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Abstract

Landscape simulators are widely applied in landscape ecology for generating landscape patterns. These models can be
divided into two categories: pattern-based models that generate spatial patterns irrespective of the processes that shape
them, and process-based models that attempt to generate patterns based on the processes that shape them. The latter
often tend toward complexity in an attempt to obtain high predictive precision, but are rarely used for generic or
theoretical purposes. Here we show that a simple process-based simulator can generate a variety of spatial patterns
including realistic ones, typifying landscapes fragmented by anthropogenic activities. The model “G-RaFFe” generates roads
and fields to reproduce the processes in which forests are converted into arable lands. For a selected level of habitat cover,
three factors dominate its outcomes: the number of roads (accessibility), maximum field size (accounting for land ownership
patterns), and maximum field disconnection (which enables field to be detached from roads). We compared the
performance of G-RaFFe to three other models: Simmap (neutral model), Qrule (fractal-based) and Dinamica EGO (with 4
model versions differing in complexity). A PCA-based analysis indicated G-RaFFe and Dinamica version 4 (most complex) to
perform best in matching realistic spatial patterns, but an alternative analysis which considers model variability identified G-
RaFFe and Qrule as performing best. We also found model performance to be affected by habitat cover and the actual land-
uses, the latter reflecting on land ownership patterns. We suggest that simple process-based generators such as G-RafFFe
can be used to generate spatial patterns as templates for theoretical analyses, as well as for gaining better understanding of
the relation between spatial processes and patterns. We suggest caution in applying neutral or fractal-based approaches,
since spatial patterns that typify anthropogenic landscapes are often non-fractal in nature.
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Introduction We differentiate between two main approaches for generating
landscapes. The first is a pattern-based approach, which uses
mathematical algorithms to generate patterns regardless of the
underlying processes [5]. Also referred to as “neutral landscape
models™ [1-3,10], such an approach is explicitly and deliberately
neutral to the biological and physical processes that shape spatial
patterns. The second is a process-based approach, which aims to
obtain certain spatial patterns as a result of hypothesized relevant
processes [11-13].

Landscape simulators are widely applied in landscape ecology
for generating virtual landscapes differing in structure and
composition [1-4]. Especially when combined with population
dynamics models, these landscapes serve as templates for
analyzing dispersal, connectivity, population dynamics, and
community processes in fragmented, patchy or heterogeneous
landscapes [5—7]. The power of such models lies in their flexibility
and their capacity to control for landscape structure and
composition in order to separate between attributes such as
habitat loss and fragmentation, that in reality are often strongly
interrelated [8,9].

PLOS ONE | www.plosone.org 1 May 2013 | Volume 8 | Issue 5 | 64968



Pattern-based models: simplicity as a basis to advance

theory

A simple map can be produced on the basis of a parameter p to
determine the proportion of habitat cover, preferably in combi-
nation with a second parameter /{ to determine the degree of
spatial autocorrelation or spatial cohesion. The most broadly used
landscape generators in ecological studies are those based on
algorithms derived from fractal geometry [3,5,13-19]. Among
these, Qrule [10,20] is particularly widely applied [2,4,19,21,22].
The power of these generators is their simplicity, combined with
relatively high success in capturing a variety of realistic landscape
patterns (e.g. [16]). Other pattern-oriented approaches exist as
well. For instance, Wiegand et al. [23] developed a model which
overlays a mix of Gaussian functions to create three-dimensional
surfaces differing in ‘ruggedness’ (spatial autocorrelation), and then
transecting them by horizontal planes to produce alternative
thresholds of habitat quality. Simmap [24] is another neutral
landscape model, which produces clustered patchy landscapes by
assigning neighboring cells to the cell with the highest local density
within a 3 x3 neighborhood - an approach similar to Hiebeler [8],
which applies a modal filter as in digital image processing
techniques [24]. Another, newer generation of models attempts to
reproduce also the spatial patterns that typify agricultural areas

[25].

Process-based generators: a tendency toward specificity

Process-based landscape generators are typically guided by a
specific question, such as “what types of landscapes evolve given a
certain process or parameters?”’ For example, Dale & Pearson [26]
have shown that the ‘fishbone’ fragmentation pattern in the
Amazon forest in Brazil emerges when a landscape is transected by
roads, from which agricultural fields extend into the forest.
Similarly, using the DISPATCH program, Baker [27] demon-
strated that a set of decision rules for expansion of clear-cut
logging areas into forests can successfully reproduce observed
patterns of timber harvesting in subalpine forests in the USA.
More sophisticated “land use cover change” models (LUCC) such
as the “SLEUTH Urban Growth model” [28] and Dinamica EGO
[29] offer the means to gain further realism and precision, and to
reproduce a far broader range of spatial patterns. SLEUTH
couples a cellular automaton with GIS data in order to predict
urban expansion and associated expansion of agricultural lands for
food production, using four “growth rules” alongside the capacity
for learning (“self modification”). Dinamica EGO [29-31] is a grid-
based model originally developed to mimic deforestation processes
of small land-holders in the Amazon, but now used for a broad
variety of purposes. It applies aggregated functions to mimic land-
use changes by means of] e.g., transition matrices. Thus, Dinamica
can be considered as a model which includes features of both
pattern- and process-based landscape generator models. In a
simple version it could also be used as a classical landscape
generator, as in this study.

Lack of simple models to mimic real patterns

When examining a range of landscape generators, we found
pattern-based models to be simple and easy to implement, but
often failing to reproduce spatial patterns that we perceive as
typifying fragmented landscapes, such as stark boundaries between
natural habitats and human-dominated areas. Process-based
landscape generators seemed to produce highly realistic patterns
but seemed too complex for generic application (especially when
no input maps are available). The seeming lack of simple, process-
based landscape generators for general purposes surprised us
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because one could speculate that a limited number of processes,
namely the expansion of settlements, fields, and roads, likely
dominate the spatial patterns of habitat loss and fragmentation in
many regions of the world [32-38]. Consequently, we anticipate
that process-based models could readily reproduce a wide range of
spatial patterns, and yet serve equally well for explorative, generic
purposes.

This study introduces a simple model that mimics the processes
in which roads penetrate into natural environments, and
landscapes are then transformed into agricultural fields (following
Dale & Pearson [26]). Our model, G-RalFe, therefore Generates
Roads and Fields for reproducing Fragmentation effects (an
executable is  available freely at = www.ufz.de/index.
phpPen =21420). We delineate the model’s concept, structure
and parameters and then assess its performance by comparing its
outputs, based on six indices describing landscape configuration,
to 51 landscape maps from the Atlantic Forest in Brazil, Argentina
and Paraguay. These landscapes range from 5 to 95% forest cover,
and differ in fragmentation levels due to diverse land uses. We
employ a similar approach to assess the performance of Simmap
[8,24] (random landscape generator), Qrule as a commonly-used
fractal-based generator, and Dinamica [32], with which we
developed four model versions differing in the number of processes
and parameters included, from a pattern- to process-based
approach.

