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21Department of Biology, University of Copenhagen, 2100, Copenhagen Ø, Denmark; 22Department of Biological Science, Andong National University, Andong-si, 36729, South

Korea; 23Institute of Biology, Faculty of Natural Sciences and Mathematics, Ss. Cyril and Methodius University, 1000, Skopje, North Macedonia; 24Vegetation Ecology Research

Group, Institute of Natural Resource Sciences (IUNR), Zurich University of Applied Sciences (ZHAW), 8820, Wädenswil, Switzerland; 25Plant Ecology, Bayreuth Center of
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Summary
� Evolutionary radiations of woody taxa within arid environments were made possible by

multiple trait innovations including deep roots and embolism-resistant xylem, but little is

known about how these traits have coevolved across the phylogeny of woody plants or how

they jointly influence the distribution of species.
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� We synthesized global trait and vegetation plot datasets to examine how rooting depth and

xylem vulnerability across 188 woody plant species interact with aridity, precipitation season-

ality, and water table depth to influence species occurrence probabilities across all biomes.
� Xylem resistance to embolism and rooting depth are independent woody plant traits that

do not exhibit an interspecific trade-off. Resistant xylem and deep roots increase occurrence

probabilities in arid, seasonal climates over deep water tables. Resistant xylem and shallow

roots increase occurrence probabilities in arid, nonseasonal climates over deep water tables.

Vulnerable xylem and deep roots increase occurrence probabilities in arid, nonseasonal cli-

mates over shallow water tables. Lastly, vulnerable xylem and shallow roots increase occur-

rence probabilities in humid climates.
� Each combination of trait values optimizes occurrence probabilities in unique environmental

conditions. Responses of deeply rooted vegetation may be buffered if evaporative demand

changes faster than water table depth under climate change.

‘Species that show deviations from statistical correlations (and there are

always many such species) may tell us more about the adaptive value of

particular characteristics than species that fit the correlation.’

(Carlquist, 1975, p. 1)

Introduction

Hotter droughts are expected to become more frequent and
severe under most climate change scenarios (Spinoni et al., 2018;
Hammond et al., 2022), and they have already resulted in wide-
spread tree mortality (Bauman et al., 2022; Hartmann
et al., 2022; McDowell et al., 2022). Understanding which plant
species are winners and losers under scenarios of decreasing water
availability is critical for improving predictions of vegetation
dynamics (Hammond et al., 2019) and ecosystem restoration
success (Laughlin et al., 2017). Rooting depth and xylem vulner-
ability to drought-induced embolism are strongly linked to how
woody plant species respond to moisture availability (Aubin
et al., 2016; Volaire, 2018) because the physiological link
between water uptake and xylem conductance is vital to main-
taining photosynthesis in arid climates and during dry seasons.
Rooting depth and xylem vulnerability have each been separately
investigated in woody species (Canadell et al., 1996; Choat
et al., 2012), but little is known about how these traits have coe-
volved within woody taxa, nor do we know the joint effects of
these traits on species distributions and potential responses to
global change.

Survival in water-limited landscapes can be achieved by resist-
ing, avoiding, or escaping dehydration caused by low soil water
potentials (May & Milthorpe, 1962; Fischer & Maurer, 1978;
Levitt, 1980; Volaire, 2018). First, drought resistance (also called
drought tolerance) is achieved by constructing xylem that can
resist embolism formation and maintain water conductance to
enable CO2 uptake even under extreme negative xylem pressure.
Woody plants vary widely in their vulnerability to embolism
(Hacke et al., 2001; Maherali et al., 2004; Choat et al., 2012),
which can be quantified by P50, the xylem pressure (MPa) at
which xylem conductance is reduced to 50% of its maximum,
where species with lower P50 values (i.e. more negative values) are

more resistant to embolism. Second, drought avoidance can be
achieved by constructing root systems that access soil water in the
unsaturated deep vadose zone or directly from the water table in
the saturated zone (Loheide et al., 2005; Ryel et al., 2008). Maxi-
mum rooting depth varies widely among woody plants (Canadell
et al., 1996; Jackson et al., 1996) and deep roots evolved for a
variety of reasons, including anchorage, support, and increasing
the available soil volume in deep soil. Here, we focus on its vital
role in water uptake. Shallow-rooted species rely on rainfall
directly, whereas deep-rooted species can access water from dee-
per and older sources of water (Miguez-Macho & Fan, 2021).
Both phreatophytic species that tap into water tables and deeply
rooted xerophytic plants that access soil water in the deep vadose
zone can avoid the drought-induced reductions in soil water
potential near the soil surface (Ryel et al., 2008; Miguez-Macho
& Fan, 2021). In arid climates, species that develop only shallow
roots confront drought directly and must be able to resist embo-
lism formation. If ‘roots grow only as deeply as needed’ (Schenk
& Jackson, 2002, p. 481), then plants will develop shallow roots
in humid climates, and if the water table is shallow, they may
restrict their roots to the oxygenated zone to prevent anoxia
(Jackson et al., 1996; Fan et al., 2017; Tumber-Dávila
et al., 2022). Third, drought escape can be achieved by complet-
ing a short life cycle during the wet growing season or by decidu-
ous leaf senescence during the dry season. Data are limited for
drought deciduous species, so this paper focuses on xylem vulner-
ability and rooting depth.

