 2015b. Enhanced precipitation variability
decreases grass- and increases shrub-productivity. Proceedings of the
National Academy of Sciences 112: 12735-12740.

Grigulis K, Lavorel S, Davies ID, Dossantos A, Lloret F, Vila M. 2005.
Landscape-scale positive feedbacks between fire and expansion of the
large tussock grass, Ampelodesmos mauritanica in Catalan shrublands.
Global Change Biology 11: 1042-1053. DOI:10.1111/j.1365-
2486.2005.00980.x.

Herbel. 1972. Drought effects on a semidesert grassland range. Ecology
53: 1084-1093. http://www.jstor.org/stable/1935420.

Hipondoka MHT, Aranibar JN, Chirara C, Lihavha M, Macko SA. 2003.
Vertical distribution of grass and tree roots in arid ecosystems of
southern Africa: niche differentiation or competition? Journal of Arid
Environment 54: 319-325. DOI:10.1006/jare.2002.1093.

Holzapfel C, Mahall BE. 1999. Bidirectional facilitation and interference
between shrubs and annuals in the Mojave Desert. Ecology 80: 1747—
1761. DOI:10.2307/176564.

Horsthemke W, Lefever R. 1984. Noise-Induced Transitions. Springer-Verlag:
Berlin.

IPCC. 2013. Climate Change 2013: The Physical Science Basis. Working
Group I contribution to the IPCC 5th Assessment Report. In. 4Geneva:
IPCC Secretariat

Keeley JE, Rundel PW. 2005. Fire and the Miocene expansion of Cy4
grasslands. Ecology Letter 8: 683-90. DOI:10.1111/j.1461-
0248.2005.00767.x.

Kljun N, Black TA, Griffis TJ, Barr AG, Gaumont-Guay D, Morgenstern
K, McCaughey JH, Nesic Z. 2006. Response of net ecosystem
productivity of three boreal forest stands to drought. Ecosystems 9:
1128-1144. DOI:10.1007/s10021-007-9088-x.

Kort J, Collins M, Ditsch D. 1998. A review of soil erosion potential
associated with biomass crops. Biomass and Bioenergy 14: 351-359.
DOI:10.1016/S0961-9534(97)10071-X.

Mack RN, Pyke DA. 1983. The demography of Bromus tectorum:
variation in time and space. Journal of Ecology 71: 69-93. http://www.
jstor.org/stable/2259964.

Marshall VM, Lewis MM, Ostendorf B. 2012. Buffel grass (Cenchrus
ciliaris) as an invader and threat to biodiversity in arid environments: a
review. Journal of Arid Environments 78: 1-12. DOI:10.1016/j.
jaridenv.2011.11.005.

Mashiri FE, McClaran MP, Fehmi JS. 2008. Long-term vegetation change
related to grazing systems, precipitation and mesquite cover. Rangeland
Ecology Management 61: 368-379. DOI:10.2111/07-109.1.

May RM. 1977. Thresholds and breakpoints in ecosystems with a
multiplicity of stable state. Nature 269: 471-477. DOI:10.1038/269471a0.

McClaran MP, Angell DL. 2006. Long-term vegetation response to
mesquite removal in desert grassland. Journal of Arid Environment 66:
686-697. DOI:10.1016/j.jaridenv.2005.12.010.

McDonald CJ, McPherson GR. 2011. Fire behavior characteristics of
buffelgrass-fueled fires and native plant community composition in
invaded patches. Journal of Arid Environment 75: 1147-1154.
DOI:10.1016/j.jaridenv.2011.04.024.

Miller G, Friedel M, Adam P, Chewings V. 2010. Ecological impacts of
buffel grass (Cenchrus ciliaris L.) invasion in central Australia—does
field evidence support a fire-invasion feedback? Rangeland Journal 32:
353-365. DOI:10.1071/RJ09076.

Mooney HA, Cleland EE. 2001. The evolutionary impact of invasive
species. Proceedings of the National Academy of Sciences of the United
States of America 98: 5446-5451. DOI:10.1073/pnas.091093398.

Moreira B, Tormo J, Pausas JG. 2012. To resprout or not to resprout:
factors driving intraspecific variability in resprouting. Oikos 121: 1577—
1584. DOI:10.1111/3.1600-0706.2011.20258 x.

Munson SM, Webb RH, Belnap J, Hubbard JA, Swann DE, Rutman S.
2012b. Forecasting climate change impacts to plant community
composition in the Sonoran Desert region. Global Chang Biology 18:
1083-1095. DOI:10.1111/5.1365-2486.2011.02598 x.

Ng GHC, Bedford DR, Miller DM. 2015. Identifying multiple time scale
rainfall controls on Mojave Desert ecohydrology using an integrated
data and modeling approach for Larrea tridentate. Water Resources
Research 51: 3884-3899. DOI:10.1002/2015WR017240.