Methods

The G-RafFFe model: concept and processes

Three main parameters govern the general behavior and end
outcomes of our model: the desired habitat cover, the number of
roads transecting the landscape, and field size, which reflects finer-
scale determinants of the spatial structure. An additional
parameter, ‘maximum field disconnection’, determines whether
agricultural fields can be detached from roads or other fields, and
if so, to which distance.

The model starts with a landscape of 100% forest cover. It then
starts by generating roads, starting at any point along two of the
four landscape edges and traversing the landscape in straight lines
in one of three directions (straight, diagonally right or diagonally
left), converting the forest into “non-forest”. Road lengths vary
randomly along a uniform distribution (ranging from 1 to the
diagonal landscape length). Roads are generated until the number
of roads meets the desired number, unless, in the process, forest
cover already reaches the target value determined by the user.
Roads are one cell in width (unless defined otherwise, see below).
Once all roads are generated, agricultural fields are extended from
them. This process entails a random movement of simulated
“farmers”, starting from any random point along the roads and
moving one cell at a time, through the converted landscape (road
or field), by choosing one of 8 neighboring cells at random. On
meeting a forest edge, a field would be extended into the forest
(unless the user defines that fields can be detached, in which case
several further steps may be allowed, away from the road or field,
before extending a new field). All fields have a quadratic shape
(equal length and height), the size of which is taken from a uniform
distribution between one and the maximum length determined by
the user. Fields extend from the initial point, which is the field
corner. Field expansion is a per-step process which may stop if the
potential converted cells are beyond the map extent, or if the
desired forest cover is reached. In the process, forest cells are
converted into “open”, existing fields remain unchanged, but
roads are not overridden until the last simulation step because they
serve as seeds for field-creation and expansion. Finally, the eight
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cells surrounding the starting point are cleared of forest as well.
This final process is required because, otherwise, forest cells
remain uniformly scattered across the landscape. Forest cover is
recalculated at each cell conversion so as to halt the simulation at
the exact desired habitat cover.

Input parameters and landscape generation

The main input parameters for the model are the 1) map extent;
2) the desired habitat cover; 3) the number of roads; 4) the
maximum field size; and 5) maximum field disconnection, which
would determine the number of steps in which random walk can
be continued into the natural habitat before extending a new field.
Potential additional parameters are: road width (the default value
is 1); and the proportion of agricultural fields belonging to a second
field type (e.g. plantations). In addition, for the systematic
generation of landscapes along a continuum of habitat covers,
one may determine a fixed relation between the desired habitat
cover and the number of roads — to account for the fact that the
number of roads alters with habitat cover. Based on a preliminary
analysis, we identified an exponential relation between forest loss
and the number of roads. The user can therefore determine the
value of the parameters « and b in a function where the number of
roads = asHC?, where HC is the desired habitat cover.

For all models assessed in this study, we tried to cover the full
range of spatial structures that can be generated by the model. We
generated multiple landscapes, 256 X256 cells in size (hypothetical
cell size = 30x30 m, based on Landsat images), with habitat cover
ranging systematically from 5% to 95% in increments of 5%. This
extent and resolution was chosen to enable comparison with real
landscape maps (see below).

For Simmap we varied the parameters p (the parameter that
controls the degree of fragmentation of the obtained patterns) and
m (minimum mapped unit = size of the smallest patch, determining
the typical patch size), with nine values of p and seven values of m
(see Table 1).

For Qrule, we altered H, the parameter which determines the
level of spatial autocorrelation in the landscape (0 being close to
random and 1 being completely clustered) systematically from 0 to
I in increments of 0.05, resulting in 21 parameter values for each
habitat cover.

For Dinamica, we developed four model versions of increasing
complexity, where the simplest version (1) includes one process
with 4 parameters to create spatially-independent patches (thus
functioning like neutral pattern-based landscape generators),
version 2 includes two processes (patch creation and a spatial-
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dependent patch expansion) with 8 parameters, and versions 3 and
4 include the same parameters and processes as versions 1 and 2,
but additionally utilize an input road map which is produced as a
first step using a built-in road constructor algorithm in Dinamica
(additional 4 parameters). For further details on the explored
parameters and processes for Dinamica, see Table 2 and Appendix
S1).

To characterize the impact of the different parameters of G-
RaFFe on spatial patterns, we used six parameter combinations for
the relations between the number of roads to habitat cover, five
maximum field size values, and four maximum field disconnection
values (Table 1).

For each parameter combination we generated 100 output
maps, yielding a total of 182,000 maps for G-RalFe, 119,700 for
Simmap, and 39,900 for Qmule. Due to the larger number of
parameters in Dinamica, we generated 50 output maps per
parameter combination, resulting in 1,231,200 maps for version
1; 297,600 for version 2; 552,000 for version 3; and 1,623,800 for
version 4 (Appendix S1). To enhance comparability between
Stmmap, Qrule and G-RaFFe in terms of the number of output maps
compared to real maps, we used only 91,200 maps from G-RafFe
by selecting only two values of the parameter maximum field
disconnection (0 and 3). Thereby, we reduced potential biases in
performance which may emerge from differences in the number of
landscapes or parameter combinations. Due to the large number
of parameters in Dinamica, such a dilution procedure was not
feasible.

Landscape metrics

Many indices are available for describing landscape configura-
tion and composition, yet the majority of these indices are highly
correlated [9]. We chose six indices with low correlation, which
together depict attributes of the overall landscape structure, the
patches, and their spatial arrangement. These indices, calculated
with Fragstats [39], were: 1) the total number of patches, 2)
average patch size, 3) Largest Patch Index (LPI, expressed as a
proportion of the landscape), 4) Average Euclidean distance
between fragments, 5) Landscape Shape Index (LSI, calculated as
the total length of edge cells divided by the minimum edge length
possible if all cells were aggregated), and 6) Patch cohesion, an
index which describes the level of clustering of patches in the
landscape by calculating the perimeter-area ratio divided by the
shape index of patches, both of which are computed as means
weighted by patch area. This index was specifically designed for
predicting habitat connectivity [40,41]. We calculated the value of

Table 1. Input parameters explored by the models G-RaFFe, Qrule and Simmap.

