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Abstract

Background: Understanding the drivers of large-scale vegetation change is critical to managing landscapes and key to
predicting how projected climate and land use changes will affect regional vegetation patterns. This study aimed to
improve our understanding of the role, magnitude and spatial distribution of the key environmental factors driving
vegetation change in southern African savanna, and how they vary across physiographic gradients.

Methodology/Principal Findings: We applied Dynamic Factor Analysis (DFA), a multivariate times series dimension
reduction technique to ten years of monthly remote sensing data (MODIS-derived normalized difference vegetation index,
NDVI) and a suite of environmental covariates: precipitation, mean and maximum temperature, soil moisture, relative
humidity, fire and potential evapotranspiration. Monthly NDVI was described by cyclic seasonal variation with distinct
spatiotemporal patterns in different physiographic regions. Results support existing work emphasizing the importance of
precipitation, soil moisture and fire on NDVI, but also reveal overlooked effects of temperature and evapotranspiration,
particularly in regions with higher mean annual precipitation. Critically, spatial distributions of the weights of environmental
covariates point to a transition in the importance of precipitation and soil moisture (strongest in grass-dominated regions
with precipitation<<750 mm) to fire, potential evapotranspiration, and temperature (strongest in tree-dominated regions
with precipitation>950 mm).

Conclusions/Significance: We quantified the combined spatiotemporal effects of an available suite of environmental
drivers on NDVI across a large and diverse savanna region. The analysis supports known drivers of savanna vegetation but
also uncovers important roles of temperature and evapotranspiration. Results highlight the utility of applying the DFA
approach to remote sensing products for regional analyses of landscape change in the context of global environmental
change. With the dramatic increase in global change research, this methodology augurs well for further development and
application of spatially explicit time series modeling to studies at the intersection of ecology and remote sensing.
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Introduction Degradation of southern African savanna [9] is usually represent-
ed on the landscape as a shift from grass- and tree-dominated

Understanding the drivers of large-scale vegetation change is landscapes to less biologically productive ones dominated by scrub
[10-12]. Given this trend, understanding the spatial and temporal
dynamics of vegetation change and identifying the main drivers of
vegetation transition are critically important for land manage-
ment, particularly in light of significant climate variability and

critical to managing landscapes for the mutual benefit of human
and natural systems. Tropical and sub-tropical southern Africa is
dominated by the presence of savannas characterized by the
coexistence of trees and grasses. Savanna is a relatively productive
ecosystem; the entire African savanna biome accounts for 13.6%
of global Net Primary Production NPP [1]. Long-term changes in
ecosystem structure and productivity is thought to be driven by a
combination of biotic (including human) and abiotic drivers [2-7],
and may represent irreversible landscape degradation [8].

possible directional climate change expected in the region [13,14].

The critical importance of single factors like water [6,15-17],
specifically mean annual precipitation (MAP) [3,4,7], is recognized
for savanna vegetation, although its role differs across vegetation
types and biomes, and it’s effects are typically analyzed at annual
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Figure 1. Geography of the study area with (A) mean annual NDVI and precipitation and (B) climograph. Spatial pattern of mean annual
NDVI across the study area, derived from monthly MODIS NDVI data from 2001 to 2010. The subset polygons correspond to mean annual
precipitation intervals. The inset map shows the geographic location of the study area in southern Africa.

doi:10.1371/journal.pone.0072348.g001

or longer time steps. Rainfall stimulates green-up onset and
determines the duration of growth and flowering of some plants,
and its distribution is critical to vegetation germination, growth,
and biomass [18]. Other individual factors like soils, nutrients,
herbivory, and land use (mainly grazing activities) contribute to
local patterns of savanna ecosystem structure at longer time frames
[4,19]. However, a simultaneous spatial and temporal analysis of
the dynamics of the coupled relationship among environmental
covariates controlling savanna vegetation has not been explored,
specially at a finer temporal resolution (i.e. monthly). Integrated
analysis of environmental factors is critically important for
explaining abiotic-biotic interactions over large spatial scales,
where the relative importance of abiotic drivers on vegetation may
vary between different physiographic regions. Thus, a method for
simultaneously identifying spatial patterns of the importance of
multiple, dynamic explanatory variables—while accounting for
unexplained, but shared, temporally varying trends—is required to
improve understanding of the factors controlling vegetation
response.

Remote sensing has provided a powerful instrument to observe,
monitor and characterize landscape changes, since it is able to
offer repeated measurements of large terrestrial areas at long
temporal scales [14,20-23]. Satellite-derived vegetation indices
such as the normalized difference vegetation index (NDVI) and
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the enhanced vegetation index (EVI) have been closely linked with
fraction of green vegetation, leaf area index, and vegetation
primary production [24]. Time series approaches to analyzing
continuous remote sensing variables are being adopted to advance
understanding of intra- and inter-annual variations in vegetation
and to derive and examine the relationships between vegetation
growth and drivers of change [3,4,6,25-34]. Application of
wavelet analysis [35] and Fourier analysis [36-38] show promise
in elucidating patterns of land cover variation and individual
drivers of change, but rarely are multiple, spatiotemporally
variable drivers of landscape change assessed simultancously.

To address this challenge, we applied Dynamic Factor Analysis
(DFA), a multivariate times series dimension reduction technique,
to investigate vegetation dynamics (via NDVI) across three large
watersheds in southern Africa. DFA models temporal variation in
observed data series (response variable) as linear combinations of
one or more common trends (representing unexplained variability)
and zero or more explanatory variables (representing explained
variability). DFA was initially developed to analyze economic time
series [39-42] and was later extended to include explanatory
variables in ecological predictions, like modeling the dynamics of
squid [43] and commercial fisheries [44-49]. DFA has been
successfully applied to improve understanding of variation in
groundwater levels [50-52], soil moisture dynamics [53,54],
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interactions between hydrological variables and groundwater
quality trends [55,56], annual maximum precipitation [57], and
air quality [58]. Recently, DFA has been used to link radial tree
growth and climate [59,60].

In this study, we applied DFA to the temporal and spatial
interactions between monthly NDVI and a suite of monthly
environmental covariates across the Okavango, Kwando, and
upper Zambezi watersheds, representing a dynamic savanna
landscape in southern Africa (Fig. 1A). The specific objective of
this study was to identify the most important physical drivers of
vegetation cover in the region and how they vary across
physiographic gradients at a monthly temporal scale. This analysis
supports the role of known drivers of savanna vegetation but also
uncovered the important roles of temperature and evapotranspi-
ration at this finer temporal resolution. Understanding the shifts in
importance of combined drivers of large-scale vegetation change is
critical to managing landscapes in the context of projected climate
and land use changes.

Results

Experimental Time Series

Monthly NDVTI data collected between 2001 and 2010 showed
relatively consistent seasonal cycling, typical for this region [61],
across all data analysis precipitation polygons depicted in Fig. 1A.
However, variations in the magnitude of NDVTI indicate consid-
erable spatial variation in vegetation, with highest values in the
more humid north (MAP>750 mm) (Fig. 2). Moreover, while
rising and declining phases of NDVI are generally parallel across
different precipitation polygons, vegetation dynamics differ spa-
tially and temporally during periods of NDVI minima and
maxima (Fig. 2). For example, the timing of summer NDVI peaks
varies across physiographic regions receiving different amounts of
MAP. Additionally, years with lower summertime NDVI maxima
(e.g. 2003 and 2005) in regions with low MAP do not necessarily

correspond to similarly low maxima in more humid regions.