The large investments into the growth and maintenance of
deep roots must be offset by fitness advantages made possible by
having such deep roots (Seyfried et al., 2005). The construction
costs of deep roots could possibly be offset by lower stem xylem
construction costs, and evidence for a trade-off between func-
tional rooting depth (estimated using isotopes) and xylem resis-
tance to embolism was demonstrated across 12 species in a
humid tropical forest, where shallow-rooted species were more
tolerant of low water potentials (Brum et al., 2019). However,
the relationship between maximum rooting depth and xylem vul-
nerability across global-scale climatic gradients has never been
rigorously quantified. There are well-known examples of deep-
rooted species in arid climates that exhibit remarkably resistant
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stem xylem (Jackson et al., 2000; Seyfried et al., 2005), suggest-
ing that the costs of constructing both deep roots and resistant
xylem are offset by the fitness gains that are achieved by simulta-
neously avoiding and resisting dehydration.

Rooting depth and xylem vulnerability may jointly influence
species distributions along gradients of water availability in com-
plex ways. Water limitation in plants is affected by climatic arid-
ity, which includes both the regional macroclimate (i.e.
atmospheric aridity) and precipitation seasonality, and by local
topography and drainage gradients (Fig. 1a) (Schwinning &
Ehleringer, 2001; Fan et al., 2017; Grossiord et al., 2020). From
a hydrological perspective, water from ‘uplands’ (defined as well-
drained topographic positions independent of elevation above sea
level) flows into local topographic depressions creating shallow
water tables in ‘lowlands’ (defined as poorly drained topographic
depressions independent of elevation above sea level) (Fig. 1a)
(Nobre et al., 2011; Fan et al., 2017). Rooting depth is predicted
to occur at intermediate water table depth on well-drained mid-
slopes (in arid and seasonally arid climates), where plants tap into
capillary rise from groundwater (Fan et al., 2017). Water table
depth is largely independent of regional climate because it is pri-
marily under hydrologic control (Sousa et al., 2022), and plant
species responses to regional drought may depend on water table
depth (Sousa et al., 2020). For example, phreatophytic plants
growing in arid riparian areas experience severe atmospheric
vapor pressure deficits yet have ample access to soil water. Con-
versely, plants growing in coarse, shallow, or excessively drained
soils within humid regions will experience local soil water deficits
despite receiving high amounts of precipitation. In previous stud-
ies, species with low P50 were associated with arid regional

climates (Larter et al., 2017; Laughlin et al., 2020a) and upland
topographical positions (Oliveira et al., 2019). Plants with shal-
low roots tend to occur in humid climates and waterlogged soil,
whereas both shallow and deep-rooted species occur in well-
drained soil in arid climates (Schenk & Jackson, 2005; Fan
et al., 2017). Yet, ‘humid’ and ‘arid’ are relative terms, since the
water available to plants also depends on precipitation seasonal-
ity, and the length of the dry season can be a more defining fea-
ture of the climate than mean annual rainfall. Therefore,
determining the joint response of both traits to gradients of regio-
nal aridity, precipitation seasonality, and local water table depth
will improve our understanding of vegetation response to
drought.

In this paper, we combined species-level trait data with three
gradients in water availability to ask the following research ques-
tions: (1) Do P50 and maximum rooting depth exhibit an inter-
specific trade-off across the phylogeny of woody plants? And (2)
do each of the four combinations of the two trait values optimize
occurrence probabilities in unique environmental conditions?
We demonstrate that there is no evidence for an interspecific
trade-off between resistance and avoidance strategies and that
each combination of trait values optimizes occurrence probabili-
ties in unique conditions of water availability.

Materials and Methods

Dataset compilation

We combined the Xylem Functional Traits (XFT) database
(Choat et al., 2012) with recently published data to quantify

Fig. 1 (a) Gradients of atmospheric aridity
(regional macroclimate) (Trabucco &
Zomer, 2018), precipitation seasonality (Fick
& Hijmans, 2017), and local water table
depth (Fan et al., 2017) drive water
limitation in plants. Green text reports
predictions of optimal trait values along each
environmental gradient (see text). (b)
Biogeographic distribution of vegetation
plots from the SPLOT 3.0 database around the
planet illustrated as density of plots per
hexagonal grid cell. (c) Bioclimatic
distribution of vegetation plots within
Whittaker biome defined by mean annual
temperature and total annual precipitation
(Whittaker, 1975).
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average P50 trait data at the species level (Supporting Information
Table S1). We discarded vulnerability curves that were nonsig-
moidal in shape or were generated using the air-injection method
(Cochard et al., 2013). We merged this P50 dataset with the Root
Systems of Individual Plants (RSIP) database joined by species
(Tumber-Dávila et al., 2022). We calculated maximum rooting
depth for each species as the absolute maximum rooting depth
recorded for that species in the database. This estimates the
potential rooting depth of a species and is analogous to maxi-
mum height, another size-dependent trait and key indicator of
plant ecological strategies (Dı́az et al., 2022). Maximum rooting
depth is meaningful because it captures the potential for indivi-
duals of a species to construct deep roots. This rooting depth
potential may be more informative than highly plastic individual
trait values for explaining species occurrence across large-scale cli-
matic gradients. Maximum rooting depth was strongly correlated
with the median of individual plant rooting depths across species
(r= 0.85), and models that used median rooting depth were qua-
litatively indistinguishable from models that used maximum
rooting depth. After standardizing species names according to the
World Flora Online taxonomic backbone (Miller & Ulate, 2017)
and filtering out two outlying measurements of maximum root-
ing depth that were < 0.3 m, the database contained 903 species
(2458 observations) with average P50 and 1089 species (2716
observations) with maximum rooting depth. We merged the
datasets based on species names and found that both traits have
been measured on 207 woody species (Table S1). For these 207
species, there were 871 observations of P50 and 950 observations
of rooting depth (Table S1).