Model G-RaFFe Simmap Qrule

Parameter Number of roads p H

Values (ab=...)* 0.05, 0.1, 0.15, 0.2, 0.3, 0.45, 0.52, 0.56, 0.59 0,0.05,0.1... 1 (21 values)
[0.2,4]; [0.25,0.45]; [0.3,5]; [0.45,5]; [0.75,5];
[1.2,5]

Parameter Field Size m**

Values 5,10, 15, 25, 40 1,2,4,8,16,32,64

Parameter Maximum field disconnection

Values 0135

Parameter values are provided for a given value of habitat cover.

**The parameter m is somewhat comparable to field size - see main text.

doi:10.1371/journal.pone.0064968.t001
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*value of the formula y=a-x® to determine the relation between the number of roads and habitat cover.

***values used only for exploring the impact of the parameter. For comparisons between models and real landscapes, we used only the parameter values 0 and 3.
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Table 2. Processes and number of parameters included in the different model versions of Dinamica.

Model versions

Process # Param. Dinamica Syntax

1 2 3 4
Transition probability 1 Transition within transition Matrix + + + +
Patch creation 3 Functor: Patcher* +
Patch expansion 4 Functor: Expander - + - +
Road creation** 4 Functor: road constructor - - + +
Additional param.*** 9 Weights of evidence, friction and attraction map w w w+ w+

**Road creation was performed prior to patch creation and expansion.
***weights of evidence (w) alone had a total of 7 parameters (see Appendix S1).
doi:10.1371/journal.pone.0064968.t002

each of the six metrics first for all of the real landscapes and then
for each of the landscapes generated by all models.

To characterize the behavior of G-RalFe in terms of its acting
parameters, we performed multiple and partial regression analysis
to estimate how the number of roads, field size, maximum field
disconnection and the target habitat cover (as independent
variables) affect five of the landscape metrics (as dependent
variables): the number of patches, LPI, LSI, average patch area
and patch cohesion. To this end, we plotted the R? of the multiple
regressions and the partial R? of the explanatory variables. We
further evaluated the influence of model parameters on landscape
variability, by performing simple regression analysis between each
of the parameters. Here, we exclude field size and maximum field
disconnection because these parameters have a secondary
influence on the determination of landscape structure.

Real landscape maps as a template for analysis

We selected 51 landscape maps from the Atlantic forest in
Argentina, Paraguay and Brazil, ranging in forest cover from 5 to
95%, and covering a large range of spatial patterns due to
variations in land use and land ownership between regions and
countries (see Appendix S2). Landscapes were divided into three
categories according to the dominant land use (Zurita and Bellocq
2010): 1) Small farms: these are landscapes typical to the Northeast
of Misiones province in Argentina, where farm sizes usually range
from 5 to 200 hectares. Main crops are tobacco and corn (annual),
Yerba mate (Ilex paraguarensis, perennial) and small cattle pastures;
2) large farms: landscapes typical to southeastern Paraguay which
are dominated by cattle pastures and soy-bean fields, occurring on
large tracts owned by a small number of farmers; and 3) tree
plantations: typical especially to northwestern Misiones, Argen-
tina, where the main anthropogenic land uses include Pine
plantations as well as Eucalyptus and Araucaria plantations, usually
on large properties. The original maps, with a resolution of
30x30 m, were obtained by classifying Landsat TM images using
an isodata, non-supervised algorithm with 20 classes, and then
grouping the resulting classes into native forest versus five main
land uses: annual crops, perennial crops, tree plantations, clear-
cuts, and cattle pastures. This was based on spectral signature,
IKONOS images, and field validation [42]. We cropped the
original landscape maps to a size of 256 X256 cells, and clustered
all anthropogenic land uses into ‘forest’ and ‘non-forest’ for
comparison with the maps generated by the different models.
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The table delineates the processes included, number of parameters explored (# Param.), and how these were included in the different model versions of Dinamica. For
convenience of replicating these model versions, we provide the syntax for landscape generation. For a full list of parameters and further guidelines see Appendix S1.
*To activate patch creation processes go to the Dinamica function “Allocate Transitions”.

Comparisons between generated maps and real

landscapes

As a first measure of the performance of the different models,
we plotted the values of the six characterizing landscape indices
produced by each model against habitat cover, visually comparing
the range of model outputs with the range of values characterizing
the real landscapes. This served as a single-criterion evaluation of
performance. We then took two approaches for evaluation of
performances against all metrics simultaneously. The first was
based on a multivariate Principal Component Analysis (PCA), for
cach of 19 forest categories (5-95% in increments of 5%),
including simultaneously both the real and simulated landscapes of
cach of the models (Appendix S3). We used the six indices as
grouping variables, where each value represented the average of
100 generated maps for a given parameter combination. We then
measured the Euclidian distance between each real and simulated
landscape of the different models on the PCA bi-plot (using Axis I
and II of the ordination), assuming that shorter distances indicate
higher similarity of landscape structure between the simulated and
real landscapes. We selected the best possible fit for each model
(i.e., the single point among all parameter combinations which
produced the shortest Euclidian distance to the point representing
the real landscapes). For comparability between all models and an
intuitive measure of performance, we inverted and transformed all
Euclidian distances to a range of 0-1, O indicating low
performance (high Euclidian distance) and 1 indicating highest
performance (minimum Euclidian distance on the bi-plot).

The second analysis approach, which accounts also for the
variability of landscapes produced for a given parameter
combination, defines a matching of a given metric if the value of
a real landscape lies within the range of values generated for that
parameter combination (100 landscapes) — i.e., defining it as
statistically indistinguishable from the generated set of landscapes
[43,44]. We then searched for the parameter combination that
yielded the maximum number of simultaneously matching
landscape metrics among all combinations, and registered how
many metrics were matched and what model parameters yielded
that best match.

For both analysis approaches, we performed a Factorial
ANOVA using habitat cover categories (5—20%, 21-40%, 41—
60% and >60%) and model type as independent variables, and
model performance as the dependent variable. Thereby we
assessed how performance changes between models, habitat cover
categories, and the interaction between both.
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Figure 1. Strength of effect of G-RaFFe’s main parameters on landscape attributes. Multiple regression analysis and partial regression
analysis between model parameters (number of roads, field size and maximum field disconnection) and a) the Number of patches, b) Average patch
size, ) Largest Patch Index (LPI), d) Euclidian distance between patches, e) Landscape Shape Index (LSI), and f) patch cohesion.

doi:10.1371/journal.pone.0064968.g001

Finally, we explored the relation between anthropogenic land
use, landscape configuration, and the performance of each of the
landscape generators. To this end, we divided the real landscape
maps either according to forest cover or according to the most
dominant non-forest land use (tree plantations, small farms, or
large farms). To assess how dominant land use affects spatial
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patterns we performed ANCOVA with the six landscape metrics
as dependent variables and dominant land uses as an independent
variable. Forest cover was included as a co-variable since
landscape metrics are highly dependent on it. To evaluate whether
land use also affects the performance of the models, we performed
a two-way ANOVA using landscape simulator and land use type
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Table 3. Results of Multiple Regression to assess sources of model variability in G-RaFFe.