Copyright © 2016 John Wiley & Sons, Ltd.

Nicholson SE. 1980. The nature of rainfall fluctuations in sub-tropical
West-Africa. Monthly Weather Review 108: 473-487. DOL: 10.1175/
15200493(1980)108 < 0473:TNORFI > 2.0.CO;2.

Noy-Meir 1. 1975. Stability of grazing systems: an application of predator-
prey graphs. Journal of Ecology 63: 459-481.

Okin GS, Herrick JE, Gillette DA. 2006. Multiscale controls on and
consequences of aeolian processes in landscape change in arid and
semiarid environments. Journal of Arid Environment 65: 253-275.
DOI:10.1016/j.jaridenv.2005.06.029.

Okin GS, Parsons AJ, Wainwright J, Herrick JE, Bestelmeyer BT, Peters
DPC, Fredrickson EL. 2009a. Do changes in connectivity explain
desertification? BioScience 59: 237-244. DOI:10.1525/bi0.2009.59.3.8.

Okin GS, D’Odorico P, Archer SR. 2009b. Impacts of feedbacks on
Chihuahuan Desert grasslands: transience and metastability driven by
grass recruitment. Journal of Geophysical Research 114G01004: .
DOI:10.1029/20081G000833.

Olsson AD, Betancourt J, McClaran MP, Marsh SE. 2012. Sonoran Desert
Ecosystem transformation by a C, grass without the grass/fire cycle.
Diversity Distribution 18: 10-21. DOI:10.1111/j.1472-
4642.2011.00825.x.

Parsons AJ, Wainwright J, Schlesinger WH, Abrahams AD. 2003. The
role of overland flow in sediment and nitrogen budgets of mesquite
dunefields, southern New Mexico. Journal of Arid Environments 53:
61-71. DOI:10.1006/jare.2002.1021.

Peake DCI, Henzell EF, Stirk GB, Peake A. 1979. Simulation of changes
in herbage biomass and drought response of a buffel grass (Cenchrus
ciliaris cv. biloela) in Southern Queensland. Agro-Ecosystems 5: 23-40.
DOI:10.1016/0304-3746(79)90024-6.

Ravi S, D’Odorico P, Collins SL, Huxman TE. 2009a. Can biological
invasions induce desertification? New Phytologist 181: 512-515.
DOI:10.1111/5.1469-8137.2009.02736.x.

Ravi S, D’Odorico P, Wang LX, White CS, Okin GS, Macko SA, Collins
SL. 2009b. Post-fire resource redistribution in desert grasslands: a
possible negative feedback on land degradation. Ecosystems 12:
434-444. DOI:10.1007/s10021-009-9233-9.

Runyan CW, D’Odorico P, Lawrence D. 2012. Physical and biological
feedbacks on deforestation. Reviews of Geophysics SORG4006: .
DOI:10.1029/2012RG000394.

Sankaran M, Ratnam J, Hanan NP. 2004. Tree-grass coexistence in
savannas revisited: Insights from an examination of assumptions and
mechanisms invoked in existing models. Ecology Letter 7: 480-490.
DOI:10.1111/j.1461-0248.2004.00596.x.

Schlesinger WH, Reynolds JF, Cunningham GL, Huenneke LF, Jarrell
WM, Virginia RA, Whitford WG. 1990. Biological feedbacks in global
desertification. Science 247: 1043-1048. DOI:10.1126/sci-
ence.247.4946.1043.

Scholes RJ, Archer SR. 1997. Tree-grass interactions in savannas. Annual
Review of Ecological Systems 28: 517-544. DOI:10.1146/annurev.
ecolsys.28.1.517.

Seager R, Ting M, Held I, Kushnir Y, Lu J, Vecchi G, Huang HP, Harnik
N, Leetmaa A, Lau NC, Li CH, Velez J, Naik N. 2007. Model
projections of an imminent transition to a more arid climate in
Southwestern North America. Science 16: 1181-1184. DOI:10.1126/
science.1139601.

Smit GN, Rethman NFG. 2000. The influence of tree thinning on the soil
water in a semi-arid savanna of southern Africa. Journal of Arid
Environments 44: 41-59. DOI:10.1006/jare.1999.0576.

Smith SD, Huxman TE, Zitzer SF, Charlet TN, Housman DC, Coleman
JS, Fenstermaker LK, Seemann JR, Nowak RS. 2000. Elevated CO,
increases productivity and invasive species success in an arid
ecosystem. Nature 408: 79-81. DOI:10.1038/35040544.

Sorte CJ, Ibdnez I, Blumenthal DM, Molinari NA, Miller LP, Grosholz
ED, Diez JM, D’Antonio CM, Olden JD, Jones SJ. 2013. Poised to
prosper? A cross-system comparison of climate change effects on native
and non-native species performance. Ecology Letter 16: 261-270.
DOI:10.1111/ele.12017.