Candidate Explanatory Variables

The application of the collinearity test (VIF<10, Methods
section) resulted in the selection of six CEVs for further
investigation (see details in Appendix S1, Table A2): precipitation
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Figure 2. Variability of observed NDVI for the study region for
two mean annual precipitation (MAP) ranges.
doi:10.1371/journal.pone.0072348.9002
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(P), mean temperature (T), maximum temperature (M), soil
moisture (S), fire (F) and potential evapotranspiration (E)
(Table 1). Each CEV consisted of monthly time series from each
of the 48 analysis polygons, yielding a total of 288 CEVs; this set of
explanatory time series was reduced by performing an initial DFA
on ecach CEV. In all cases, the inclusion of the area-weighted
average time series for the whole study region as an explanatory
variable yielded satisfactory reduced models, and resulted in
minimum BIC when combined with a single common trend
representing local “anomalies” from the average time series (Table
S1). Sufficiency of these reduced CEVs were supported by good
model fitting (global C,;=>0.90 for all response variables except fire)
and a marginal increase of C,rfor DFMs with higher numbers of
trends (Table S1). This indicates that the majority of observed
variance in ecach set of 48 spatially distinct CEVs was well
accounted by the global area-weighted average and a single trend
(anomaly).

Normalized, area-weighted average time series of the CEVs are
presented in Fig. 3A-F. While all CEVs show an annual cycle,
each is unique in its timing of seasonal maxima/minima and rates
of rise and decline. For example, precipitation, mean temperature,
and soil moisture are generally in phase (i.e. with winter maxima),
however correlation between the timing of precipitation and mean
temperature maxima is inconsistent across years, and the rate of
declining soil moisture is attenuated and delayed with respect to
precipitation. Similarly, while fire, maximum temperature and E
share the general timing of summer maxima, the E signal is better
resolved in winter months, while the fire signal disappears (i.e. time
when the burned area is essentially zero). Due to these distinct
patterns of temporal variation, no combination of the six
explanatory variables exceeded the collinearity threshold
(VIF<10) and the set was deemed suitable for use as CEVs in
the exploration of NDVI models.

DFA with no Explanatory Variables (Model 1)

As a baseline for comparison, DFA was first applied to model
the 48 NDVI time series (response variable) using only an
increasing number of common trends (Model I). BIC was
minimized with one trend (M=1), and addition of extra trends
impact on model performance minimally (Table 2). Overall C,;
was 0.90 for Model I, ranging between 0.78 and 0.96 across
precipitation polygons (Table 2). The single common trend in
Model I illustrates shared variability across the 48 input time series
and may be viewed as a general signature of NDVI across the
domain, integrating environmental factors that influence vegeta-
tion dynamics. High positive correlations (0.88=p;,=0.98)
between the common trend and the 48 NDVI response time
series indicates that the model captures the principal variability of
NDVI across the region. However, since this trend represents a
latent effect (i.e. unexplained variance), it does not reveal which
biophysical variables are actually driving NDVI variations.

DFA with Explanatory Variables (Model I1)

Next, NDVI was modeled as combinations of common trends
and selected CEVs to reduce model reliance on the unexplained
variability identified in Model I. Based on the reduction of CEVs,
combinations of area-weighted average and “‘anomaly” CEV time
series were evaluated in a factorial manner to determine “best”
model fits (273 DFMs explored; Table S2). The best-performing
models employed a single trend, and none of the best DFMs
included CEV “anomaly” time series (see Table S2), suggesting
that the combinations of average environmental drivers (Fig. 3A-F)
adequately captured spatio-temporal variation of NDVIL.
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Table 1. Data sets used in DFA analysis and their sources.
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Potential Evapotranspiration

Data set Symbol Source

Monthly MODIS NDVI (MOD13A3) NDVI http://reverb.echo.nasa.gov

Monthly MODIS Thermal Anomalies & Fire (MOD14A2) F http://reverb.echo.nasa.gov

Matsuura and Willmott’ s Monthly Precipitation P http://climate.geog.udel.edu/climate/html_pages/download.html#P2011
Matsuura and Willmott" s Monthly Mean and T, M http://climate.geog.udel.edu/climate/html_pages/download.html#P2011
Maximum Temperature

CPC Monthly Soil Moisture S http://www.esrl.noaa.gov/psd/data/gridded/tables/monthly.html
NCEP-DOE Reanalysis Il Monthly E http://www.esrl.noaa.gov/psd/data/gridded/data.ncep.reanalysis2.gaussian.

html

doi:10.1371/journal.pone.0072348.t001

Systematic application of a multi-criteria model selection
process (see Methods section) led to the final selection of Model
II with one common trend and 4 explanatory variables (fire, soil
moisture, precipitation, and mean temperature) (shown in Fig. 3
and bold text in Table 2). This model minimized BIC amongst all
DFMs with M =1 and K'=4 (Table S2) and had “good” model
performance with an overall Cg,=0.91. Morecover, model
performance for the worst-performing polygon was substantially
improved (from Cz=0.79 with K=1 to 0.88 with K =4). Finally,
the majority of the model’s explanatory power shifted from the
common trend to the explanatory variables, with average
canonical cross-correlation between response and trend (p;,)
reduced from 0.94 to 0.09 for K=1 to 4, respectively.

Multi-linear Regression (Model IlI)

Finally, a multi-linear model (Model III) was developed from
DFA results by removing the trend from Model II. Fig. 4
summarizes relationships between C,rand BIC for several multi-
linear models explored using different combinations of CEVs
(K=1-6). The best Model III for each A is the model with the
highest region-averaged Cgs (symbols in Fig. 4) and best
explanation of NDVI for the worst-performing polygon (lower
C value in error bars, Fig. 4). Note that with the same set of
CEVs identified in Model II (F, S, P, T), Model I1I only suffered a
small reduction in performance (overall C,ydecreased from 0.91 to
0.90; Table 2; Fig. 5), indicating the weak reliance of Model II on
trend. Further addition of E met the selection criteria, yielding
minimum BIC,; best overall performance, and best explanation in
the worst-performing polygons (T'able 2 and Fig. 5). Fig. 6 presents
observed and simulated NDVI time series for the best (Fig. 6A-C)
and worst (Fig. 6D-F) performing polygons in each watershed.
Although some extreme values are missed, both Model II and
Model III closely reproduce the observed NDVI patterns across
the region. Model IIT will be used in the ensuing discussion since it
contains only explained variability (environmental covariates).

Discussion

Understanding of environmental factors driving variance in
NDVI is key in predicting how projected climate and land-use
change will affect local and regional vegetation. DFA results
quantify the combined spatio-temporally variable effects of the five
main environmental factors driving NDVI distribution in study
area over ten years, and allow addressing important questions on
regional vegetation dynamics.

PLOS ONE | www.plosone.org

How does the Relative Importance of Environmental
Drivers Vary in Space?

The spatial distribution of regression coefficients (f;,) (see Table
S3) represents the relative importance of the normalized explan-
atory variables across different regions (Fig. 7). As expected, fire (F,
Fig. 7A) is negatively related with green vegetation, with an
apparent north-south gradient in B, (—0.13= fp, = —0.61).
Strongest fire effects (highest absolute ff, values) are seen north of
the 750-800 mm MAP line, suggesting that fire plays a stronger
role in determining vegetation dynamics in wetter areas, likely due
to greater biomass in wetter areas (and thus greater impacts of
fire), and a stronger dependence of vegetation upon MAP (vis-a-vis
fire) in drier regions [62].