We extracted vegetation plots from the SPLOT 3.0 database
(Bruelheide et al., 2019) that had a location uncertainty of 1 km
or less. Of the 207 species, 188 were present on 508 443 plots
(1733 795 occurrences). The selected plots were broadly distribu-
ted worldwide and throughout Whittaker’s bioclimatic space
(Fig. 1b,c) (Whittaker, 1975). Vegetation plots were assigned to
ecoregions using Olson’s updated ecoregion map (Olson
et al., 2001; Dinerstein et al., 2017). We defined regional species
pools as all of our species that were detected within an ecoregion,
and we defined species absences as species that were present in
the regional species pool but not detected in the plot itself
(Laughlin et al., 2021). For each plot, we extracted the aridity
index (the ratio of precipitation-to-potential evapotranspiration)
from the Global Aridity Index and Potential Evapo-
Transpiration Climate Database (Zomer et al., 2008; Trabucco
& Zomer, 2018), water table depth (WTD) from the WTD data-
base (Döll & Fiedler, 2008; Fan et al., 2013), and precipitation
seasonality (Coefficient of Variation of monthly precipitation)
from the WorldClim database using climate normals from 1970
to 2000 (Fick & Hijmans, 2017). The aridity index estimates
macroclimatic water availability, where low ratios indicate arid
climates and high ratios indicate humid climates (Fig. 1a-1).
Water table depth varies independently of climate (in this dataset,
the correlation coefficient between aridity and WTD is r= 0.13)
and is thought to be a major driver of rooting depth distributions
(Fan et al., 2017).

Of the 207 species for which rooting depth and P50 were avail-
able, 105 were evergreen and 102 were deciduous (Table S1). We
focus on drought resistance and avoidance in this paper because
only a few deciduous species in our dataset were drought-
deciduous escapers; the vast majority were cold-deciduous spe-
cies. Nevertheless, we evaluate deciduous and evergreen species to
understand their effects on the overall model results.

Data analysis

To answer Question 1 (Do P50 and maximum rooting depth
exhibit an interspecific trade-off across the phylogeny of woody
plants?), we extracted a fully resolved phylogeny based on the
PhytoPhylo megaphylogeny (Qian & Jin, 2016) using the R
package V.PHYLOMAKER v.0.1.0 (Jin & Qian, 2019). We calcu-
lated Pagel’s λ under a Brownian motion model of evolution to
quantify the phylogenetic signal for each trait (Pagel, 1999) using
the phylosig function in the R package PHYTOOLS v.1.2.0
(Revell, 2012). Ancestral state reconstruction used maximum
likelihood estimates under a Brownian motion model of evolu-
tion. The phylogeny was plotted using the R package PHYTOOLS

(Revell, 2012). We quantified the phylogenetic interspecific cov-
ariance between the two traits by fitting phylogenetic generalized
least squares (PGLS) regression and a phylogenetic correlation
structure to account for the nonindependence of species across
the phylogeny (Revell & Harmon, 2022). To evaluate the sensi-
tivity of the phylogenetic correlation between maximum rooting
depth and mean P50, we sampled observed values of
rooting depth and P50 from our database (with replacement
because some species only had single observations) and computed
the interspecific PGLS slopes and associated P-values 10 000
times. This test evaluates the consistency of the interspecific cor-
relation, but we note that neither this test nor the available data
can evaluate whether an intraspecific trade-off exists between
drought resistance and avoidance.

To answer Question 2 (Do each of the four combinations of
the two trait values optimize occurrence probabilities in unique
environmental conditions?), we compared two generalized linear
mixed-effects models of species presence–absence data using the
binomial family and logit link. Both models included species as
random intercept terms to account for the fact that trait data were
species-level averages and not measured at the intraspecific level
at each location. We also added ecoregions as random intercept
terms to account for the different numbers of observations in
each ecoregion. Model 1 was an environment-only model that
included linear and quadratic fixed effects terms for aridity
(‘arid’), precipitation seasonality (‘ps’), and WTD, and interac-
tions among their linear terms. Model 2 included both the envir-
onment and traits, where P50, rooting depth, aridity, seasonality,
and WTD, their squared terms, and interactions among linear
terms up to a five-way interaction, were included as fixed effects.
Aridity index and the absolute value of P50 were square root–
transformed, seasonality, WTD, and rooting depth were log-
transformed, and all predictors were mean-centered and scaled to
a standard deviation of 1 prior to fitting the models.
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For example, Model 1 can be written as

yi � Bernoulli pi
� �

pi ¼ logit�1 β0 þ β1aridi þ β2arid
2
i þ β3WTDi þ β4WTD2

i

�

þ β5psi þ β6ps
2
i þ β7aridiWTDi þ β8aridipsi

þ β9WTDipsi þ β10aridiWTDipsi þ ηj i½ � þ γk i½ �
�

where yi is the i th presence–absence record, pi is the expected
occurrence probability, the β’s are regression coefficients, ηj is a
random intercept for species j drawn from a normal distribution,
N(0, ση), and γk is a random intercept for ecoregion k drawn
from a normal distribution, N(0, σγ).

Model 2 includes traits and their linear interactions to model a
two-dimensional surface of P50 and rooting depth and its interac-
tion with a three-dimensional surface of aridity, seasonality, and
WTD. The shape of the trait surface changes in relation to arid-
ity, seasonality, and WTD, accounting for trait-by-environment
interactions that cause different trait combinations to be selected
in different environments. We compared Models 1 and 2 using a
likelihood ratio test to determine the importance of traits for
explaining species occurrences when environmental variables
were already in the model. The R syntax of the binomial Model
2 using the bam function in the R package mgcv 1.8.41
(Wood, 2011) was as follows: presence � arid * WTD * ps *
p50 * rd+ arid2+WTD2+ ps2+ p502+ rd2+ s(spp, bs= ‘re’)+
s(eco, bs= ‘re’). We plotted 90% confidence intervals using poster-
ior simulations from the fitted model.

