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Summary

� Soil and plant hydraulics constrain ecosystem productivity by setting physical limits to water

transport and hence carbon uptake by leaves. While more negative xylem water potentials

provide a larger driving force for water transport, they also cause cavitation that limits hydrau-

lic conductivity. An optimum balance between driving force and cavitation occurs at interme-

diate water potentials, thus defining the maximum transpiration rate the xylem can sustain

(denoted as Emax). The presence of this maximum raises the question as to whether plants reg-

ulate transpiration through stomata to function near Emax.
� To address this question, we calculated Emax across plant functional types and climates using

a hydraulic model and a global database of plant hydraulic traits.
� The predicted Emax compared well with measured peak transpiration across plant sizes and

growth conditions (R = 0.86, P < 0.001) and was relatively conserved among plant types (for a

given plant size), while increasing across climates following the atmospheric evaporative

demand. The fact that Emax was roughly conserved across plant types and scales with the

product of xylem saturated conductivity and water potential at 50% cavitation was used here

to explain the safety–efficiency trade-off in plant xylem.
� Stomatal conductance allows maximum transpiration rates despite partial cavitation in the

xylem thereby suggesting coordination between stomatal regulation and xylem hydraulic

characteristics.

Introduction

Transpiration is linked to CO2 assimilation through gas exchange
between stomatal pores on leaves and the atmosphere (Farquhar
& Sharkey, 1982). To sustain photosynthesis, water evaporation
from leaves must be supplied from the soil through the soil-
to-leaf hydraulic system (Hsiao, 1973; Enquist et al., 1998;
Brodribb, 2009). Water transport through the soil–plant–atmo-
sphere continuum is driven by the difference in water potential
between the atmosphere and the substomatal cavity (often
approximated by the vapor pressure deficit). In turn, liquid-phase
transport through the xylem causes water potential gradients to
develop between the bulk soil and the leaves. When high atmo-
spheric water demand increases transpiration, leaf and xylem
water potentials decrease to a point where partial cavitation of the
tissues may occur. As a result, steeper water potential gradients
develop for a given flow rate. Under such conditions, for leaf
water potential to remain sufficiently high to allow leaf function-
ing, stomatal conductance decreases and transpiration is reduced.
Accordingly, cavitation provides a negative feedback (mediated
by stomatal conductance) that bounds transpiration (Tyree &

Dixon, 1986; Tyree & Ewers, 1991; Sperry et al., 2002).
Changes in leaf area also contribute to control water fluxes, but
such changes occur at longer time-scales than stomatal regulation
and daily fluctuations in light and vapor pressure deficit (Maseda
& Fernandez, 2006). When water potential is close to zero, the
driving force causing water movement in the xylem is low,
whereas at much more negative water potentials cavitation
strongly reduces hydraulic conductance, so that in both cases
transpiration is limited. However, as illustrated in Fig. 1, at inter-
mediate values of water potential both driving force and conduc-
tance are sufficiently high to sustain a large water flux, thus
determining conditions for maximum transpiration (Tyree &
Sperry, 1988; Sperry et al., 1998; Meyra et al., 2011).

It might be inferred that plants evolved coordination mecha-
nisms matching controls of stomatal aperture and leaf area devel-
opment on the one hand and water transport capacity in the
xylem (including roots development) on the other hand. We
hypothesize that this coordination allows plants to operate near
the maximum transpiration rate because using water more effec-
tively would provide a competitive advantage, at least in water-
limited ecosystems and when the vapor pressure deficit is high
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(Bejan et al., 2008; Caylor et al., 2009; Guswa, 2010). Even in
mesic ecosystems, relatively dry days would require high rates of
water transport to keep the leaves hydrated and fully functional,
necessitating an efficient water transport system. Moreover,
higher rates of transpiration reduce soil moisture faster following
a rain event so that in the long term drainage and run-off are
decreased and the use of available water by vegetation becomes
more efficient (Rodriguez-Iturbe & Porporato, 2004). However,
Emax (maximum transpiration rate) is achieved under partial cav-
itation, raising the question as to whether plants operate near
Emax where partial cavitation occurs, or rather prevent water
losses from reaching Emax through stomatal regulation, thus
maintaining relatively high water potentials and avoiding cavita-
tion (Tyree & Sperry, 1988; Cruiziat et al., 2002).