Parameter coefficients

Forest cover Number of roads

Roads Field size F.Dis. Direction of effect R? Direction of effect R?
Number of patches 0.51 0.16 -0.17 Increase 0.92% Increase 0.85*
LPI —0.57 —0.001 0.004 Decrease 0.98* Decrease 0.13*
LSI 0.61 0.17 -0.11 Positive 0.99* Positive 0.83*
Area -03 —0.09 0.16 Positive 0.99% Positive 0.83%
Euclidian distance —0.1 0.025 0.28 Positive 0.51* Positive 0.01
Cohesion -0.97 —0.03 —0.06 Decrease 0.97* Decrease 0.66*

*=P<0.05.
doi:10.1371/journal.pone.0064968.t003

as categorical variables, and model performance as the dependent
variable.

Results

Characterization of G-RaFFe’s behavior

Figure 1 and Table 3 depict the behavior of G-RalFe in terms of
the strength of effect of each of its acting parameters (number of
roads, field size, and maximum disconnection) on spatial patterns
according to the six landscapes metrics. We found an overall
strong effect on the number of patches, LSI, LPI and cohesion
(R?>0.6, p<<0.001 in all cases) and a medium influence on the
Euclidian distance between patches and the minimum patch area
(0.4<R?<0.6, p<<0.001 in all cases). Partial regression analysis
indicated the number of roads as the main determinant of
landscape attributes whereas the influence of maximum field
disconnection was very small (Table 3). Maximum field size
influenced the number of patches and minimum patch area at
high values of habitat cover (Figure la and f), and the average
distance between fragments at low habitat cover (Figure le).

Comparative performance of the models

For a single-metric comparison between the models and the real
landscapes, we found that G-RaFFe produced landscapes that
engulfed the full range parameters of all real landscapes, with
values far beyond the range of the inspected real landscapes in
terms of the number of patches and patch cohesion, but only
slightly higher than the range of average distance between patches
(Figure 2). Qrule covered most of the range of real metric values,
but some real landscapes were beyond the range of generated ones
in terms of LPI and patch cohesion, or just at the edge of the range
in terms of LSI (Figure 3). Simmap covered the full range of
parameters for four metrics, but some real landscapes deviated
from the range of generated lands in terms of average patch size
and LPI (Figure 4). Additionally, values of the average patch
distance greatly exceeded the range of realistic distances. Dinamica,
at all model versions, produced a broad range of landscapes but
mostly with an exceeding number of patches, primarily due to
multiple single-cell patches remaining in the landscape. Conse-
quently, many real landscapes remained unmatched in terms of
the number of patches, average patch size and the largest patch
index (Figure 5 for version 4; see Appendix S1 for versions 1-3).

Multi-criteria evaluation of the models based on Principal
Component Analysis revealed that overall model performance
varied among simulators in terms of the capacity to reproduce
realistic ~ spatial  patterns  (Factorial Two-way ANOVA,
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We depict the parameter coefficients of the acting parameters Road, Field Size and Maximum Field Disconnection (F.Dis.) as well as the direction and strength of effect
of the two most important factors, namely forest cover and the number of roads.

Fe 305 =3.27, p<0.001), with G-RaFFe and Dinamica version 4
showing high and nearly similar performance, followed by Qrule,
Dinamica versions 3, 2 and 1, and finally Simmap with lowest
performance (Figure 6a). Dinamica’s performance hence increased
with complexity, yet with a stepwise increment between versions 3
and 4, namely, when roads served as a seed to patch expansion.
We found an interaction between simulator performance and
habitat cover, each model changing differently in performance
among habitat cover categories (Factorial Two-way ANOVA,
Fig30s=1.67, p=0.04) (Figure 6b). Specifically, all models
performed somewhat equally at habitat covers of 20-60%; G-
RaFFe and Dinamica 4 performed better at habitat cover >60%;
and Dinamica version 4, followed by G-RaFFe, had the best
performance at habitat cover <20%.

Analysis based on the number of parameters fitting simulta-
neously verified that performance differed between models
(Factorial Two-way ANOVA, Model: Fg 303 =134.1, p<<0.001)
but G-RaFFe was found to perform better than all other models,
followed by Qrule, Stmmap, and finally Dinamica versions 4, 3, 1 and
2 (Figure 6¢). Furthermore, a successful matching of all 6 metrics
was obtained by G-RalFe for 41 of 51 landscapes (80.4%, with all
other maps matched by 5 metrics. Qrule fitted 48% (with scores
ranging from 2 to 6), Simmap 14% (ranging from 0 to 6), Dinamica
version 4 matched two (3.9%) and versions 1 and 2 fitted only one
(2%). We found again a significant interaction between model and
habitat cover (Factorial Two-way ANOVA, Interaction:
Fig 308 =3.34, p<0.001): Habitat cover had a minor effect on
the performance of G-RalFFe, but a significant effect on all other
models (Figure 6d). Particularly, Qrule had its best performance at
habitat cover <20%, and Simmap at habitat cover >60%. For
Dinamica, the addition of an input road map enhanced the
performance of versions 3 and 4 at medium or high habitat cover
(>41%). At habitat cover <20%, version 4 performed better than
all other Dinamica versions.

Relation between spatial patterns and real land uses
We found a significant relation between the dominant
anthropogenic land use and the spatial patterns of the investigated
real landscapes (Table 4). Landscapes comprising primarily of
small farms had a larger number of remaining forest patches
(independently of forest cover, ANCOVA), substantially lower
LPI, and higher LSI due to the irregular structure of farms and
forest patches. Landscapes dominated by tree plantations had a
small number of remaining forest patches, lower LSI but high LPI,
resulting from a regular spatial structure and the presence of
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doi:10.1371/journal.pone.0064968.9002

corridors (thus reducing the number of patches and increasing
edge length). Finally, landscapes dominated by large farms differed
from those with tree plantations in terms of LPI, and differed from
those with small farms in terms of the number of patches and LSI
— namely, forming irregular spatial patterns but with a small
number of patches (Table 4).