Soil moisture (S, Fig. 7B) was positively related to NDVI
(0.01=p5,=0.64) and revealed the opposite spatial pattern to fire,
with importance decreasing from south to north. The maximum
P, found in the drier southwestern areas evidence S as a key
factor in the variability of NDVI, reflecting the ‘“hydrologic
capacitance’ or rainfall storage capacity of the area. In the wetter
northern regions, S is less important due to more abundant MAP
(Bs,, reaches its minimum value where MAP>1300 mm). Area-
weighted average precipitation (P, Fig. 7C) is positively related
with NDVI (0.09=fp ,=0.42), with maximum fp, values in drier
areas, mainly in the Okavango and Zambezi watersheds, due to
lower MAP and higher variability in these regions [63]. While S
and P are inherently (physically) related, their correlation is low
(p =0.39) since moisture is further mediated by spatially variable
soil characteristics. Plant-available water is a function of both S
and P, and thus their inclusion improved NDVI model explana-
tion without exceeding the VIF collinearity criterion. However,
while small covariance is still present and cannot be ignored,
averaging the variables at a scale that is larger than their
characteristic scale of variability [64] largely reduces the small-
scale correlations among variables [65]. Thus, at the larger
polygon scale used the DFA, factors can effectively reflect the
large-scale controls over the response variable.

Area-weighted average temperature (T, Fig. 7D) was also
positively related with NDVI (—0.02=f+,=<0.48), with an
apparent gradient in importance from north to south. This may
be due to differences in the response of trees versus grasses to
temperature variation. Timing of green-up and senescence in
grasslands is dominated by C-4 plants, better adapted to high
temperatures [66] and less likely to be affected by temperature (1.c.
have lower f, values), than wooded savanna regions. Highest
values in the north may reflect greater reliance on leaf-out cues
based on temperature rather than photoperiod [67] in more
mountainous areas, where slope and aspect affect the timing and
magnitude of insolation. To our knowledge, this is the first analysis
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Figure 3. Normalized, area-weighted average explanatory variables used in the study. (A) precipitation, P; (B) mean temperature, T; (C)
maximum temperature, M; (D) soil moisture, S; (E) fire, F; and (F) potential evapotranspiration, E. The common trend (G) for model Il (FSPT) is shown

for comparison.
doi:10.1371/journal.pone.0072348.9003

to point out the importance of temperature to variance in NDVI
on savanna ecosystems.

Finally, area-weighted average potential evapotranspiration (E,
Fig. 7E) was negatively related to NDVI (—0.42=f,,=-0.01),
with lowest values in the south increasing to their maximum and

PLOS ONE | www.plosone.org

leveling off around 900-950 mm. Potential evapotranspiration is
driven by climatic demand, taking no account of soil available
water. As the seasonality of I and S are out of phase (Fig. 3), it
follows that the potential evapotranspiration demand is not fully
met by actual evapotranspiration. The negative relation between E
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Table 2. Selected results of the dynamic factor analysis of Normalized Difference Vegetation Index (NDVI).
No. of Explanatory No. of
Model® trends (M) variables parameters BIC® Ces pvalue® p, ©
| 1 = 1272 —1854 0.90 (0.78-0.96) + 0.95 (0.88-0.98)
2 - 1319 —1668 0.91 (0.79-0.96) +
3 = 1365 —1491 0.91 (0.79-0.96) +
Il 1 P 1320 —1683 0.86 (0.70-0.94) + 0.73 (0.53-0.85)
2 P 1367 —1504 0.87 (0.72-0.94) +
3 P 1413 —1308 0.87 (0.72-0.93) +
1 T 1320 —1712 0.91 (0.79-0.96) + 0.94 (0.84-0.98)
2 T 1367 —1566 0.91 (0.79-0.95) +
3 T 1413 —1373 0.91 (0.79-0.96) +
1 M 1320 —1704 0.91 (0.79-0.96) + 0.86 (0.77-0.92)
2 M 1367 —1521 0.90 (0.78-0.94) +
3 M 1413 —1316 0.90 (0.80-0.94) +
1 S 1320 —1807 0.89 (0.79-0.93) Ak 0.74 (0.55-0.88)
2 S 1367 —1626 0.89 (0.79-0.93) +
3 S 1413 —1404 0.91 (0.80-0.95) +
1 F 1320 —1706 0.87 (0.74-0.92) + 0.77 (0.60-0.90)
2 B 1367 —1519 0.88 (0.78-0.93) +
3 F 1413 —1329 0.88 (0.81-0.92) +
1 E 1320 —1758 0.88 (0.73-0.95) + 0.76 (0.70-0.82)
2 E 1367 —1592 0.89 (0.78-0.93) +
3 E 1413 —1398 0.92 (0.85-0.96) +
1 FS 1368 —1648 0.91 (0.84-0.94) + 0.61 (0.45-0.71)
2 FS 1415 —1465 0.89 (0.83-0.94) +
3 FS 1461 —1304 0.90 (0.81-0.93) +
1 FSP 1416 —1510 0.90 (0.83-0.94) + 0.26 (0.06-0.35)
2 FSP 1463 —1312 0.90 (0.83-0.94) +
3 FSP 1509 —1121 0.91 (0.83-0.94) +
1 FSPT 1464 —1376 0.91 (0.88-0.93) + 0.09 (—0.09-0.20)
2 FSPT 1511 —1138 0.92 (0.88-0.94) A=F
3 FSPT 1557 —937 0.93 (0.88-0.95) ++
1 FSPTE 1512 —1048 0.93 (0.88-0.95) HF 0.13 (—0.01-0.27)
2 FSPTE 1559 —869 0.93 (0.88-0.95) ++
3 FSPTE 1605 —682 0.93 (0.88-0.95) S
1] 0 F 96 —6094 0.70 (0.51-0.81) -
0 FS 144 —8719 0.82 (0.70-0.87) +
0 FSP 192 —10975 0.89 (0.81-0.92) +
0 FSPT 240 —11391 0.90 (0.86-0.92) A=F
V] FSPTE 288 -11719 0.91 (0.88-0.93) +
“Model I: only common trends (unexplained variability), Model II: with common trends and explanatory variables (explained variability), and Model llI: only explanatory
variables (from multiple regression);
:{le Bayesian Information Criterion;
“Cer: Nash-Sutcliffe coefficient of efficiency. Values presented are calculated for the whole area (values in parenthesis represent range for polygons);
dClassification of goodness-of-fitness results based on statistical significance (p=0.01) for the polygon with the lowest fit in the region: —Unsatisfactory, +acceptable,
++good [85];
€Canonical correlation coefficients for the first common trend of Models | and II.
doi:10.1371/journal.pone.0072348.t002

and NDVI points to the potential for vegetation growth that is ing the regional shift in importance in driving forces in areas
currently not met by the available water and becomes a limiting receiving differing MAP and representing three distinct savanna
factor in this landscape. types (from grass- to tree-dominated systems). For example, where

Fig. 8 summarizes the spatial organization of the importance of MAP<750 mm (primarily grass-dominated savannas) we show
each environmental covariate in Model III over NDVI, highlight- that NDVI was most strongly influenced by soil moisture and