We plotted model predictions of occurrence probabilities at
different combinations of environment and trait values to facili-
tate model interpretation. We plotted conditional effects of each
trait by illustrating the effects of one trait, while holding the other
trait at its mean value, at different combinations of high (95th

percentile) or low (5th percentile) aridity, seasonality, and water
table depth. To illustrate trait-by-trait interactions, we plotted
landscapes of occurrence probabilities across a two-dimensional
surface of P50 and rooting depth at different combinations of
aridity, seasonality, and water table depth. We fixed the two traits
at their 5th and 95th percentiles to represent four plant strategies
and plotted landscapes of occurrence probabilities along a two-
dimensional surface of aridity and WTD at two levels of season-
ality. The average occurrence probability across this large dataset
is c. 5%, so predicted probabilities vary above and below this
mean value. All analyses used R v.4.2.2.

Results

Phylogenetic correlation

Mean P50 and maximum rooting depth exhibited significant phy-
logenetic signal (Fig. 2), although the signal was weaker for root-
ing depth (P50: Pagel’s λ= 0.91, P< 0.001; rooting depth:
Pagel’s λ= 0.58, P< 0.01). These two traits were uncorrelated

(Fig. 3) across the phylogeny of woody plants (PGLS
slope = 0.06, SE= 0.07, t= 0.95, P = 0.35). Interspecific varia-
tion accounted for 79% of the total variation in P50 and for 43%
of the total variation in rooting depth, so we tested the sensitivity
of this intraspecific variation on our evaluation of the interspecific
correlation. Inspection of the ranges of intraspecific trait variabil-
ity provided no indication that these traits were correlated across
species (Fig. S1A) and random samples drawn from the observed
trait values exhibited a consistent lack of correlation between
these two traits (Fig. S1B,C). Deciduous and evergreen species
were well-distributed throughout this two-dimensional trait
space, but deciduous species had on average more vulnerable
xylem than evergreen species (Fig. 3). Given the orthogonal nat-
ure of these traits, the bivariate trait space can be divided into
four nominal strategies: resistant avoiders, resistant confronters,
vulnerable avoiders, and vulnerable confronters (Fig. 3).

Models of occurrence probabilities

The generalized linear mixed-effects model that included traits
(see Model 2 results in Table S2) explained 16.7% of the
deviance (marginal R2= 0.24; conditional R2 = 0.70). A likeli-
hood ratio test (LRT) determined that traits were a significant
improvement to the model that only included environmental
data as predictors (LRT χ221 = 188 143; P< 0.0001) (see Model
1 results in Table S3). Traits exhibited no significant main linear
effects (i.e. the trait effects depended on the environment), and
the quadratic term for rooting depth was not significant. Nearly
all trait-by-environment interactions were significant (Table S2).

Xylem vulnerability (P50) interacted with aridity, seasonality,
and water table depth (Fig. 4; Table S2). The effect of P50 on
probability of occurrence switched from negative to positive from
arid to humid climates, where the probability of occurrence of
species resistant to embolism increased in more arid climates
(Fig. 4a,b). In arid climates with shallow water tables, low P50
values increased occurrence probability in seasonal environments,
whereas high P50 values increased occurrence probabilities in
nonseasonal environments (Fig. 4c).

Rooting depth interacted weakly with aridity, seasonality, and
water table depth (Fig. 4, Table S2). The effect of rooting depth
on the probability of occurrence switched from positive to nega-
tive in arid to humid climates, where the probability of occur-
rence of species that construct deep roots increased in more arid
climates (Fig. 4e,f). The interaction was weak because the impor-
tance of shallow roots in humid climates increased slightly in sites
with shallower water tables (Fig. 4f,h).

Trait-by-environment interactions generated highly contingent
occurrence landscapes. Landscapes of probabilities illustrate the
trait values and environments that optimize species occurrence
probabilities and can be viewed through two perspectives: first, as
functions of aridity, seasonality, and water table depth for each of
the four plant strategies (Fig. 5); and second, as functions of P50
and rooting depth in different combinations of aridity, seasonal-
ity, and water table depth (Fig. 6).

Each strategy was most likely to occur in different environ-
ments. First, resistant avoiders (species with low P50 and deep
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roots that avoid drought) were most likely to occur in arid and
seasonal climates in sites with deep water tables (Figs 5a, 6a). Sec-
ond, resistant confronters (species with low P50 and shallow roots
that confront drought) were most likely to occur in arid and non-
seasonal environments in sites with deep water tables (Fig. 5c).
Third, vulnerable avoiders (species with high P50 and deep roots
that avoid drought) were most likely to occur in arid and

nonseasonal climates in sites with shallow water tables (Figs 5b,
6c). Fourth, vulnerable confronters (species with high P50 and
shallow roots that confront drought) were most likely to occur in
humid climates at any water table depth (Figs 5d, 6b,d).

Trends in occurrence probabilities for deciduous species were
qualitatively similar to full model results (Fig. S2). However,
resistant confronters and vulnerable avoiders with evergreen

Fig. 2 Xylem vulnerability to embolism (P50) mapped onto the phylogeny of woody plants, where the color of the internal tree branches show vulnerability
based on maximum likelihood-based ancestral state reconstruction. Dark colors indicate more resistant xylem and light colors indicate more vulnerable
xylem (see key in the center). The outer bars represent maximum rooting depth (log-scale) for each species, where longer bars represent deeper roots (see
lower left for rooting depth scale legend). Pictures of representative species of major clades are illustrated around the phylogeny.
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leaves exhibited relatively flat occurrence landscapes, suggesting
that the full model results for these two strategies were driven by
deciduous species (which comprised c. 50% of the species in this
dataset). Rooting depth did not differ among soil texture classes,
although rooting depth was significantly shallower in water-
logged soil (Fig. S3).