PCA-based analysis did not indicate an effect of these spatial
difference  on model performance (Two-Way ANOVA;
Fo315=2.1, p=0.11). However, assessment based on simulta-
neous matching of metrics found clear relations between model
performance and landscape characteristics (Two-Way ANOVA;
Fo315=9.4, p<<0.001): Dinamica version 1 showed decreased

PLOS ONE | www.plosone.org

performance at landscapes dominated by small farms compared
to others, Qmule and Dinamica version 4 showed an increased
performance in landscapes dominated by large farms compared to
other landscape types, Dinamica version 3 showed decreased
performance in landscapes dominated by tree plantations. G-
RaFFe, however, did not show a significant change in performance
across land (Figure 7).

Finally, to illustrate the outcomes of G-RaFFe, Figure 8 depicts a
selection of eight real landscapes compared to eight landscapes
generated by the model, with the parameters identified as
producing the best match. A visual inspection of the maps
indicates a capability of generating spatial patterns that somewhat
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Figure 3. Attributes of the landscapes generated by Qrule. Generated landscapes are illustrated in colored circles, and compared to 50 real
landscape maps as in Figure 2. Colors represent the varied value of the Hurst exponent (H), defining the clustering coefficient.

doi:10.1371/journal.pone.0064968.9003

resemble real ones, but clear visual deviations do emerge: Large
fields produce overly straight structures (Figure 8f), the square
form of fields cannot form a parallel structure to diagonal roads
(which is mostly evident at high forest cover, Figure 8h), and
natural long elements such as rivers cannot be reproduced
(Figure 8h). For one of the selected landscapes, G-RalFe performed
less successfully with only 5 matches (Figure 8e), yet for the same
landscape, all other models matched fewer metrics. Comparison to
Orule and Stmmap indicates that Qmule performed poorly for
landscapes that are characterized by sharp boundaries between
forest and non-forest (Figures 8d,e,g,h), and Simmap performed
poorly when landscapes had, for instance, high variability in patch
size (Figure 8a,b,e,fig — for values see Appendix S3). For
illustrations of Dinamica’s output maps, see Appendix SI.

PLOS ONE | www.plosone.org 8

Discussion

This paper demonstrates the potential power of process-based
landscape simulators for various virtual landscape patterns, with
the benefit of reproducing spatial patterns that typify habitat loss
and fragmentation in rural, agricultural, and forestry-dominated
landscapes. When applying a set of parameters that are intuitive
and resemble realistic processes, users can easily control the spatial
attributes of the generated landscapes. Despite the simplicity of the
generator we introduced, its outputs covered a wider range of
spatial structures and performed better in matching realistic spatial
patterns compared to pattern-based models of somewhat similar
level of complexity. A Dinamica model version with somewhat same
processes performed equally well according to a PCA analysis, and
produced maps that seemed visually realistic (Appendix S1), but
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to 50 real landscape maps as in Figure 2. Colors represent values of the parameter P, the parameter that controls the degree of fragmentation of the

obtained patterns.
doi:10.1371/journal.pone.0064968.g004

performed far more poorly with respect to matching criteria
despite a higher number of parameters (Table 2) and a much
larger number of landscapes produced and analyzed. This was
primarily because of the low variability produced by Dinamica for a
given parameter combination — something which may be desirable
when seeking high predictive power, but not necessarily when
seeking to maximize the range of generated spatial patterns.
Exploration and implementation of Dinamica also required high
effort in terms of resources, both in working time and technical
infrastructure. This was due to the non-trivial GUI, the lack of
immediate outputs, and a large number of parameters to explore.
Furthermore, model versions where roads and fields extended in
an iterative process (to mimic the expansion of a deforestation
frontier) performed very poorly (see Appendix S1). We do not

PLOS ONE | www.plosone.org

doubt that further calibration could yield better performance, but
this is beyond the scope and purpose of this paper as here we
attempted to inspect the performance of uninformed landscape
generators.

Model complexity and the use of input maps can clearly yield
high predictive power for specific case studies (examples for
Dinamica: [30,45,46]; SLEUTH: [12,47-50]), but at the cost of
data-hunger, long preparatory stage for parameterization and
calibration, and long calculation time. These findings suggest that
the efforts to support a broad range of options and capacities,
offered by a very strong software packages such as Dinamica, do not
support the simplicity which is wished for when generating
landscapes for explorative or theoretical purposes. Thus, a
powerful aspect of process-based generators remains overlooked,
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doi:10.1371/journal.pone.0064968.g005

namely their ability to mimic complex spatial patterns using
realistic processes that can be simple, intuitive, and easy to
communicate (see also [51]). An interesting result in this context is
the leap in performance of Dinamica from model version 3 to 4,
namely when incorporating both roads and road-related patch-
expansion. This result confirms the central role of roads, especially
as a starting point for agricultural expansion, in forming spatial
fragmentation patterns (see also [38,45,52]). Another important
lesson emerges from the fact that, unlike many other models, G-
RalFFe produces fields that are clean of natural habitat. That this
yielded high performance demonstrates the unique attribute of
human-dominated land-uses, namely, the rarity or absence of
natural features apart from those remaining along property
margins (see also [25] for purely agricultural lands). Similarly,

PLOS ONE | www.plosone.org

10

most pattern-based models for generating fragmented landscapes
tend to overlook the fact that human activities often result in a
non-random association of land-cover types [10], with sharp
contrast between patches of natural areas and neighboring, often
homogeneous anthropogenic land types [53]. Human-dominated
areas are also usually more clustered than the remaining natural
habitats, and structurally better connected through infrastructures
such as roads. In consequence, the spatial patterns of anthropo-
genic landscapes is inherently non-fractal [16]. We therefore
suggest great caution in the selection of neutral landscape models,
even if used for theoretical purposes, to ensure that the templates
used for analysis suit the spatial structures of the system in
question. In this, we reiterate Halley et al. [54] in calling for

May 2013 | Volume 8 | Issue 5 | 64968



The Power of Process-Based Landscape Generation

0.9

@) ©

08 | i % ° ®

g 3
.
£ 07 % % % s ®
e a
5 % % £
< 06 2
: : ¢ *
E 2 ®
T 05 g
g 3 2
3 Z
04+
0.3 : : ; . , ; . 0 T T T T T T T
Simmap Qrule  Din.1  Din.2 Din.3 Din.4 G-RaFFe Simmap Qrule Din.1 Din.2 Din.3 Din.4 G-RaFFe
1.2 7
(b) (d)
3 f
o % t t 1 i
[y { o %7 % % {
O O
5 oo % } E : bt t t
; st
: iy | i, | Hy | ¥
o Q.
T 06 - 3 o % %
T o] .
o o ® Simmap E
= = 5 ]| * Qrule
O Din. V1 %
0.4 o Din.V2
44 ® Din.V3 %
A Din. V4
o G-RaFFe
0.2 0
(1-20) {21 - 40) {41 - 60) {61-99) {1-20) (21-40) {41-60) (61-99)
Habitat cover (%) Habitat cover (%)

Figure 6. Performance of the different models in terms of their capacity to match real landscape maps. A,b: Results based on a PCA-
based approach; ¢,d: based on the number of parameters that were simultaneously matched. Results are provided for overall model performance
(a,c) and separated according to habitat cover categories (b,d). Models are organized based on complexity and based on the processes included, from
left to right. Values reflect average values (= SE). Din. V=Dinamica version.

doi:10.1371/journal.pone.0064968.g006

careful application of fractal approaches to patterns that may be
non-fractal.