PLOS ONE | www.plosone.org 6 September 2013 | Volume 8 | Issue 8 | e72348



Environmental Controls of Southern Africa Savanna

e
|l o o
o w g 1.00
(2 TRT
L
~~~~~ 0.90
\ wT
w T -_— -
Wl o 0.80
@
s
& u y 0.70
2w A ) '
-2 |
o = MO
- | 0.60 %
? o
A -
1 L m
0.50
O 1 explanatory variable P ;; w = L
w
A 2 explanatory variables c k s » 0.40
o - .
O 3 explanatory variables s ; 1 ]
¢ 4 explanatory variables Do g 1 -
) Sk= w woo 0.30
* 5 explanatory variables aop mugw :
V 6 explanatory variables & = 7
=== |ncremental Model z . ; 0.20
=== Range across polygons o
is
0.10
-12000 -11000 -10000 -9000 -8000 -7000 -6000 -5000 -4000 -3000 -2000 -1000

BIC

Figure 4. Incremental improvement of model Ill performance with the addition of the explanatory variables. Variables are
precipitation, P; mean temperature, T; maximum temperature, M; soil moisture, S; fire, F; and potential evapotranspiration, E. Best models are shown
in bold with white symbols (F, FS, FSP, FSPT, FSPTE), solid lines show weighted averages and dashed lines the range across the spatial domain (C:

Nash-Sutcliffe Coefficient; BIC: Bayesian Information Criterion).
doi:10.1371/journal.pone.0072348.g004

precipitation, with much smaller effects of fire, evapotranspiration,
and temperature. This supports previous studies [62,68], that
identified fire as less important than precipitation in predicting tree
cover in areas with MAP<<1000 mm (due to water limitation on
tree growth) or >2000 mm (due to humid conditions), and
Linhoss et al. [69] who identified soil moisture in the Okavango

53 B

watershed as a key driver of the environmental dynamics in the
Okavango Delta.

On the other hand, when MAP> ~900 mm (where NDVI and
overall biomass increase with an increasing presence of woody
vegetation) markedly different patterns emerge. Fire and mean
temperature come to dominate the variability in NDVI, followed
in importance by evapotranspiration, while soil moisture and
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Figure 6. Comparison of model Il and Il results and measured NDVI. Best-performing (A,B,C in left column) and worst-performing (D,E,F in

right column) polygons in each watershed are shown.
doi:10.1371/journal.pone.0072348.g006

precipitation effects decline (vegetation is no longer as water
limited). Previous studies suggest that in arid and semi-arid areas,
increasing pre-season temperatures reduce water availability by
increasing evaporation, thereby delaying season onset [2].
Importantly, the results summarized in Fig. 8 reveal the power
of DFA for the biogeographical interpretation of spatially variable
environmental effects. In particular, this analysis quantified the
spatial distribution of the role of each environmental factor in
driving NDVI across a large, heterogeneous domain and
highlighted the transition between savanna regions dominated
by S and P and those dominated by T, F, and E.

PLOS ONE | www.plosone.org

Applicability of the Final NDVI Model

Removal of unexplained variability from the final DFM Model
IIT yields a statistical model of NDVI based solely on a set of
biophysical parameters that may provide a “first-cut” approxima-
tion of the likely response of vegetation (via NDVI) to mid- and
long-term climate changes. It is important to recognize that these
models are statistical, and like any forecasting models, inherently
assume that the identified relationships remain consistent across a
different suite of climatic variables (a problematic assumption
under non-stationary climate conditions). While the sign of the
identified relationships may not change, the slope and magnitude
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likely will. For example, while fire and NDVI would remain
negatively correlated under varying climate scenarios, the
importance of fire to overall NDVI could change non-linearly
since it is a function of other climatic factors that influence biomass
(e.g. precipitation and temperature).

The length of some remote sensing records now permit
systematic quantification of the relationships between key drivers
of vegetation growth and resultant vegetation cover over sufficient
temporal and spatial scales to begin developing models for use as
predictive future change scenarios. These data are also valuable
for detecting contemporary changes not currently predicted in the
modeling framework and assessing where and why models
perform poorly. The approach helps improve our understanding
of the dynamics of vegetative change, the role and identification of
any missing drivers, and potential future impacts of increased
climate variability and change. Monthly MODIS-derived vegeta-
tion indices hold considerable promise for large-scale quantifica-
tion of complex vegetation-climate dynamics, and for regional
analyses of landscape change related to global environmental
changes [28,70].

This research highlights the utility of coupling remote sensing
and time-series tools. With the dramatic increase in global change
research, this type of methodology augurs well for further
development and application of spatially explicit modeling at the
intersection of remote sensing and Land Change Science.

PLOS ONE | www.plosone.org

Materials and Methods

Study Area

The study catchments cover 681,545 km? in tropical and sub-
tropical southern Africa (Zambia, Angola, Namibia, and Bots-
wana) (Fig. 1A). MAP ranges from <400 mm to 1400 mm yr~ '
and is strongly correlated with latitude and elevation, with highest
rainfall in the mountainous north (Fig. 1A). This gradient straddles
a noted [3] critical threshold of 650 mm, below which precipita-
tion is believed to dominate savanna vegetation patterns, and
above which other factors such as fire and herbivory are
hypothesized to play an important role. However, the cattle
stocking rate in our study region is very low (<1-10 head/km?,
compared to >250 head/km? in other African savanna regions,
see Appendix S2, Fig. Al) [71] and although there are a number
of wildlife management areas throughout the region these are of
relatively small size and low wildlife density, suggesting their effect
is likely minimal at the polygon level. Thus, at the low densities
present in the study region, herbivory likely reduces proportionally
the amount of green vegetation in small quantities, following
primarily the same seasonal cycling as plant green-up and
senescence and although it could reduce slightly the magnitude
of NDVI it does likely not change the temporal pattern (i.e. the
variance) observed at the monthly time scale pursued in this study.
Relatively low regional human population [72] reduces the effect
of land use changes associated with roads and settlements, and
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facilitates identification of the explicit effects of climate on
vegetation. Southern semi-arid areas are characterized by low
MAP with high interannual variability. Both magnitude and
relative reliability of MAP increases towards the north [73].
Rainfall is seasonal, with ~87% of MAP received from November
through March (Fig. 1B). July (mean temperature of 17.4°C) and
October (mean temperature of 25.6°C) are the coldest and
warmest months, respectively (Fig. 1B). Soils are primarily Oxisols
in the north and Entisols in the south [74]. In particular, Kalahari
sands characterize the majority of the area. Low topography in the
south, especially in Caprivi (Namibia and northern Botswana),
complicates hydrologic separation of the catchments. Historically
inter-basin water flowed eastward, but the systems have remained
unconnected since the late 1970s.