Discussion

Xylem vulnerability to drought-induced embolism and maxi-
mum rooting depth have each been separately investigated as dri-
vers of drought resistance and avoidance in woody species
(Canadell et al., 1996; Choat et al., 2012), yet their phylogenetic
correlation and the joint effect of these traits on species distribu-
tions were unknown until now. Here, we have shown that: (1)
drought resistance and avoidance are independent woody plant
strategies; and (2) each of the four combinations of P50 and root-
ing depth values optimizes occurrence probabilities in unique
conditions of water availability.

First, it has been suggested that drought resistance trades-off
with drought avoidance because species in a tropical forest were
either shallow-rooted trees that built resistant xylem or were
deep-rooted trees that built vulnerable xylem (Brum
et al., 2019). This proposed trade-off assumed that investment

in deep root systems comes at a cost of constructing vulnerable
xylem. However, our large sample across the phylogeny of
woody plants provides evidence that P50 and rooting depth are
phylogenetically uncorrelated (Fig. 3). The many species that
deviate from the proposed correlation provide insight into the
independent adaptive value of these two traits (Carlquist, 1975).
The large investment into growth and maintenance of deep
roots and resistant xylem must be offset by the fitness gains
that are made possible by deep roots and resistant xylem in dry
environments. By contrast, other plant species construct shal-
low root systems and vulnerable xylem to make abundant
leaves above their neighbors to maximize fitness in wet envir-
onments. Drought resistance and avoidance do not exhibit a
trade-off and species representing most major clades of woody
plants have been able to explore the full range of combinations
of these two traits to occupy a broad range of environments
(Fig. 1).

Second, P50 and rooting depth jointly explain species distri-
butions across broad gradients in three measures of water avail-
ability. In fact, each combination of trait values optimizes
occurrence probabilities in unique environments, thereby
advancing our conceptual understanding of how species may
respond to changing water availability under climate change.
Our modeling results suggest that forecasting woody species

Fig. 3 Distribution of species in the bivariate
trait space defined by maximum rooting
depth and mean P50. Vertical and horizontal
lines denote the 50th percentiles of the traits.
Species names associated with bold symbols
were selected by an algorithm to represent as
much of the occupied trait space as possible
because not all names could easily fit. The
four gray points represent the 5th and 95th

percentiles of the trait distributions (�7.0 and
�1.5MPa for P50; 12.9 and 0.6m for rooting
depth) to represent each of the four plant
strategies. The curves depict the distribution
of values across each of the two trait axes for
each leaf type.
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range shifts in response to changing climate must also consider
topographically mediated hydrologic regimes. While both
xylem vulnerability and rooting depth were more strongly
related to aridity, they interacted with water table depth to

determine species occurrence probabilities. Given that water
table depth is relatively independent of regional climate (Fan
et al., 2017), if evaporative demand changes faster than water
table depth under climate change, then deeply rooted

Fig. 4 (a–d) Effects of P50 on occurrence
probability (with rooting depth held at its
average value, 2.6m) at the 5th and 95th

percentiles of the aridity index, seasonality,
and water table depth (WTD). (e–h) Effects
of rooting depth on occurrence probability
(with P50 held at its average value,
�3.6MPa) at the 5th and 95th percentiles of
the aridity index, seasonality, and water table
depth (WTD). Note that the 5th percentile of
WTD was close to zero meters.
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vegetation responses may be buffered in the near-term by stable
water table depths and soil moisture in the deep vadose zone.

To facilitate the interpretation of model results based on a
complex five-way interaction of continuous traits and environ-
ments, we discuss each of the four strategies that represent low
and high values of each trait in turn (Figs 1b, 3, 5). First, resistant
avoiders (low P50 and deep roots) exhibit, in theory, the most

drought-tolerant strategy because they can withstand substantial
negative pressure in their xylem and at the same time are also able
to avoid these strongly negative pressures when accessing deep
soil water reservoirs (Hammond et al., 2019; Tumber-Dávila
et al., 2022). This strategy is most likely to occur in arid, seasonal
climates over deep water tables (Figs 5e, 6e). This result was con-
sistent for deciduous and evergreen species, but most resistant

Fig. 5 Occurrence probability landscapes
illustrating changes in the probability of
woody species occurrence for each of the
four plant strategies (i.e. set as the 5th and
95th percentiles of P50 and maximum rooting
depth) along continuous gradients of the
aridity index and water table depth at the 5th

and 95th percentiles of precipitation
seasonality. (a) resistant xylem, deep roots,
low seasonality; (b) vulnerable xylem, deep
roots, low seasonality; (c) resistant xylem,
shallow roots, low seasonality; (d) vulnerable
xylem, shallow roots, low seasonality; (e)
resistant xylem, deep roots, high seasonality;
(f) vulnerable xylem, deep roots, high
seasonality; (g) resistant xylem, shallow
roots, high seasonality; (h) vulnerable xylem,
shallow roots, high seasonality. Warm colors
indicate higher probability of occurrence and
cool colors indicate lower probability of
occurrence. Black text highlights the
environmental conditions where occurrence
probabilities are maximized for each trait
combination. The environmental space is
masked to emphasize the 99th percentile of
observed environmental variation. Contour
interval = 0.01.
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avoiders were evergreen (Fig. S2E). For example, the evergreen
angiosperm Arbutus unedo, a small tree that grows in Mediterra-
nean chaparral on dry slopes and ridges, and the evergreen gym-
nosperm Juniperus monosperma, a small tree that grows in arid
deserts, illustrate how resistant xylem and deep roots optimize
growth and survival in arid uplands. Constructing both deep
roots and resistant xylem is the optimal strategy to survive in the
driest environments on earth.