Teuling A, Seneviratne SI, Stockli R, Reichstein M, Moors E, Ciais,
Luyssaert S, van de Hurk B, Ammann C, Bernhofer C, Dellwik E,
Gianelle D, Gielen B, Griinwald T, Klummp K, Montagnani L,
Moureaux C, Sottocornola M, Wohlfahrt G. 2010. Contrasting response
of European forest and grassland energy exchange to heatwaves. Nature
Geosciences 3: 722—727. DOI:10.1890/090179.

Ecohydrol. (2016)


http://dx.doi.org/10.1111/ele.12523
http://dx.doi.org/10.1111/j.1365-2486.2005.00980.x
http://dx.doi.org/10.1111/j.1365-2486.2005.00980.x
http://www.jstor.org/stable/1935420
http://dx.doi.org/10.1006/jare.2002.1093
http://dx.doi.org/10.2307/176564
http://dx.doi.org/10.1111/j.1461-0248.2005.00767.x
http://dx.doi.org/10.1111/j.1461-0248.2005.00767.x
http://dx.doi.org/10.1007/s10021-007-9088-x
http://dx.doi.org/10.1016/S0961-9534(97)10071-X
http://www.jstor.org/stable/2259964
http://www.jstor.org/stable/2259964
http://dx.doi.org/10.1016/j.jaridenv.2011.11.005
http://dx.doi.org/10.1016/j.jaridenv.2011.11.005
http://dx.doi.org/10.2111/07-109.1
http://dx.doi.org/10.1038/269471a0
http://dx.doi.org/10.1016/j.jaridenv.2005.12.010
http://dx.doi.org/10.1016/j.jaridenv.2011.04.024
http://dx.doi.org/10.1071/RJ09076
http://dx.doi.org/10.1073/pnas.091093398
http://dx.doi.org/10.1111/j.1600-0706.2011.20258.x
http://dx.doi.org/10.1111/j.1365-2486.2011.02598.x
http://dx.doi.org/10.1002/2015WR017240
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/15200493(1980)108&thinsp;%3c&thinsp;0473:TNORFI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1016/j.jaridenv.2005.06.029
http://dx.doi.org/10.1525/bio.2009.59.3.8
http://dx.doi.org/10.1029/2008JG000833
http://dx.doi.org/10.1111/j.1472-4642.2011.00825.x
http://dx.doi.org/10.1111/j.1472-4642.2011.00825.x
http://dx.doi.org/10.1006/jare.2002.1021
http://dx.doi.org/10.1016/0304-3746(79)90024-6
http://dx.doi.org/10.1111/j.1469-8137.2009.02736.x
http://dx.doi.org/10.1007/s10021-009-9233-9
http://dx.doi.org/10.1029/2012RG000394
http://dx.doi.org/10.1111/j.1461-0248.2004.00596.x
http://dx.doi.org/10.1126/science.247.4946.1043
http://dx.doi.org/10.1126/science.247.4946.1043
http://dx.doi.org/10.1146/annurev.ecolsys.28.1.517
http://dx.doi.org/10.1146/annurev.ecolsys.28.1.517
http://dx.doi.org/10.1126/science.1139601
http://dx.doi.org/10.1126/science.1139601
http://dx.doi.org/10.1006/jare.1999.0576
http://dx.doi.org/10.1038/35040544
http://dx.doi.org/10.1111/ele.12017
http://dx.doi.org/10.1890/090179

GRASS INVASIONS CREATE NOVEL ECOSYSTEM STATES UNDER VARIABLE CLIMATE

Theoharides KA, Dukes JS. 2007. Plant invasion across space and time:
factors affecting nonindigenous species success during four stages of
invasion. New Phytologist 176: 256-273. DOI:10.1111/j.1469-
8137.2007.02207.x.

Tilman D, Haddi A. 1992. Drought and biodiversity in grasslands.
Oecologia 89: 257-264. DOI:10.1007/BF00317226.

Van Auken WO. 2000. Shrub invasions of North American semiarid
grasslands. Annual Review of Ecology, Evolution, and Systematics 31:
197-215. DOI:10.1146/annurev.ecolsys.31.1.197.

van Langevelde F, van de Vijver C, Kumar L, van de Koppel J, de Ridder
N, van Andel J, Skidmore AK, Hearne JW, Stroosnijder L, Bond WJ,
Prins HHT, Rietkerk M. 2003. Effects of fire and herbivory on the
stability of savanna ecosystems. Ecology 84: 337-350. DOI: 10.1890/
0012-9658(2003)084(0337EOFAHO)2.0.CO:;2.

Van Wilgen BW, Biggs HC, O’'Regan S, Mare N. 2000. A fire history of
the savanna ecosystems in the Kruger National Park, South Africa
between 1941 and 1996. South African Journal of Science 96: 167-178.