Remote Sensing Data — Response and Candidate

Explanatory Variables

Remote sensing data included ten years (2001-2010) of monthly
NDVI data (response variable) and a suite of environmental
variables used as explanatory variables (CEVs) in the DFA,
including precipitation, mean temperature, maximum tempera-
ture, soil moisture, relative humidity, fire and potential evapo-
transpiration (Table 1).

Time series of response and explanatory variables were
aggregated from pixel-scale data by extracting mean values over
areas defined by different precipitation intervals for each of the
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three drainage basins, producing 48 individual data polygons
(Fig. 1A). While the dominant precipitation gradient is from north
(high elevation) to south (low elevation) there are also potentially
significant drivers of change from east to west (topography,
oceanic influence etc.), which may be better elucidated by
considering three distinct drainage basins oriented along this
gradient. The individual polygons (Fig. 1A), yielding a total of
336 time series (1 response variable and 6 CEVs in each of 48
polygons) comprised of 120 monthly average values.

Vegetation: NDVI. MODIS NDVI data (MOD13A3) were
applied as the response (dependent) variable (Table 1) since NDVI
has been closely linked with green cover, vegetation primary
production, and phenology of savanna systems [33,75-77].
MODIS provides monthly NDVI data at a 1-kilometer spatial
resolution in the sinusoidal projection. Grids contaminated by
clouds and those with average growing season NDVI less than
0.1 were excluded from analysis. Future research will evaluate the
suitability of these models for carlier data series (i.e. AVHRR
data), but we wished to avoid potentially confusing the time-series
by incorporating two distinct (spatial, temporal, spectral and
radiometric) datasets into one analysis.

Fire data. The MODIS Thermal Anomalies/Fire data [78],
were applied as an explanatory variable of fire frequency (Table 1).
This is an 8-day fire-mask composite image at I-kilometer
resolution in the Sinusoidal projection. Numbers of fire pixels
within each precipitation interval were calculated at an 8-day
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scale, and the number of fire pixels summarized to characterize
the monthly fire frequency within each polygon.

Climate: precipitation, temperature, potential
evapotranspiration, and soil moisture. We utilized datasets
of monthly precipitation (2001-2010) and monthly mean and
maximum air temperature (2001-2010), which have a spatial
resolution of 0.5 degree by 0.5 degree with grid nodes centered on
0.25 degree (Table 1). These improve upon previous global mean
monthly datasets using a refined Shepard interpolation algorithm
and increased numbers of neighboring station points [79]. Based
on grid nodes included in the three catchments we interpolated
continuous surfaces with 1-kilometer spatial resolution using
mnverse distance weighting. Potential evapotranspiration impacts
water availability to vegetation and therefore influences savanna
ecosystems considerably. NCEP-DOE Reanalysis II global poten-
tial evapotranspiration data (Table 1) was used to represent
environmental demand for evapotranspiration. Irregular Gaussian
grids were converted to continuous surfaces of 1-kilometer spatial
resolution via inverse distance interpolation method in ArcGIS.

Soil moisture is an integrated factor exerting the dominant
control on the spatial distribution of trees, shrubs, and grasses. The
Climate Prediction Center (CPC) global monthly soil moisture
data (Table 1) provides monthly values at a 0.5-degree spatial
resolution with grid nodes centered on 0.25 degree, based on a
one-layer “bucket” water balance model, which uses CPC
monthly global precipitation data and monthly temperatures as
mput fields [80].

Dynamic Factor Analysis (DFA)

DFA is a statistical explanatory tool built upon common
patterns among, and interactions between, response and explan-
atory time series. Thus, no a priori understanding of interactions
between response (NDVI) and explanatory variables (e.g. precip-
itation, fire etc.) is required [53]. It is inherently a structural time
series technique [40] that models temporal variation in observed
data series (response variable) as linear combinations of one or
more common trends (representing unexplained variability), zero or
more external explanatory variables (representing explained vari-
ability), a constant intercept parameter, and noise [41,81,82] as:

Su0)= 3" ) F it S r Beave()Fealt) (1)

2

where S,(/) is a vector containing the set of N response variables
(n=1N); o,(!) is a vector containing the M common trends
(m = 1,M); y,,, are factor loadings or weighting coefficients, which
indicate the importance of each of the common trends; u, is a
constant level parameter; vxf) is a vector containing the A
explanatory variables (k= 0,K); and f;, are regression coeflicients
indicating the importance of each of the explanatory variable.
Here, S, represents the 48 NDVI time series (one from each
polygon in Fig. 1A). Terms ¢,/ and #,(!) are independent
Gaussian noise with zero mean and unknown diagonal or
symmetric/non-diagonal covariance matrix. In order to produce
models with the smallest number of common trends, non-diagonal
error covariance matrices were used [83].

As with other modeling tools, DFA aims to balance goodness-of-
fit and model parsimony by developing different dynamic factor
models (DFM). We assessed DFM performance using the Nash &
Sutcliffe [84] coefficient of efficiency (G, with significance test
[85] and Bayesian Information Criterion (BIC) [86]. The best

“rn(t):anl(t_l)+nm(t)
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DFM minimizes numbers of common trends required to achieve
the best fit as determined by C,; and/or BIC. Appropriate
explanatory variables may help improve the model, identify which
environmental factors (if any) affect the response variables, and
quantify the spatial distribution of the importance of each factor.
To compare the relative importance of common trends and
explanatory variables across response variables, all response and
explanatory variables were normalized (mean subtracted, divided
by standard deviation) prior to analysis [43,81]. Canonical
correlation coefficients (p,,,) quantified cross-correlation between
response variables and common trends, with values of p,, ,>0.5
indicating high correlations. DFA was implemented using Brodgar
software (v2.7.2, Highland Statistics Ltd., UK).

Dimension Reduction of Candidate Explanatory Variables

Nine available candidate explanatory variables (CEV) (Table
Al in Appendix S1) were initially considered, consisting of
monthly times series of precipitation, mean temperature,
minimum temperature, maximum temperature, soil moisture,
fire, relative humidity, actual evapotranspiration and potential
evapotranspiration. The variance inflation factor (VIF) was used
to quantify the severity of collinearity of each set of CEVs [83].
Combinations of CEVs with VIF>10 were excluded from the
analyses [83,87,88]. Prior to performing the DFA, with the goal
of identifying the most useful representation of this large suite of
potential explanatory variables, we explored the reduction of the
48 polygon-based time series for each of the non-collinear
variables. An initial dimension reduction of the large suite of
environmental covariate time series was performed by carrying
out a preliminary DFA on the CEVs. In this approach, each