The value of Emax and the corresponding water potential
depend on the shape of the xylem conductance-water potential
relationship (Fig. 1; conventionally denoted as vulnerability
curve). Plant species may be characterized as highly efficient if
their saturated hydraulic conductivity (kS) is high; however, a

xylem that efficiently transports water is often vulnerable to cavi-
tation and its vulnerability curve is characterized by a less negative
value of water potential at 50% loss of conductivity (w50), as
shown in Fig. 1(a) (solid curve). Alternatively, a species may be
characterized by a less conductive, more resistant xylem that can
more safely withstand cavitation (dotted curve in Fig. 1a). These
patterns can be interpreted in terms of a ‘safety–efficiency’ trade-
off of the water transport system (Hacke et al., 2006; Meinzer
et al., 2010). The first combination of plant characteristics results
in relatively high xylem water potentials that should prevent the
occurrence of cavitation, while the second combination leads to
more negative water potentials that, however, do not lead to
substantial conductance loss.

Mechanistically, this trade-off between transport capacity and
safety is thought to be caused by different vessel and intervessel
pit structures. Hydraulically efficient xylem tends to have larger
vessels with more interconnections than a ‘safer’, less efficient
xylem. In angiosperms, the intervessel pits are also larger and
more porous in hydraulically efficient species, resulting in a
higher frequency of large pores that may seed embolism (Hacke
et al., 2006; Christman et al., 2009; Lens et al., 2011). In coni-
fers, the more complex geometry of tracheids weakens the rela-
tionship between cavitation resistance and hydraulic efficiency
(Pittermann et al., 2006, 2012; Willson et al., 2008). In addition,
vessels in cavitation-resistant wood are reinforced to avoid implo-
sion, resulting in higher wood density (Hacke et al., 2001; Lens
et al., 2011; Pittermann et al., 2012). The broad spectrum of
xylem traits and growing conditions affecting the hydraulic prop-
erties of wood introduces strong variability in the kS – w50 rela-
tionship (e.g. lack of trade-off among Juniperus species; Willson
et al., 2008). Nevertheless, some general patterns seem to emerge:
conifers tend to have lower kS but more negative w50 than angio-
sperms (Maherali et al., 2004; Pittermann et al., 2012) and tend
to operate at lower xylem water potentials (Meinzer et al., 2009).
Within a plant functional group, safety–efficiency trade-offs have
been noted across coexisting species, populations, ecosystems and
climatic conditions (Hacke et al., 2006; Corcuera et al., 2011;
Lens et al., 2011; Fu et al., 2012), as well as in individuals along
the hydraulic pathway between the roots and the canopy
(Meinzer et al., 2010).

While other plant characteristics, in particular leaf and
sapwood areas, affect transpiration (Whitehead et al., 1984;
Maseda & Fernandez, 2006), the focus here is on the role of
size-independent hydraulic traits (kS and w50) used in determin-
ing the maximum rate of individual tree transpiration for a
given plant size. Despite differences in these hydraulic traits
between hydraulically efficient and hydraulically safe species
(solid vs dotted lines in Fig. 1a), similar maximum transpiration
rates may be achieved (Fig. 1b). Hence, it could be hypothesized
that a safety–efficiency trade-off such that kS and w50 are
inversely correlated may allow similar peak transpiration rates
for a given plant size. In other words, different hydraulic strate-
gies might be functionally equivalent, thus explaining the wide
(albeit coordinated) variability in kS and w50 that has been
observed within the same community (Markesteijn et al., 2011;
Quero et al., 2011; Fu et al., 2012).
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Fig. 1 Emergence of a maximum in transpiration at intermediate xylem
water potentials. (a) Driving force for transpiration, expressed as water
potential difference between the soil and the canopy (wS –wP� –wP, gray
dashed line) and xylem conductance (gP(wP), black curves) for two sets of
hydraulic characteristics (an efficient plant, solid line; a more conservative
plant, dotted line). (b) The product of conductance and driving force
results in transpiration E = gP(wP)|wP| (Eqn 3), which exhibits a maximum at
the intermediate water potential wP,max (open circles). In both panels, well-
watered conditions are assumed so that wS is much less negative than wP;
kS = 1 and 2 kgm�1 s�1MPa�1, w50 =�4 and �2MPa (respectively for
the more conservative and more efficient species; dotted and solid lines,
respectively), a = 5, sapwood area AS = 0.01m2 and tree height h = 10m.
All symbols are also defined in Table 1.
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The question that is first addressed is whether individual
plants worldwide operate near the maximum rate of transpira-
tion regardless of their ecosystem of origin. Second, we assess
whether maximum transpiration is conserved across plant func-
tional types and ecosystems and explore the consequences of
a stable maximum transpiration rate in terms of hydraulic
safety–efficiency trade-offs. To quantify transpiration, a mini-
malist model of water flow through plant xylem was
employed. As a point of departure from earlier numerical
modeling studies of water transport in the soil-to-leaf system
(Tyree & Sperry, 1988; Sperry et al., 1998, 2002; Bohrer
et al., 2005; Chuang et al., 2006), an analytical representation
of the plant hydraulic characteristics (i.e. xylem conductivity
and vulnerability curve) is presented based on widely reported
hydraulic traits (collected in a database encompassing c. 750
data points relative to nearly 550 species or varieties). The
simplicity of this approach allows analytical expressions for the
maximum rate of transpiration to be derived, thereby facilitat-
ing the testing of model predictions against observed peak
transpiration rates.