Vaughn KJ, Biel C, Clary JJ, de Herralde F, Aranda X, Evans RY, Young
TP, Savé R. 2011. California perennial grasses are physiologically
distinct from both Mediterranean annual and perennial grasses. Plant
and Soil 345: 37-46. DOI:10.1007/s11104-011-0757-3.

Vesk PA, Warton DI, Westoby M. 2004. Sprouting by semi-arid plants: testing
a dichotomy and predictive traits. Oikos 107: 72-89. DOI:10.1111/j.0030-
1299.2004.13122.x.

Vitousek PM, Mooney HA, Lubchenco J, Melillo JM. 1997. Human
domination of Earth’s ecosystems. Science 277: 494-499. DOI:10.1126/
science.277.5325.494.

Volder A, Tjoelker MG, Briske DD. 2010. Contrasting physiological
responsiveness of establishing trees and a C, grass to rainfall events,
intensified summer drought, and warming in oak savanna. Glob Change
Biology 16: 3349-3362. DOI:10.1111/j.1365-2486.2009.02152.x.

Copyright © 2016 John Wiley & Sons, Ltd.

Walter H. 1971. Ecology of tropical and subtropical vegetation. Oliver &
Boyd: Edinburgh.

Walther GR, Post E, Convey P, Menzel A, Parmesan C, Beebee TIC,
Fromentin JM, HoegGuldberg O, Bairlein F. 2002. Ecological
responses to recent climate change. Nature 416: 389-395.
DOI:10.1038/416389a.

Walker BH, Ludwig D, Holling CS, Peterman RM. 1981. Stability of
semiarid savanna grazing systems. Journal of Ecology 69: 473-498.
http://www.jstor.org/stable/2259679.

Yao J, Peters DPC, Havstad KM, Gibbens RP, Herrick JE. 2006. Multiscale
factors and long-term responses of Chihuahuan Desert grasses to drought.
Landscape Ecology 21: 1217-1231. DOI:10.1007/s10980-006-0025-8.

Yu KL, D’Odorico P. 2014. An ecohydrological framework for grass
displacement by woody plants in savannas. Journal of Geophysical
Research 1192013JG002577: .

Yu KL, D’Odorico P. 2015a. Hydraulic lift as a determinant of tree-grass
coexistence on savannas. New Phytologist 207(4): 1038-51.
DOI:10.1111/nph.13431.

Yu KL, D’Odorico P. 2015b. Direct and indirect facilitation of plants with
Crassulacean Acid Metabolism (CAM). Ecosystem. 18: 985-999.
DOI:10.1007/s10021-015-9877-6.

Zeng N, Neelin JD. 2000. The role of vegetation-climate interaction and
interannual variability in shaping the African savanna. Journal of
Climate 13: 2665-2670. DOIL: 10.1175/1520-0442(2000)013 < 2665:
TROVCI > 2.0.CO;2.

Ziska LH, Reeves JB, Blank B. 2005. The impact of recent increases in
atmospheric CO, on biomass production and vegetative retention of
Cheatgrass (Bromus tectorum): implications for fire disturbance. Global
Change Biology 11: 1325-1332. DOI:10.1111/j.1365-
2486.2005.00992.x.

Ecohydrol. (2016)


http://dx.doi.org/10.1111/j.1469-8137.2007.02207.x
http://dx.doi.org/10.1111/j.1469-8137.2007.02207.x
http://dx.doi.org/10.1007/BF00317226
http://dx.doi.org/10.1146/annurev.ecolsys.31.1.197
http://dx.doi.org/10.1890/0012-9658(2003)084(0337EOFAHO)2.0.CO;2
http://dx.doi.org/10.1890/0012-9658(2003)084(0337EOFAHO)2.0.CO;2
http://dx.doi.org/10.1007/s11104-011-0757-3
http://dx.doi.org/10.1111/j.0030-1299.2004.13122.x
http://dx.doi.org/10.1111/j.0030-1299.2004.13122.x
http://dx.doi.org/10.1126/science.277.5325.494
http://dx.doi.org/10.1126/science.277.5325.494
http://dx.doi.org/10.1111/j.1365-2486.2009.02152.x
http://dx.doi.org/10.1038/416389a
http://www.jstor.org/stable/2259679
http://dx.doi.org/10.1007/s10980-006-0025-8
http://dx.doi.org/10.1111/nph.13431
http://dx.doi.org/10.1007/s10021-015-9877-6
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1175/1520-0442(2000)013&thinsp;%3c&thinsp;2665:TROVCI&thinsp;%3e&thinsp;2.0.CO;2
http://dx.doi.org/10.1111/j.1365-2486.2005.00992.x
http://dx.doi.org/10.1111/j.1365-2486.2005.00992.x