CEV was considered as a set of 48 response variables and was
analyzed to assess the feasibility of representing the CEV with a
much-reduced set of variables. Two DFMs were explored: 1) a
base-line model consisting of only common trends without
explanatory variables, and 2) a model consisting of one or more
common trends and a single explanatory variable calculated as
the arca-weighted average of the 48 response variables. In the
latter, the area-weighted average represents the domain-wide
“average” CEV, while the trends represent remaining unex-
plained variation (or “anomalies”) from this average. In both
models, trends and variables were added until a minimum in
BIC was achieved. This approach reduced each CEV from an
mnitial set of 48 time series to a smaller set of time series for
exploration of NDVI through DFA.

NDVI Analysis Procedure

DFA of NDVI was performed in three steps. DFMs were
developed using an increasing number of common trends without
CEVs until satisfactory model performance was achieved accord-
ing to goodness-of-fit indicators [82], referred to as Model I. Next,
combinations of CEVs were incorporated to create Model Il aimed
at reducing unexplained variability (fewer number and reduced
weight of common trends, represented by lower factor loadings)
and improve description of NDVI (goodness-of-fit metrics).
Finally, Model III was explored by removing unexplained
variability (common trends) when optimizing a multi-linear model
consisting of the CEVs identified in Model II. Multiple regression
code in Matlab (v2012a, The MathWorks, Inc., USA) was used in
the optimization process. Model III permitted refining of selection
of the most important CEVs, since inclusion of trends in Model II
may mask effects of important explanatory variables of the
multivariate model [52]. When selecting the “best” model, we
adopted a multi-criteria objective consisting of: a) model adequacy
(minimizing BIC); b) global model goodness-of-fit (maximizing
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C.p); ¢ improvement in C,; for the worst-performing polygons
(minimizing range in C.); and d) reduction in importance of
common trends (i.e. minimizing p,, ).

Conclusions

Dynamic factor analysis was applied to study variation in NDVI
across three large watersheds in southern Africa and to identify
factors driving observed variations in savanna vegetation across
physiographic gradients. The analysis framework allowed a
dimension reduction of the large suite of candidate explanatory
variables, identifying area-weighted domain averages of fire, soil
moisture, precipitation, temperature, and potential evapotranspi-
tarion as important environmental factors driving NDVI, with
negligible importance of unexplained variability.

This novel approach permitted analysis of shared spatial effects
of potentially important environmental variables on NDVI. In
contrast, most previous studies of NDVI in southern Africa have
focused on individual relationships between NDVI and one or two
explanatory variables [2,3], highlighting some of trends relating to
individual factors but ignoring a suite of variables acting in
concert. Our results support the importance of the spatial
distribution of soil moisture [89], and precipitation and fire
[4,62,63] on NDVI, but also points to other overlooked effects of
temperature and potential evapotranspiration, particularly in
regions with MAP> ~950 mm. The spatial distribution of
environmental covariates evinces transitional importance over
NDVI from grass-dominated regions with MAP<<750 mm (dom-
inated by precipitation and soil moisture) to tree-dominated
regions with MAP>950 mm (dominated by fire, potential
evapotranspiration, and temperature). Through the use of such
models we can now better evaluate and understand landscape level
changes in vegetation amounts. This improves characterization of
the landscape upon which examinations of change mechanisms
and drivers are based, is of unparalleled use to managers and

References
1. Ciais P, Piao S, Cadule P, Friedlingstein P, Chedin A (2009) Variability and

recent trends in the African terrestrial carbon balance. Biogeosciences 6: 1935~
1948. doi: 10.5194/bg-6-1935-2009.

2. Good SP, Caylor KK (2011) Climatological determinants of woody cover in
Africa. Proc Natl Acad Sci U S A 108. doi:10.1073/pnas.1013100108.

3. Sankaran M, Hanan NP, Scholes RJ, Ratnam J, Augustine DJ, et al. (2005)
Determinants of woody cover in African savannas. Nature 438. doi: 10.1038/
nature04070.

4. Sankaran M, Ratnam J, Hanan N (2008) Woody cover in African savannas: The
role of resources, fire and herbivory. Global Ecol Biogeogr 17: 236-245. doi:
10.1111/j.1466-8238.2007.00360.x.

5. Seghieri J, Vescovo A, Padel K, Soubie R, Arjounin M, et al. (2009)
Relationships between climate, soil moisture and phenology of the woody cover
in two sites located along the West African latitudinal gradient. Journal of
Hydrology 375. doi: 10.1016/j.jhydrol.2009.01.023.

6. Vanacker V, Linderman M, Lupo F, Flasse S, Lambin E (2005) Impact of short-
term rainfall fluctuation on interannual land cover change in Sub-Saharan
Africa. Global Ecol Biogeogr 14: 123-135. doi: 10.1111/j.1466-
822X.2005.00136.x.

7. Mayer AL, Khalyani AH (2011) Grass trumps trees with fire. Science 334: 188—
189. doi: 10.1126/science.1213908.

8. Gillson L, Hoffman MT (2007) Rangeland ecology in a changing world. Science
315: 53-54. doi: 10.1126/science.1136577.

9. Ringrose S, Matheson W, Tempest F, Boyle T (1990) The development and
causes of range degradation features in southeast Botswana using multitemporal
Landsat MSS imagery. Photogramm Eng Remote Sensing 56: 1253-1262.

10. Barnes RFW (1983) Effects of elephant browsing on woodlands in a Tanzanian
National Park: Measurements, models and management. J Appl Ecol 20: 521~
539.

11. Baxter PW]J, Getz WM (2005) A model-framed evaluation of elephant effects on
tree and fire dynamics in African savannas. Ecol Appl 15: 1331-1341. doi:
10.1890/02-5382.

12. Ntumi CP, van Aarde RJ, Fairall N, de Boer WF (2005) Use of space and habitat
by elephants (Loxodonta africana) in the Maputo Elephant Reserve, Mozam-
bique. S Afr J] Wildl Res 35.

PLOS ONE | www.plosone.org

Environmental Controls of Southern Africa Savanna

researchers alike, and constitutes a powerful tool. The potential
power and utility of such techniques permeate biogeography,
ecology, land change and remote sensing studies, especially in the
context of global environmental change.

Supporting Information

Table S1 Initial dimensional reduction of candidate
explanatory variables.

(DOCX)

Table S2 Dimensional reduction of Normalized Differ-
ence Vegetation Index (NDVI).
(DOCX)

Table S3 Spatial distribution of weighting coefficients
for model III.
DOCX)

Appendix S1 Collinearity test of explanatory variables.
DOCX)

Appendix $2 Herbivory in the study area.
(DOCX)

Acknowledgments

The authors wish to thank M. Convertino and G. Kiker (U. of Florida) for
discussions and graphical presentations related to this work. The authors
acknowledge the University of Florida, High-Performance Computing
Center (http://hpc.ufl.edu) for providing computational resources and
support that have contributed to the results reported in this paper.

Author Contributions

Conceived and designed the experiments: RM-C JS. Performed the
experiments: MAC-B DAK. Analyzed the data: MAC-B RM-C DAK.
Contributed reagents/materials/analysis tools: LZ PRW RM-C. Wrote the
paper: MAC-B RM-C DAK JS.

13. Hamandawana H, Chanda R, Eckardt I (2008) Reappraisal of contemporary