Materials and Methods

A simplified description of transpiration based on Darcy’s law
and frequently measured xylem hydraulic characteristics is pre-
sented first (see Theory section; symbols are defined in
Table 1). This simplified model is used to compute analytically
the values of maximum transpiration rate that can be achieved
by the plant hydraulic system, which are then compared with
independent sap-flow measurements from individuals of differ-
ent size and species (see Data analysis and parameterization
section).

Theory

The water flux through a stem segment, E, can be calculated in
analogy to Darcy’s law as (Sperry et al., 1998; Bohrer et al., 2005;
Chuang et al., 2006),

E ¼ �kP wPð Þ @H
@z

; Eqn 1

where kP(wP) is the sapwood hydraulic conductivity; wP is the
water potential in the plant xylem at height z; H is the total head,
computed as H = wP + qgz (q is the density of liquid water and g
is the gravitational acceleration). For analytical tractability, a
lumped representation of the soil–plant–atmosphere continuum
is adopted here, in which a single value of conductance and a
lumped representation of the plant water potential are assumed
to be representative of water transport in the whole plant. Follow-
ing this simplified framework, and neglecting any capacitive
effects, the hydraulic gradient @H =@z is approximated as the dif-
ference between hydraulic head at height z and in the bulk soil,
divided by the path length, assumed here to be proportional to z
(Whitehead et al., 1984; Jones & Sutherland, 1991; Mencuccini,
2003; Novick et al., 2009). This approximation results in

E ¼ kP wPð ÞwS � wP � qgz
az

; Eqn 2

where the proportionality coefficient a is in general larger than
unity because the actual hydraulic path from the root tips to the
point of cavitation is larger than the vertical distance from the
ground.

Because the aim is to quantify the maximum transpiration rate
allowed by the plant hydraulic system (regardless of stomatal reg-
ulation and atmospheric demand), we focus here on water trans-
port under well-watered conditions so that |wS| < < |wP|,
resulting in wS�wP��wP. This assumption also implies that
the root water potential is much smaller in magnitude than |wP|.
Hence, for these restricted conditions, only |wP| is the relevant
water potential term driving water movement in the soil–plant
system. In addition, high rates of transpiration occur at water
potentials about one order of magnitude larger (in absolute value)
than gravitational potential in trees shorter than c. 20 m, as is the
case in most datasets used here, so that |qgz/wP| < < 1. Finally, it
can be assumed that cavitation occurs first in the most distal parts
of the plant (Zimmermann, 1978; Tyree & Ewers, 1991; Nardi-
ni & Salleo, 2000). This approximation is also consistent with
the typical cavitation measurements, which are often performed
in young branches near the plant top. Hence, we set az� h,
where the canopy height h approximates the hydraulic path
length between the roots and the canopy (Whitehead et al., 1984;
Sch€afer et al., 2000; Mencuccini, 2003; Novick et al., 2009). It is
important to note that the hydraulic path length is probably
longer than the linear distance between the ground and the can-
opy top owing to roots and branching aboveground. Both this
approximation and the assumption of negligible root water
potential might lead to overestimated transpiration fluxes. Under

Table 1 Symbol definitions and units

Symbol Definition Units

a Shape parameter of the vulnerability
curve (Eqn 4)

–

AS Sapwood area m2

D Vapor pressure deficit mol mol�1

E Transpiration rate m3 d�1

Emax Maximum transpiration (Eqn 7) m3 d�1

kP Xylem hydraulic conductivity m4MPa�1 s�1

kS Specific conductivity kgm�1MPa�1 s�1

g Gravitational acceleration m s�2

gP Xylem hydraulic conductance (Eqn 4) m3MPa�1 s�1

gP,max Maximum xylem conductance m3MPa�1 s�1

gS Stomatal conductance mol m�2 s�1

h Canopy height m
H Total head, H =wP + qgz MPa
z Vertical position m
a Ratio of hydraulic path length to

vertical position
–

q Density of liquid water kgm�3

wP Xylem water potential at the canopy height MPa
wP,max wP at maximum transpiration (Eqn 5) MPa
wS Soil water potential MPa
w50 wP at 50% loss of conductivity (Eqn 4) MPa
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these assumptions, water transport is solely controlled by xylem
water potential (the driving force) and xylem properties, which
are responsible for the pressure drop along the soil–leaf contin-
uum. Accordingly, the transpiration rate (Eqn 2) can be simpli-
fied to