Second, resistant confronters (low P50 and shallow roots) are
most likely to occur in arid, nonseasonal climates over deep and

inaccessible water tables. This agrees with previous empirical
work that arid environments contain both deep and shallow-
rooted species (Fan et al., 2017) yet clarifies that shallow roots are
more adaptive in nonseasonal arid climates where more consis-
tent precipitation (albeit modest amounts) wets the top soil layers
throughout the year. This result appeared to be driven by decid-
uous species, such as Amelanchier ovalis, which grows in open
sites in drier climates, but evergreen species, such as Encelia fari-
nosa and Juniperus scopulorum, also grow in dry habitats with
well-drained soils (Ehleringer, 1993).

Fig. 6 Occurrence probability landscapes
illustrating changes in the probability of
woody species occurrence in different
environments (i.e. set as the 5th and 95th

percentiles of the aridity index and water
table depth (WTD) at the 5th and 95th

percentiles of precipitation seasonality along
continuous gradients of P50 and maximum
rooting depth. (a) arid, deep water table, low
seasonality; (b) humid, deep water table, low
seasonality; (c) arid, shallow water table, low
seasonality; (d) humid, shallow water table,
low seasonality; (e) arid, deep water table,
high seasonality; (f) humid, deep water table,
high seasonality; (g) arid, shallow water
table, high seasonality; (h) humid, shallow
water table, high seasonality. Warm colors
indicate higher probability of occurrence and
cool colors indicate lower probability of
occurrence. Black text highlights the trait
combinations that maximize occurrence
probabilities in each environmental
condition. The trait space is masked to
illustrate the convex hull of observed trait
values. Contour interval = 0.01.
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Third, vulnerable avoiders (high P50 and deep roots) are most
likely to occur in arid, nonseasonal climates over shallow and
likely accessible water tables. This result was also most evident in
deciduous species. This strategy may be emblematic of deep-
rooted, phraetophytic species that occur in desert riparian zones
(Loheide et al., 2005), where they can easily extend their root sys-
tem to the shallow water tables (but no deeper than needed (see
Fan et al., 2017)) to access water from the saturated zone to drive
the high transpiration rates that are associated with deciduous
leaves and high-capacitance xylem. For example, the deciduous
Populus euphratica grows in central Asian river flood plains in arid
regions (Bruelheide et al., 2010). This combination of traits is
likely to also occur in humid tropical climates with a dry season
over deep water tables, where plants access water in the deep
vadose zone (Brum et al., 2019; Miguez-Macho & Fan, 2021).
Our model did not detect this latter effect because the dataset
included few observations of species that occur in these environ-
ments (Fig. 1b,c), highlighting the need for more measurements
of these traits in tropical regions.

Fourth, vulnerable confronters (high P50 and shallow roots)
present, in theory, the least drought-tolerant strategy because
root-to-shoot conductance can decline under weak negative
xylem pressure that cannot be overcome by access to deep soil
water (Hammond et al., 2019; Tumber-Dávila et al., 2022).
This strategy is most likely to occur in humid climates, regard-
less of water table depth. This result was consistent for decid-
uous and evergreen species. For example, the deciduous
angiosperm Salix cinerea is a medium-sized shrub that grows in
wetlands in humid climates, and Juglans cinerea is a deciduous
angiosperm tree that grows in humid climates ranging from
streambanks to well-drained slopes. Other drought-related traits
that were not measured here, such as leaf turgor loss point,
could further explain how species that are vulnerable confron-
ters such as Juglans cinerea can survive in well-drained dry soil,
yet turgor loss point was not available for most of the 188 spe-
cies in this dataset.

Our work represents the first systematic analysis of the com-
bined effect of drought resistance and avoidance on the global
distribution of woody species. Yet, some limitations of the study
deserve attention. First, maximum rooting depth is underesti-
mated due to the logistical difficulty of measuring this trait, and
rooting depth within species responds plastically to variation in
soil water depth (Schenk & Jackson, 2005; Fan et al., 2017).
Given the low number of replicated trait observations within spe-
cies (Table S1; Fig. S1), our analysis was unable to evaluate the
phenotypic plasticity of each trait and whether individual species
could acclimate to changing vapor pressure deficits and soil water
availability. We urge researchers to develop methods to simulta-
neously measure xylem vulnerability and rooting depth on indivi-
dual plants in their environments to refine predictions of drought
sensitivity and adaptive capacity. This new data would be the
only way to test for an intraspecific trade-off between drought
resistance and avoidance. Second, our analysis does not predict
the growth, survival, and reproduction of different ontogenetic
stages of trees, and these are the fitness components that are

important to population dynamics that lead to range shifts
(Merow et al., 2017). Our analysis is an important first step to
determine the joint effect of these critical traits on species
responses to changing aridity, seasonality, and water table depth,
but future work should link these trait-by-environment interac-
tions to demographic rates and population growth rates to
improve forecasting generality (Laughlin et al., 2020b). Third,
the limited data availability for drought-deciduous species pre-
vented us from understanding how the drought escape strategy
relates to drought resistance and avoidance. Fourth, integrating
empirical measurements of soil texture and depth will further
clarify limitations on rooting depth. Future work should address
these limitations.