perspectives on climate change in southern Africa’s Okavango Delta sub-region.
J Arid Environ 72: 1709-1720. doi: 10.1016/j jaridenv.2008.03.007.

14. Pfeifer M, Disney M, Quaife T, Marchant R (2012) Terrestrial ecosystems from
space: A review of earth observation products for macroecology applications.
Global Ecol Biogeogr 21: 603-624. doi: 10.1111/j.1466-8238.2011.00712.x.

15. Bucini G, Hanan NP (2007) A continental-scale analysis of tree cover in African
savannas. Global Ecol Biogeogr 16: 593-605. doi: 10.1111/j.1466-
8238.2007.00325.x.

16. Murphy BP, Bowman DMJS (2012) What controls the distribution of tropical
forest and savanna? Ecol Lett 15: 748-758. doi: 10.1111/j.1461-
0248.2012.01771 x.

17. Wagner F, Rossi V, Stahl C, Bonal D, Herault B (2012) Water availability is the
main climate driver of neotropical tree growth. Plos One 7: ¢34074. doi:
10.1371/journal.pone.0034074.

18. Pefivelas J, Filella I, Zhang X, Llorens L, Ogaya R, et al. (2004) Complex
spatiotemporal phenological shifts as a response to rainfall changes. New Phytol
161: 837-846. doi: 10.1111/§.1469-8137.2004.01003.x.

19. Seaquist JW, Hickler T, Eklundh L, Ardo J, Heumann BW (2009) Disentangling
the effects of climate and people on Sahel vegetation dynamics. Biogeosciences
6: 469-477. doi: 10.5194/bg-6-469-2009.

20. Tucker CJ, Slayback DA, Pinzon JE, Los SO, Myneni RB, et al. (2001) Higher
northern latitude normalized difference vegetation index and growing season
trends from 1982 to 1999. Int J Biometeorol 45: 184-190. doi: 10.1007/500484-
001-0109-8.

21. Zhang XY, Friedl MA, Schaaf CB, Strahler AH, Hodges JCF, et al. (2003)
Monitoring vegetation phenology using MODIS. Remote Sens Environ 84:
471-475. doi: 10.1016/50034-4257(02)00135-9.

22. Favier C, Aleman J, Bremond L, Dubois MA, Freycon V, et al. (2012) Abrupt
shifts in African savanna tree cover along a climatic gradient. Global Ecol
Biogeogr 21: 787-797. doi: 10.1111/j.1466-8238.2011.00725.x.

23. Zhou LM, Tucker CJ, Kaufmann RK, Slayback D, Shabanov NV, et al. (2001)
Variations in northern vegetation activity inferred from satellite data of
vegetation index during 1981 to 1999. Journal of Geophysical Research
Atmospheres 106: 20069-20083. doi: 10.1029/2000JD000115.

September 2013 | Volume 8 | Issue 8 | e72348



24.

27.

28.

29.

30.

31.

34.

36.

37.

38.

39.

40.

41.

42.

43.

44.

46.

47.

48.

49.

50.

51.

Baret F, Guyot G (1991) Potentials and limits of vegetation indexes for LAI and
APAR assessment. Remote Sens Environ 35: 161-173. doi: 10.1016/0034-
4257(91)90009-U.

. Helldén U, Tottrup C (2008) Regional desertification: A global synthesis. Global

Planet Change 64: 169-176. doi: 10.1016/j.gloplacha.2008.10.006.

. Fensholt R, Rasmussen K, Nielsen TT, Mbow C (2009) Evaluation of earth

observation based long term vegetation trends - intercomparing NDVI time
series trend analysis consistency of Sahel from AVHRR GIMMS, terra MODIS
and SPOT VGT data. Remote Sens Environ 113: 1886-1898. doi: 10.1016/
j-rse.2009.04.004.

Neeti N, Eastman JR (2011) A contextual Mann-Kendall approach for the
assessment of trend significance in image time series. Transactions in GIS 15:
599-611. doi: 10.1111/;.1467-9671.2011.01280.x.

Lanfredi M, Simoniello T, Macchiato M (2004) Temporal persistence in
vegetation cover changes observed from satellite: Development of an estimation
procedure in the test site of the Mediterranean Italy. Remote Sens Environ 93:
565-576. doi: 10.1016/j.rse.2004.08.012.

Eklundh L, Olsson L (2003) Vegetation index trends for the African Sahel 1982~
1999. Geophys Res Lett 30: 1430. doi: 10.1029/2002GL016772.

Jeyaseelan AT, Roy PS, Young SS (2007) Persistent changes in NDVI between
1982 and 2003 over India using AVHRR GIMMS (global inventory modeling
and mapping studies) data. Int J Remote Sens 28: 4927-4946. doi: 10.1080/
01431160701253279.

McCloy KR, Los S, Lucht W, Hojsgaard S (2005) A comparative analysis of
three long-term NDVI datasets derived from AVHRR satellite data. EARSeL.
eProceedings 4: 52-56.

. Olsson L, Eklundh L, Ardo J (2005) A recent greening of the Sahel - trends,

patterns and potential causes. J Arid Environ 63: 556-566. doi: 10.1016/
jjaridenv.2005.03.008.

Spessa A, McBeth B, Prentice C (2005) Relationships among fire frequency,
rainfall and vegetation patterns in the wet-dry tropics of northern Australia: An
analysis based on NOAA-AVHRR data. Global Ecol Biogeogr 14: 439-454.
doi: 10.1111/§.1466-822x.2005.00174.x.

Yu H, Xu J, Okuto E, Luedeling E (2012) Seasonal response of grasslands to
climate change on the Tibetan plateau. Plos One 7: ¢49230. doi: 10.1371/
journal.pone.0049230.

. Carvalho LMT, Fonseca LMG, Murtagh F, Clevers JGPW (2001) Digital

change detection with the aid of multiresolution wavelet analysis. Int J Remote
Sens 22: 3871-3876. doi: 10.1080/01431160110069836.

Anyamba A, Eastman J (1996) Interannual variability of NDVI over Africa and
its relation to El Nifio/Southern Oscillation. Int J] Remote Sens 17: 2533-2548.
doi: 10.1080/01431169608949091.

Andres L, Salas WA, Skole D (1994) Fourier-analysis of multitemporal AVHRR
data applied to a land-cover classification. Int J Remote Sens 15: 1115-1121.
doi: 10.1080/01431169408954145.

Jakubauskas M, Legates D, Kastens J (2001) Harmonic analysis of time-series
AVHRR NDVI data. Photogramm Eng Remote Sensing 67: 461-470.
Geweke JF (1977) The dynamic factor analysis of economic time series models.
In: Aigner DJ, Goldberger AS, editors. Latent Variables in Socio-economic
Models. North-Holland, Amsterdam. 365-382.

Harvey AC (1989) Forecasting, structural time series models and the Kalman
Filter. New York: Cambridge University Press. 572 p.

Liitkepohl H (1991) Introduction to multiple time series analysis. Berlin:
Springer. 545 p.

Engle R, Watson M (1981) A one-factor multivariate time-series model of
metropolitan wage rates. ] Am Stat Assoc 76: 774-781. doi: 10.2307/2287567.
Zuur AF, Pierce GJ (2004) Common trends in northeast Atlantic squid time
series. J Sea Res 52. doi: 10.1016/j.sears.2003.08.008.

Erzini K (2005) Trends in NE Atlantic landings (southern Portugal): Identifying
the relative importance of fisheries and environmental variables. Fish Oceanogr

14: 195-209. doi: 10.1111/j.1365-2419.2005.00332.x.

. Begoiia Santos M, Gonzalez-Quiros R, Riveiro I, Cabanas JM, Porteiro C, et al.

(2012) Cycles, trends, and residual variation in the Iberian sardine (Sardina
pilchardus) recruitment series and their relationship with the environment.
ICES J Mar Sci 69. doi: 10.1093/icesjms/fsr186.

Pérez-Rodriguez A, Koen-Alonso M, Saborido-Rey F (2012) Changes and
trends in the demersal fish community of the Flemish Cap, Northwest Atlantic,
in the period 1988-2008. ICES J Mar Sci 69. doi: 10.1093/icesjms/fss019.
Addis P, Dean JM, Pesci P, Locci I, Cannas R, et al. (2008) Effects of local scale
perturbations in the Atlantic bluefin tuna (Thunnus thynnus L.) trap fishery of
Sardinia (W. Mediterranean). Fish Res 92. doi: 10.1016/j.fishres.2008.01.021.
Tulp I, Bolle L], Rlinsdorp AD (2008) Signals from the shallows: In search of
common patterns in long-term trends in Dutch estuarine and coastal fish. J Sea
Res 60. doi: 10.1016/j.seares.2008.04.004.

Valavanis V, Pierce G, Zuur A, Palialexis A, Saveliev A, et al. (2008) Modelling
of essential fish habitat based on remote sensing, spatial analysis and GIS.
Hydrobiologia 612: 5-20. doi: 10.1007/510750-008-9493-y.

Kovacs J, Markus L, Halupka G (2004) Dynamic factor analysis for quantifying
aquifer vulnerability. Acta Geol Hung 47: 1-17.

Ritter A, Mufioz-Carpena R (2006) Dynamic factor modeling of ground and