The range of applicability of the approach

The relative performance of the different models clearly altered
with habitat cover and the dominating land-use type, yet G-RaFFe
seemed to perform equally well across fragmentation levels and
land-use types, and often better than the other tested models. This
predictive capacity was not anticipated a priori when developing
Flo) the model, or even when visually inspecting the output maps. Yet
we validated that our results are robust to the selection of metrics

Table 4. Relation between dominant anthropogenic land use
and spatial pattern.

Tree plantations Large open areas Small farms

E:t':hbg of 178 284° 522° B or analysis approach. We therefore attribute them to the fact that

the models differ in capacities, weaknesses, and realms of potential
Ll 31.5° 23 15.2° 3.9% applicability. Likely, G-RaFFe is most suitable for reproducing the
Lsi 1.3 193 35.2° 12.5% spatial patterns typifying regions undergoing habitat loss and
Area 2329 71 153.5 23 fragmentation, or ‘marginal landscapes’ where human accessibility
Eucliten 77.9 84.1 72.8 0.51 is limited — namely, those landscapes that warrant particular
distance attention due to human pressures on biodiversity. On the other
Cohesion 96.1 976 95.8 17 hand, the model may be less suitable for investigating gradients

within natural or semi-natural environments, or for regions
Values represent the average value of each landscape metric for a given already dominated by anthropogenic infrastructures, such as

landscape type, significance marks the outcomes of ANCOVA with habitat cover
as a covariate (*=p<0.05, ** =P<0.01). Allocation into groups (a,b) is based on . .
Fisher's post-hoc analysis. remaining natural areas. In such cases, we suggest using other

doi:10.1371/journal.pone.0064968.t004 landscape generators (e.g. [5,10,22,23,25,29]).

urban areas dominated by agricultural fields with little or no
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The scale and resolution of interest may affect model
performance and applicability as well, since some landscape
elements occur at some scales but not at others. For example,
forest gaps due to selective logging or natural processes [55,56] can
be visible only at fine resolution, and linear elements tend to
disappear when increasing map extent and reducing its resolution
— starting with hedge rows and small roads, followed by streams,
and even rivers are lost at coarser scales [57]. Accordingly, the
power and applicability of different landscape generators, the role
of their different parameters and their potential capacity to identify
spatial signatures of drivers, are likely scale-dependent [58].

Model versus reality: process-based models as potential

tools for learning

Complex socio-economic processes shape deforestation patterns
(or more generally, landscape structures), and these are poorly
known [10]. Thus far, advanced methods for analysis and
simulation have failed to rigorously link spatial patterns with
processes ([10], but see [59]). Mathematical approaches can
potentially generate such spatial patterns but are unlikely to
further our understanding of the processes that generate them.
Process-based approaches can therefore facilitate analyses of the
relation between processes and spatial patterns. For example, in
this study we found landscape accessibility (here, number of roads)
to determine the number of remaining forest patches and their size
(for empirical evidence of such a relation see, see e.g. [34,37]), and
was a major determinant of the Landscape Shape Index (LSI)
which represents the length of edges in a landscape. But “field
size” determined had an important effect of the spatial configu-
ration of patches, such as the average distance between patches. It
further determined the number of patches and their structure in
landscapes with high habitat cover (ie., carly fragmentation
stages).

We see particular value for studies aiming to a) maps and
quantify the number and spatial distribution of roads across
landscapes [38], as well as b) to gain better understanding of the
parameter “field size”, which relates to patterns of land ownership
and management (and hence to socioeconomic factors). This is
shown by the matching between the dominant land use and the
corresponding field size that was found to best match them.
Further empirical evidence of such a relation was recently
provided by two case studies from Brazil [52,53].

Prospects for further model development

Some potential improvements of G-RaFFe warrant discussion
here. The addition of some parameters may enable model use for
further purposes, albeit with a potential loss of generality, or at
least of simplicity. Examples include:

1. Break the regularity of fields and the straightness of roads, to
yield a visually more realistic pattern (see Appendix S1 for
Dinamica results, and [27]). Fields can expand from a central
point outwards, whereas roads can be formed through a
correlated-random-walk and emerge from one another. Some
of these aspects are already included in a new model version of

References

1. Gardner RH, Milne BT, Turner MG, O’Neill RV (1987) Neutral models for the
analysis of broad-scale landscape pattern. Landscape Ecology 1: 19-28.

2. Gardner RH, Walters S (2002) Neutral Landscape Models. In: Gergel E, Turner
MG, editors. Learning Landscape Ecology: A Practical Guide to Concepts and
Techniques New York: Springer-Verlag. pp. 112-128.

3. With KA (1997) The application of neutral landscape models in conservation
biology. ConservBiol 11: 1069-1080.

PLOS ONE | www.plosone.org

13

The Power of Process-Based Landscape Generation

G-RaFFe, and some are under construction. Nonetheless, we
will attempt to do so with a minimum number of parameters.

2. The spatial patterns produced in this study are mostly typical to
flat terrains. To allow the generation of landscapes that
resemble those of topographically more complex landscapes,
one can use real or mathematically-generated landscape
terrains (see e.g. [23]), in combination with a preference for
generating roads and fields on flat grounds or along elevation
isoclines (i.e., defining a “slope resistance” [28]).

3. Finally, one may wish to add corridors to the landscape
produced, e.g. to test their potential effects on functional
connectivity. G-RaFFe already offers this option using a sub-
module that forms several randomly placed stretches of natural
habitat (forests) on top of the road-transected map, prior to the
expansion of fields. Advantages of this procedure are that a) it
does not require a-priort knowledge of where patches are, but
instead mimics the presence of a physical barrier; b) it yields
relatively irregular corridors; and c) it enhances connectivity
without major alteration of the (visual) spatial structure from an
alternative map without corridors.