The earliest plants to colonize the land emerged in humid tro-
pical environments and likely did not stray too far from shore-
lines and streambanks in humid atmospheres with shallow water
tables (Willis & McElwain, 2014; Bouda et al., 2022). The evo-
lution of increasing resistance to embolism and extension of roots
deep into the soil profile permitted species to occupy increasingly
drier environments, and these traits have retained their adaptive
advantages to this day. Simultaneous understanding of drought
resistance and avoidance strategies that have evolved across the
phylogeny of woody plants will enhance our predictions of vege-
tation response to changing water availability and guide species
selection in ecological restoration projects (Laughlin et al., 2017;
McDowell et al., 2022).
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Sáenz-Romero C, Hartmann H, Breshears DD, Allen CD. 2022. Global field

� 2023 The Authors

New Phytologist� 2023 New Phytologist Foundation

New Phytologist (2023) 240: 1774–1787
www.newphytologist.com

New
Phytologist Research 1785

 14698137, 2023, 5, D
ow

nloaded from
 https://nph.onlinelibrary.w

iley.com
/doi/10.1111/nph.19276 by C

ochrane N
etherlands, W

iley O
nline Library on [11/10/2024]. See the Term

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline Library for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons License

https://orcid.org/0000-0002-7744-2195
https://orcid.org/0000-0002-7744-2195
https://orcid.org/0000-0002-7744-2195
https://orcid.org/0000-0002-5953-1012
https://orcid.org/0000-0002-5953-1012
https://orcid.org/0000-0002-5953-1012
https://orcid.org/0000-0003-3707-3687
https://orcid.org/0000-0003-3707-3687
https://orcid.org/0000-0003-3707-3687
https://orcid.org/0000-0003-3135-0356
https://orcid.org/0000-0003-3135-0356
https://orcid.org/0000-0003-3135-0356
https://orcid.org/0000-0003-0674-2577
https://orcid.org/0000-0003-0674-2577
https://orcid.org/0000-0003-0674-2577
https://orcid.org/0000-0003-3209-3275
https://orcid.org/0000-0003-3209-3275
https://orcid.org/0000-0003-3209-3275
https://orcid.org/0000-0002-3849-6983
https://orcid.org/0000-0002-3849-6983
https://orcid.org/0000-0002-3849-6983
https://orcid.org/0000-0001-5103-484X
https://orcid.org/0000-0001-5103-484X
https://orcid.org/0000-0001-5103-484X
https://orcid.org/0000-0002-7280-6199
https://orcid.org/0000-0002-7280-6199
https://orcid.org/0000-0002-7280-6199
https://orcid.org/0000-0003-3221-660X
https://orcid.org/0000-0003-3221-660X
https://orcid.org/0000-0003-3221-660X
https://orcid.org/0000-0002-5829-4051
https://orcid.org/0000-0002-5829-4051
https://orcid.org/0000-0002-5829-4051
https://orcid.org/0000-0003-2613-2688
https://orcid.org/0000-0003-2613-2688
https://orcid.org/0000-0003-2613-2688
https://orcid.org/0000-0002-3824-9915
https://orcid.org/0000-0002-3824-9915
https://orcid.org/0000-0002-3824-9915
https://orcid.org/0000-0002-6950-7286
https://orcid.org/0000-0002-6950-7286
https://orcid.org/0000-0002-6950-7286
https://orcid.org/0000-0002-2904-810X
https://orcid.org/0000-0002-2904-810X
https://orcid.org/0000-0002-2904-810X
https://orcid.org/0000-0002-0872-5108
https://orcid.org/0000-0002-0872-5108
https://orcid.org/0000-0002-0872-5108
https://orcid.org/0000-0001-5676-3267
https://orcid.org/0000-0001-5676-3267
https://orcid.org/0000-0001-5676-3267
https://orcid.org/0000-0002-4476-5334
https://orcid.org/0000-0002-4476-5334
https://orcid.org/0000-0002-4476-5334
https://orcid.org/0000-0001-6601-9597
https://orcid.org/0000-0001-6601-9597
https://orcid.org/0000-0001-6601-9597
https://orcid.org/0000-0002-1022-8469
https://orcid.org/0000-0002-1022-8469
https://orcid.org/0000-0002-1022-8469
https://orcid.org/0000-0002-9651-5732
https://orcid.org/0000-0002-9651-5732
https://orcid.org/0000-0002-9651-5732
https://orcid.org/0000-0003-0638-9582
https://orcid.org/0000-0003-0638-9582
https://orcid.org/0000-0003-0638-9582
https://orcid.org/0000-0002-5001-0149
https://orcid.org/0000-0002-5001-0149
https://orcid.org/0000-0002-5001-0149
https://orcid.org/0000-0003-3060-1678
https://orcid.org/0000-0003-3060-1678
https://orcid.org/0000-0003-3060-1678
https://orcid.org/0000-0002-2362-0398
https://orcid.org/0000-0002-2362-0398
https://orcid.org/0000-0002-2362-0398
https://orcid.org/0000-0003-0840-1477
https://orcid.org/0000-0003-0840-1477
https://orcid.org/0000-0003-0840-1477
https://orcid.org/0000-0002-3078-2192
https://orcid.org/0000-0002-3078-2192
https://orcid.org/0000-0002-3078-2192
https://orcid.org/0000-0003-4124-2359
https://orcid.org/0000-0003-4124-2359
https://orcid.org/0000-0003-4124-2359
https://orcid.org/0000-0002-7215-0150
https://orcid.org/0000-0002-7215-0150
https://orcid.org/0000-0002-7215-0150
https://orcid.org/0000-0002-8993-6168
https://orcid.org/0000-0002-8993-6168
https://orcid.org/0000-0002-8993-6168
https://orcid.org/0000-0002-7202-7697
https://orcid.org/0000-0002-7202-7697
https://orcid.org/0000-0002-7202-7697
https://orcid.org/0000-0001-6087-6117
https://orcid.org/0000-0001-6087-6117
https://orcid.org/0000-0001-6087-6117
https://orcid.org/0000-0002-2704-1625
https://orcid.org/0000-0002-2704-1625
https://orcid.org/0000-0002-2704-1625
https://orcid.org/0000-0002-2848-1454
https://orcid.org/0000-0002-2848-1454
https://orcid.org/0000-0002-2848-1454
https://orcid.org/0000-0003-3341-2493
https://orcid.org/0000-0003-3341-2493
https://orcid.org/0000-0003-3341-2493
https://orcid.org/0000-0001-7336-3943
https://orcid.org/0000-0001-7336-3943
https://orcid.org/0000-0001-7336-3943
https://orcid.org/0000-0003-0628-3251
https://orcid.org/0000-0003-0628-3251
https://orcid.org/0000-0003-0628-3251
https://doi.org/10.25829/idiv.3555-akwd44
https://doi.org/10.25829/idiv.3555-akwd44