E � gP wPð Þ wPj j; Eqn 3

where the xylem conductance is gP = kP/h. Because gP is a decreas-
ing function of xylem water potential wP (see Fig. 1a), the tran-
spiration flux defined by Eqn 3 admits a local maximum
(denoted by Emax, Fig. 1b) at an intermediate value of wP, which
we denote by wP,max. Around this value of water potential, the
driving force is sufficient to sustain the water flow but not nega-
tive enough to cause substantial cavitation (Sperry et al., 1998;
Meyra et al., 2011).

The effect of water potential on plant conductance is typically
modeled by reducing the saturated xylem conductance, gP,max, by
an empirical factor accounting for the loss of conductivity caused
by progressive cavitation (Jones & Sutherland, 1991; Sperry
et al., 1998). Among the different (but conceptually equivalent)
possible empirical functions, the following inverse polynomial
expression is employed here for convenience (Fig. 1a),

gpðwpÞ ¼ gp;max 1þ wP

w50

� �a� ��1

; Eqn 4

where w50 represents the xylem water potential at 50% loss of
conductivity and a is a shape parameter linked to the sensitivity
of xylem conductance to changes in water potential at |w50| (i.e.
@ðgP=gP ;maxÞ=@w ¼ �að4jw50jÞ�1:

The upper bound for transpiration is the maximum theoretical
water transport capacity along the soil-to-leaf system, which is
computed by imposing @E=@wP ¼ 0 in Eqn 3. The water
potential at maximum transpiration is then found as

wP ;max ¼ w50 a � 1ð Þ�1
a; Eqn 5

at which the maximum transpiration rate is achieved (from
Eqn 3),

Emax ¼ gp wp;max

� �
wp;max

��� ���: Eqn 6

In Eqn 6, the conductance under maximum water transport (at
wP = wP,max) is computed from Eqn 4 as gP ðwP ;maxÞ
¼ ð1� 1=aÞgP ;max, where 1/a is the fractional loss of conductivity
under such conditions. Combining Eqns 5 and 6 yields the maxi-
mum transpiration rate as a function of plant hydraulic traits,

Emax ¼ gp;max w50

�� ��a�1 a � 1ð Þ1�1
a Eqn 7

Eqn 7 predicts a proportionality of maximum transpiration and
the product of saturated xylem conductance and the water

potential at 50% cavitation, indicating that both traits are equally
important in defining water transport. The proportionality con-
stant, a�1ða � 1Þ1�1

a; varies little (between 0.5 and 0.7), suggest-
ing that the slope parameter a is of secondary importance in the
definition of Emax, although it controls the fractional loss of con-
ductivity when transpiration is maximized.

This derivation partly differs from the approach by Sperry
et al. (1998), who defined the maximum transpiration (‘critical
transpiration’ in their notation) as the water flux on the brink of
catastrophic xylem failure. Their maximum transpiration rate is
obtained by increasing E up to the critical level and not by chang-
ing the water potential as it is done in Eqn 5. From a physical
perspective, the vapor pressure deficit drives transpiration at the
leaf level, triggering changes in both stomatal conductance and
leaf water potential. In the present approach, stomatal conduc-
tance is not explicitly modeled, so either E or the water potential
in the most distal compartments of the plant can be varied. When
E increases above the maximum (critical) value, no water
potential can be found that still satisfies Eqn 2 (as shown in
Fig. 2b), implying complete xylem dysfunction (Sperry et al.,
1998). By contrast, the approach proposed here is based on
changes in xylem water potential, so that a transpiration value
can always be defined as wP becomes more negative, but its value
remains upper-bounded by Emax, at which no catastrophic failure
occurs. Instead, transpiration declines smoothly beyond wP,max

creating a well-defined plateau (Fig. 1b), similar to the results of
Meyra et al. (2011). Despite these differences in the mathematical
approach, both Sperry et al. (1998) and the model proposed here
predict a maximum in transpiration rate for moist soil conditions
that only varies with xylem properties and plant size.