surface water levels in an agricultural area adjacent to Everglades National Park.

Journal of Hydrology doi: 317. 10.1016/j jhydrol.2005.05.025.

PLOS ONE | www.plosone.org

52.

53.

54.

56.

57.

58.

59.

60.

61.

62.

63.

64.

66.

67.

68.

69.

70.

71.

72.

74.

76.

77.

78.

Environmental Controls of Southern Africa Savanna

Kaplan D, Mufioz-Carpena R, Ritter A (2010) Untangling complex shallow
groundwater dynamics in the floodplain wetlands of a southeastern U.S. coastal
river. Water Resour Res 46. doi: 10.1029/2009WR009038.

Ritter A, Regalado CM, Muioz-Carpena R (2009) Temporal common trends of
topsoil water dynamics in a humid subtropical forest watershed. Vadose Zone
Journal 8. doi: 10.2136/vzj2008.0054.

Kaplan D, Mufioz-Carpena R (2011) Complementary effects of surface water
and groundwater on soil moisture dynamics in a degraded coastal floodplain
forest. Journal of Hydrology 398. doi: 10.1016/j.jhydrol.2010.12.019.

. Muiioz-Carpena R, Ritter A, Li YC (2005) Dynamic factor analysis of

groundwater quality trends in an agricultural area adjacent to Everglades
National Park. J Contam Hydrol 80. doi: 10.1016/j.jconhyd.2005.07.003.
Ritter A, Mufioz-Carpena R, Bosch DD, Schaffer B, Potter TL (2007)
Agricultural land use and hydrology affect variability of shallow groundwater
nitrate concentration in south Florida. Hydrol Process 21. doi: 10.1002/
hyp.6483.

Kuo Y, Chu H, Pan T, Yu H (2011) Investigating: Common trends of annual
maximum rainfalls during heavy rainfall events in southern Taiwan. Journal of
Hydrology 409. doi: 10.1016/j.jhydrol.2011.09.015.

Kuo Y, Wang S, Jang C, Yeh N, Yu H (2011) Identifying the factors influencing
PM2.5 in southern Taiwan using dynamic factor analysis. Atmos Environ 45.
doi: 10.1016/j.atmosenv.2011.08.043.

Linares JC, Tiscar PA (2011) Buffered climate change effects in a Mediterranean
pine species: Range limit implications from a tree-ring study. Oecologia 167:
847-859. doi: 10.1007/500442-011-2012-2.

Linares JC, Camarero JJ (2012) Growth patterns and sensitivity to climate
predict silver fir decline in the Spanish Pyrenees. Eur J For Res 131. doi:
10.1007/510342-011-0572-7.

Zhang XY, Friedl MA, Schaaf CB, Strahler AH, Liu Z (2005) Monitoring the
response of vegetation phenology to precipitation in Africa by coupling MODIS
and TRMM instruments. Journal of Geophysical Research Atmospheres 110:
D12103. doi: 10.1029/2004JD005263.

Staver AC, Archibald S, Levin S (2011) Tree cover in sub-Saharan Africa:
Rainfall and fire constrain forest and savanna as alternative stable states. Ecology
92: 1063-1072. doi: 10.1890/10-1684.1.

Richard Y, Poccard T (1998) A statistical study of NDVTI sensitivity to seasonal
and interannual rainfall variations in Southern Africa. Int J Remote Sens 19:
2907-2920. doi: 10.1080/014311698214343.

Sang H, Huang JZ (2012) A full scale approximation of covariance functions for
large spatial data sets. J R Stat Soc Series B Stat Methodol 74: 111-132. doi:
10.1111/§.1467-9868.2011.01007 .x.

Sposito G (1998) Scale dependence and scale invariance in hydrology. New
York: Cambridge University Press. 444 p.

Berry J, Bjorkman O (1980) Photosynthetic response and adaptation to
temperature in higher-plants. Annu Rev Plant Physiol Plant Mol Biol 31:
491-543. doi: 10.1146/annurev.pp.31.060180.002423.

Archibald S, Scholes RJ (2007) Leaf green-up in a semi-arid African savanna -
separating tree and grass responses to environmental cues. J Veg Sci 18: 583~
594. doi: 10.1111/j.1654-1103.2007.th02572.x.

Bond WJ (2008) What limits trees in C-4 grasslands and savannas? Annu Rev
Ecol Evol Syst 39: 641-659. doi: 10.1146/annurev.ecolsys.110707.173411.
Linhoss A, Mufioz-Carpena R, Kiker G, Hughes D (2013) Hydrologic modeling,
uncertainty, and sensitivity in the Okavango basin: Insights for scenario
assessment: Case study. ] Hydrol Eng. In press. doi: 10.1061/(ASCE)HE.1943-
5584.0000755.

Poveda G, Rojas W, Quinones ML, Velez ID, Mantilla RI, et al. (2001)
Coupling between annual and ENSO timescales in the malaria-climate
association in Colombia. Environ Health Perspect 109: 489-493. doi:
10.2307/3454707.

Wint GRW, Robinson TP (2007) Gridded livestock of the world 2007. Rome:
FAO. 131 p.

Linard C, Gilbert M, Snow RW, Noor AM, Tatem AJ (2012) Population
distribution, settlement patterns and accessibility across Africa in 2010. Plos One
7: €31743. doi: 10.1371/journal.pone.0031743.

. McCarthy TS, Cooper GR]J, Tyson PD, Ellery WN (2000) Seasonal flooding in

the Okavango Delta, Botswana - recent history and future prospects. S Afr J Sci
96: 25-33.

Eswaran H, Almaraz R, vandenBerg E, Reich P (1997) An assessment of the soil
resources of africa in relation to productivity. Geoderma 77: 1-18. doi: 10.1016/
S0016-7061(97)00007-4.

. Herrmann S, Anyamba A, Tucker C (2005) Recent trends in vegetation

dynamics in the African Sahel and their relationship to climate. Glob Environ
Change 15: 394-404. doi: 10.1016/j.gloenvcha.2005.08.004.

Heumann BW, Seaquist JW, Eklundh L, Jonsson P (2007) AVHRR derived
phenological change in the Sahel and Soudan, Africa, 1982-2005. Remote Sens
Environ 108: 385-392. doi: 10.1016/j.rse.2006.11.025.

Butt B, Turner MD, Singh A, Brottem L (2011) Use of MODIS NDVI to
evaluate changing latitudinal gradients of rangeland phenology in Sudano-
Sahelian West Africa. Remote Sens Environ 115: 3367-3376. doi: 10.1016/
jrse.2011.08.001.

Giglio L, Descloitres J, Justice C, Kaufman Y (2003) An enhanced contextual
fire detection algorithm for MODIS. Remote Sens Environ 87: 273-282. doi:
10.1016/50034-4257(03)00184-6.

September 2013 | Volume 8 | Issue 8 | e72348



~
=}

80.

81.

82.

83.

84.

. Legates DR, Willmott CJ (1990) Mean seasonal and spatial variability in gauge-

corrected, global precipitation. Int J Climatol 10: 111-127. doi: 10.1002/
joc.3370100202.

Fan Y, van den Dool H (2004) Climate prediction center global monthly soil
moisture data set at 0.5 degrees resolution for 1948 to present. Journal of
Geophysical Research Atmospheres 109: D10102. doi: 10.1029/2003JD004345.
Zuur AF, Fryer RJ, Jolliffe IT, Dekker R, Beukema JJ (2003) Estimating
common trends in multivariate time series using dynamic factor analysis.
Environmetrics 14: 665-685. doi: 10.1002/env.611.

Zuur AF, Tuck ID, Bailey N (2003) Dynamic factor analysis to estimate common
trends in fisheries time series. Can J Fish Aquat Sci 60. doi: 10.1139/F03-030.
Zuur AF, Ieno EN, Smith GM (2007) Analysing ecological data. New York:
Springer. 672 p.

Nash JE, Sutcliffe JV (1970) River flow forecasting through conceptual models
part I - A discussion of principles. Journal of Hydrology 10: 282-290.

PLOS ONE | www.plosone.org

14

87.

88.

89.

Environmental Controls of Southern Africa Savanna

. Ritter A, Mufioz-Carpena R (2013) Performance evaluation of hydrological

models: Statistical significance for reducing subjectivity in goodness-of-fit
assessments. Journal of Hydrology 480: 33-45. doi: 10.1016/j.jhy-
drol.2012.12.004.

Schwarz G (1978) Estimating dimension of a model. Ann Stat 6. doi: 10.1214/
a0s/1176344136.

Kuo Y, Chang F (2010) Dynamic factor analysis for estimating ground water
arsenic trends. J Environ Qual 39: 176-184. doi: 10.2134/7eq2009.0098.
Montgomery DR, Peck EA (1992) Introduction to linear regression analysis.
New York: Wiley. 504 p.

Farrar TJ, Nicholson SE, Lare AR (1994) The influence of soil type on the
relationships between NDVI, rainfall, and soil moisture in semiarid Botswana.
II. NDVI response to soil oisture. Remote Sens Environ 50: 121-133. doi:
10.1016/0034-4257(94)90039-6.

September 2013 | Volume 8 | Issue 8 | e72348