observations of tree die-off reveal hotter-drought fingerprint for Earth’s forests.

Nature Communications 13: 1761.
Hammond WM, Yu K, Wilson LA, Will RE, Anderegg WRL, Adams HD.

2019. Dead or dying? Quantifying the point of no return from hydraulic

failure in drought-induced tree mortality. New Phytologist 223: 1834–1843.
Hartmann H, Bastos A, Das AJ, Esquivel-Muelbert A, Hammond WM,

Martı́nez-Vilalta J, McDowell NG, Powers JS, Pugh TAM, Ruthrof KX et al.
2022. Climate change risks to global forest health: emergence of unexpected

events of elevated tree mortality worldwide. Annual Review of Plant Biology 73:
673–702.

Jackson RB, Canadell J, Ehleringer JR, Mooney HA, Sala OE, Schulze ED.

1996. A global analysis of root distributions for terrestrial biomes. Oecologia
108: 389–411.

Jackson RB, Sperry JS, Dawson TE. 2000. Root water uptake and transport:

using physiological processes in global predictions. Trends in Plant Science 5:
482–488.

Jin Y, Qian H. 2019. V.PHYLOMAKER: an R package that can generate very large

phylogenies for vascular plants. Ecography 42: 1353–1359.
Larter M, Pfautsch S, Domec JC, Trueba S, Nagalingum N, Delzon S. 2017.

Aridity drove the evolution of extreme embolism resistance and the radiation of

conifer genus Callitris. New Phytologist 215: 97–112.
Laughlin DC, Delzon S, Clearwater MJ, Bellingham PJ, McGlone MS,

Richardson SJ. 2020a. Climatic limits of temperate rainforest tree species are

explained by xylem embolism resistance among angiosperms but not among

conifers. New Phytologist 226: 727–740.
Laughlin DC, Gremer JR, Adler PB, Mitchell RM, Moore MM. 2020b. The net

effect of functional traits on fitness. Trends in Ecology & Evolution 35: 1037–
1047.

Laughlin DC, Mommer L, Sabatini FM, Bruelheide H, Kuyper TW,

McCormack ML, Bergmann J, Freschet GT, Guerrero-Ramı́rez NR, Iversen

CM et al. 2021. Root traits explain plant species distributions along climatic

gradients yet challenge the nature of ecological trade-offs. Nature Ecology &
Evolution 5: 1123–1134.

Laughlin DC, Strahan RT, Huffman DW, Sánchez Meador AJ. 2017. Using

trait-based ecology to restore resilient ecosystems: historical conditions and the

future of montane forests in western North America. Restoration Ecology 25
(S2): S135–S146.

Levitt J. 1980. Responses of plants to environmental stress, vol. 2: Water, radiation,
salt and other stresses. Cambridge, UK: Academic Press.

Loheide SP, Butler JJ, Gorelick SM. 2005. Estimation of groundwater

consumption by phreatophytes using diurnal water table fluctuations: a

saturated-unsaturated flow assessment.Water Resources Research 41: W07030.

Maherali H, Pockman WT, Jackson RB. 2004. Adaptive variation in the

vulnerability of woody plant to xylem cavitation. Ecology 85: 2184–2199.
May LH, Milthorpe FL. 1962. Drought resistance of crop plants. Field Crop
Abstracts 15: 171–179.

McDowell NG, Sapes G, Pivovaroff A, Adams HD, Allen CD, Anderegg WRL,

Arend M, Breshears DD, Brodribb T, Choat B et al. 2022.Mechanisms of

woody-plant mortality under rising drought, CO2 and vapour pressure deficit.

Nature Reviews Earth & Environment 3: 294–308.
Merow C, Bois ST, Allen JM, Xie Y, Silander JA. 2017. Climate change both

facilitates and inhibits invasive plant ranges in New England. Proceedings of the
National Academy of Sciences, USA 114: E3276–E3284.

Miguez-Macho G, Fan Y. 2021. Spatiotemporal origin of soil water taken up by

vegetation. Nature 598: 624–628.
Miller C, Ulate W. 2017.World flora online project: an online flora of all known

plants. Biodiversity Information Science and Standards 1: e20529.
Nobre AD, Cuartas LA, Hodnett M, Rennó CD, Rodrigues G, Silveira A,
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