The G-RaFFe model has been used in some ecological
explorations [6], and current applications are on-going. The
model can be downloaded freely at
php?en =21420. As with any other model, its use may give rise
to criticism and suggestions for improvement. We welcome all
comments or suggestions, as they will certainly contribute to the
development and application of the model.

www.ufz.de/index.

Supporting Information

Appendix S1 Description and implementation of Dina-
mica EGO landscape generator.

(DOC)

Appendix S2 Comparison of the attributes of the real
and simulated landscapes for the landscape generators
G-RaFFe, Qrule and Simmap.

DOCX)

Appendix S3 Principal Component Analysis for the
performance of all models in reproducing realistic
spatial patterns.

DOCX)

Acknowledgments

We would like to thank Karin Frank, Klaus Henle and two anonymous
reviewers of a previous submission for many useful comments. We thank
Britaldo Soares for vital tips regarding Dinamica application. We thank
Thorsten Wiegand, Anne Carney and two anonymous reviewers for useful
comments on the manuscript.

Author Contributions

Conceived and designed the experiments: GP GAZ. Performed the
experiments: GP GAZ LS MS. Analyzed the data: GP GAZ LS MM.
Contributed reagents/materials/analysis tools: MIB MM. Wrote the
paper: GP GAZ SP.

4. King AW, With KA (2002) Dispersal success on spatially structured landscapes:
When do spatial pattern and dispersal behavior really matter? Ecological
Modelling 147: 23-39.

5. Chipperfield JD, Dytham C, Hovestadt T (2011) An updated algorithm for the
generation of neutral landscapes by spectral synthesis. PLoS ONE 6: ¢17040.

May 2013 | Volume 8 | Issue 5 | 64968



20.

21.

22.

23.

24.

26.

27.

28.

30.

31.

32.

33.

. Pe’er G, Henle K, Dislich C, Frank K (2011) Breaking functional connectivity

into components: a novel approach using an individual-based model, and first
outcomes. PLoS ONE 6: €22355.

. Bocedi G, Pe’er G, Heikkinen RK, Matsinos YG, Travis JMJ (2012) Projecting

species’ range-shifting dynamics: sources of systematic biases when scaling up
patterns and processes. Methods in Ecology and Evolution 3: 1008-1018.

. Hiebeler D (2000) Populations on fragmented landscapes with spatially

structured heterogeneities: Landscape generation and local dispersal. Ecology
81: 1629-1641.

. TFahrig L (2003) Effects of habitat fragmentation on biodiversity. Annual Review

of Ecology Evolution and Systematics 34: 487-515.
Gardner RH, Urban DL (2007) Neutral models for testing landscape
hypotheses. Landscape Ecology 22: 15-29.

. Kubo T, Iwasa Y, Furumoto N (1996) Forest spatial dynamics with gap

expansion: Total gap area and gap size distribution. Journal of Theoretical
Biology 180: 229-246.

. Wu XQ, Hu YM, He HS, Bu RC, Onsted J, et al. (2009) Performance

Evaluation of the SLEUTH Model in the Shenyang Metropolitan Area of
Northeastern China. Environmental Modeling & Assessment 14: 221-230.
Schréder B, Seppelt R (2006) Analysis of pattern-process interactions based on
landscape models - Overview, general concepts, and methodological issues.
Ecological Modelling 199: 505-516.

Saupe D (1988) Algorithms for random fractals. The Science of Fractal Images
New-York: Springer-Verlag. pp. 71-113.

. Keitt TH (2000) Spectral representation of neutral landscapes. Landscape

Ecology 15: 479-493.

. Hargrove WW, Hoffman FM, Schwartz PM (2002) A fractal landscape realizer

for generating synthetic maps. Conservation Ecology 6.

. Li BL (2000) Fractal geometry applications in description and analysis of patch

patterns and patch dynamics. Ecological Modelling 132: 33-50.

. Wood J, Dykes J, Slingsby A, Clarke K (2007) Interactive visual exploration of a

large spatio-temporal dataset: Reflections on a geovisualization mashup. Iece
Transactions on Visualization and Computer Graphics 13: 1176-1183.

. Bonte D, Hovestadt T, Poethke HJ (2010) Evolution of dispersal polymorphism

and local adaptation of dispersal distance in spatially structured landscapes.
Oikos 119: 560-566.

Gardner RH (1999) RULE: map generation and a spatial analysis program. In:
Klopatek JM, Gardner RH, editors. Landscape Ecological Analysis: Issues and
Applications. New York: Springer. pp. 280-303.

Miranda BR, Sturtevant BR, Yang J, Gustafson EJ (2009) Comparing fire
spread algorithms using equivalence testing and neutral landscape models.
Landscape Ecology 24: 587-598.

Riitters K, Vogt P, Soille P, Estreguil C (2009) Landscape patterns from
mathematical morphology on maps with contagion. Landscape Ecology 24:
699-709.

Wiegand T, Moloney KA, Naves J, Knauer I (1999) Finding the missing link
between landscape structure and population dynamics: a spatially explicit
perspective. The American Naturalist 154: 605-627.

Saura S, Martinez-Millan J (2000) Landscape patterns simulation with a
modified random clusters method. Landscape Ecology 15: 661-678.

. Engel J, Huth A, Frank K (2012) Bioenergy production and Skylark (4lauda

arvensts) population abundance - a modelling approach for the analysis of land-
use change impacts and conservation options. Global Change Biology Bioenergy
in press: online first.

Dale VH, Pearson SM (1999) Modeling the driving factors and ecological
consequences of deforestation in the Brazilian Amazon. In: Mladenoff DJ, Baker
WL, editors. Spatial Modeling of Forest Landscape Change: Approaches and
Applications. Cambridge: Cambridge University Press. pp. 256-276.

Baker WL (1999) Spatial simulation of the effect of human and natural
disturbance regimes on landscape structure. In: Mladenoff DJ, Baker WL,
editors. Spatial Modeling of Forest Landscape Change: Approaches and
Applications. Cambridge: Cambridge University Press. pp. 277-308.

Clarke KC, Gaydos LJ (1998) Loose-coupling a cellular automaton model and
GIS: long-term urban growth prediction for San Francisco and Washington/
Baltimore. Int J Geogr Inform Sci 12: 699-714.

Soares BS, Coutinho Cerqueira G, Lopes Pennachin C (2002) DINAMICA-a
stochastic cellular automata model designed to simulate the landscape dynamics
in an Amazonian colonization frontier Ecological Modelling 154: 217-235.
Soares BS, Assuncao RM, Pantuzzo AL (2001) Modeling the spatial transition
probabilities of landscape dynamics in an amazonian colonization frontier.
Bioscience 51: 1059-1067.

Nepstad D, Soares BS, Merry F, Lima A, Moutinho P, et al. (2009) The end of
deforestation in the Brazilian Amazon. Science 326: 1350-1351.

Laurance WF (2010) Chapter 4: Habitat destruction: death by a thousand cuts.
In: Sodhi NS, Ehrlich PR, editors. Conservation Biology for All. Oxford, UK:
Oxford University Press. pp. 73-87.

Ewers RM, Kliskey AD, Walker S, Rutledge D, Harding JS, et al. (2006) Past
and future trajectories of forest loss in New Zealand. Biological Conservation

133: 312-325.

PLOS ONE | www.plosone.org

14

34.

36.

37.

38.

39.

40.

41.

42.

43.

44.

46.

47.

48.

49.

50.

56.

57.

58.

59.

The Power of Process-Based Landscape Generation

Freitas SR, Hawbaker TJ, Metzger JP (2010) Effects of roads, topography, and
land use on forest cover dynamics in the Brazilian Atlantic Forest. Forest
Ecology and Management 259: 410-417.

. Arima EY, Walker RT, Perz SG, Caldas M (2005) Loggers and forest

fragmentation: Behavioral models of road building in the Amazon basin. Annals
of the Association of American Geographers 95: 525-541.

Kouba Y, Alados CL (2012) Spatio-temporal dynamics of Quercus faginea
forests in the Spanish Central Pre-Pyreneces. European Journal of Forest
Research 131: 369-379.

Bi XL, Wang B, Lu QS (2011) Fragmentation effects of oil wells and roads on
the Yellow River Delta, North China. Ocean & Coastal Management 54: 256
264.

Freudenberger L, Hobson PR, Rupic S, Pe’er G, Schluck M, et al. (2013) Spatial
Road Disturbance Index (SPROADI) for conservation planning: a novel
landscape index, demonstrated for the State of Brandenburg, Germany.
Landscape Ecology (Online first).

McGarigal K, Cushman SA, Ene E (2012) FRAGSTATS(4.x): Spatial Pattern
Analysis Program for Categorical and Continuous Maps. . Amherst: University
of Massachusetts.

Schumaker NH (1996) Using landscape indices to predict habitat connectivity.
Ecology 77: 1210-1225.

Opdam P, Verboom J, Pouwels R (2003) Landscape cohesion: an index for the
conservation potential of landscapes for biodiversity. Landscape Ecology 18:
113-126.

Zurita GA, Bellocq MI (2010) Spatial patterns of bird community similarity: bird
responses to landscape composition and configuration in the Atlantic forest.
Landscape Ecology 25: 147-158.

Pearson SM, Gardner RH (1997) Neutral models: useful tools for understanding
landscape patterns. In: Bissonette JA, editor. Wildlife and landscape ecology,
effects of pattern and scale. New York, USA: Springer-Verlag. pp. 215-230.
Gardner RH, O’Neill RV (1991) Pattern, process and predictability: the use of
neutral models for landscape analysis. In: Turner MG, Gardner RH, editors.
Quantitative methods in landscape ecology: the analysis and interpretation of
landscape heterogeneity. New York, USA: Springer-Verlag. pp. 289-307.
Soares B, Alencar A, Nepstad D, Cerqueira G, Diaz MDYV, et al. (2004)
Simulating the response of land-cover changes to road paving and governance
along a major Amazon highway: the Santarem-Cuiaba corridor. Global Change
Biology 10: 745-764.

Teixeira AMG, Soares BS, Freitas SR, Metzger JP (2009) Modeling landscape
dynamics in an Atlantic Rainforest region: Implications for conservation. Forest
Ecology and Management 257: 1219-1230.

Jantz CA, Goetz SJ, Shelley MK (2004) Using the SLEUTH urban growth
model to simulate the impacts of future policy scenarios on urban land use in the
Baltimore-Washington metropolitan area. Environment and Planning B -
Planning & Design 31: 251-271.

Rafiee R, Mahiny AS, Khorasani N, Darvishsefat AA, Danekar A (2009)
Simulating urban growth in Mashad City, Iran through the SLEUTH model
(UGM). Cities 26: 19-26.

Silva EA, Clarke KC (2005) Complexity, emergence and cellular urban models:
Lessons learned from applying sleuth to two Portuguese metropolitan areas.
European Planning Studies 13: 93-116.

Herold M, Goldstein NC, Clarke KC (2003) The spatiotemporal form of urban
growth: measurement, analysis and modeling. Remote Sensing of Environment

86: 286-302.

. Pe’er G, Saltz D, Miinkemiiller T, Matsinos GY, Thulke H-H (2013) Simple

rules for complex landscapes: the case of hilltopping movements and
topography. Oikos (Online first).

Selva N, Kreft S, Kati V, Schluck M, Jonsson BG, et al. (2011) Roadless and
low-traffic areas as conservation targets in Europe. Environmental Management

48: 865-877.

. Ko DW, He HS, Larsen DR (2006) Simulating private land ownership

fragmentation in the Missouri Ozarks, USA. Landscape Ecology 21: 671-686.

. Halley JM, Hartley S, Kallimanis AS, Kunin WE, Lennon [J, et al. (2004) Uses

and abuses of fractal methodology in ecology. Ecology Letters 7: 254-271.

. Asner GP, Keller M, Silva JNM (2004) Spatial and temporal dynamics of forest

canopy gaps following selective logging in the eastern Amazon. Global Change
Biology 10: 765-783.

Shugart HH (2003) A Theory of Forest Dynamics: The Ecological Implications
of Forest Succession Models. Caldwell, NJ: The Blackburn Press.

Hawbaker TJ, Radeloff VC (2004) Roads and landscape pattern in northern
Wisconsin based on a comparison of four road data sources. Conservation
Biology 18: 1233-1244.

Henle K, Kunin W, Schweiger O, Schmeller DS, Grobelnik V, et al. (2010)
Securing the conservation of biodiversity across administrative levels and spatial,
temporal, and ecological scales: research needs and approaches of the SCALES
project. Gaia - Ecological Perspectives for Science and Society 19: 187-193.
Tzanopoulos J, Mouttet R, Letourneau A, Vogiatzakis IN, Potts SG, et al. (2013)
Scale sensitivity of drivers of environmental change across Europe. Global
Environmental Change 23: 167-178.

May 2013 | Volume 8 | Issue 5 | 64968