Data analysis and parameterization

The model is parameterized to describe transpiration of indi-
vidual trees, which can be compared with typical sap-flow
measurements. Published sapwood-specific conductivities, kS
(kg m�1 MPa�1 s�1), are employed so that the plant maxi-
mum conductance can be computed as gP ;max ¼ kSAS=ðqhÞ,
where AS is the sapwood area (m2), q is the density of water
(kg m�3), and h is the canopy height (m). Values of sapwood-
specific conductivity kS and of the two parameters of the vul-
nerability curves (a and w50) were obtained from a collection
of wood trait data from literature sources, and grouped accord-
ing to plant functional types (deciduous and evergreen woody
angiosperms and conifers) and climate (data sources are listed
in the Supporting Information, Table S1). Climate at each site
was characterized based on the description in each publication
or in few instances using the reported rainfall and temperature
or global climate maps. For simplicity, species from riparian
areas in dry ecosystems were considered as part of the more
mesic biomes for the same thermal regime.

Only estimates of saturated hydraulic conductivity obtained
after flushing of the samples (to refill embolized vessels) or
vulnerability curves that did not exhibit native embolism were
considered (i.e. curves that do not show cavitation at the least
negative pressures). Other factors (such as wood sample age) were
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not controlled and might contribute to the variability of the data-
set. Vulnerability curves obtained from plants under different
treatments (e.g. irrigated vs natural rainfall regime, or transplants
in different soils) were considered separately, whereas measure-
ments for the same species, site and treatment, but retrieved on
different dates, were lumped into a single vulnerability curve.
Where vulnerability curves obtained with different methods were
published, we selected the one covering the largest range of water
potentials, regardless of method (in all these methodological
comparisons differences among approaches were small). Each
vulnerability data set was fitted to Eqn 4 by nonlinear least-square
regression to obtain a and w50. The assembled database encom-
passes nearly 750 data points (c. 550 species and cultivars) span-
ning all major biomes. The hydraulic trait database is available
from the TRY initiative for plant traits (http://www.try-db.org/
TryWeb/Home.php, see Kattge et al., 2011).

For model evaluation at the scale of an individual tree, pub-
lished sap flow-based peak transpiration estimates from different
biomes and plant types were collected (Table S2). These tree-level
transpiration measurements can, in principle, be related to stoma-
tal conductance (e.g. Sch€afer et al., 2000; Novick et al., 2009), but
because of a lack of environmental and plant data in several of the
selected studies we restricted our analysis to water fluxes through

the xylem and only qualitatively refer to the corresponding stoma-
tal conductance values. To ensure well-watered conditions, only
sap-flow measurements after rainfall events or from irrigated trees
were selected. Maximum transpiration data were either retrieved
from the peak values reported in the original publications, or esti-
mated from mean daily fluxes assuming a parabolic daily cycle of
12 h (this specification results in a peak transpiration rate that is c.
1.5 times the daily mean value). A perfect match between species
used for the sap-flow measurements and species in our database
was not always possible. In such cases, we used genus-averaged
traits to match at least the genus of the sampled species.

All hydraulic traits and the estimated maximum transpiration
rates were log-transformed to preserve normality before statistical
analyses. Differences between mean hydraulic traits were tested
using t-test and unbalanced ANOVA, implemented in MATLAB

(MathWorks, Natick, MA, USA). Reduced major axis regressions
and confidence intervals for the slope were computed as in Niklas
(2006).

Results and Discussion

Before addressing the first question on the occurrence of maxi-
mum transpiration, we consider the global patterns in the plant
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hydraulic parameters that determine Emax (i.e. kS, w50, and a, see
Fig. 2). As already noted (Maherali et al., 2004, 2006; Meinzer
et al., 2009; Pittermann et al., 2012), conifers have lower kS and
more negative w50 than angiosperms (P = 0.05). Among ecosys-
tems, conifer and angiosperm kS and w50 are different (P = 0.05)
in mesic temperate and tropical ecosystems and in deserts (w50

only in the latter biome). Leaf habit does not show consistent
patterns, although in some ecosystems deciduous angiosperms
have been found to be more hydraulically efficient than evergreen
ones (Fu et al., 2012). A tendency for larger kS is also apparent in
tropical ecosystems, whereas Mediterranean and desert ecosys-
tems generally have low kS. Patterns in the shape parameter, a,
are less clear, but conifers have significantly larger a overall
(P = 0.05). Much of the variability in these traits, however, occurs
across species within any ecosystem and plant type, yielding a
range of maximum transpiration rates (Fig. 2d).

Using species- and genus-specific hydraulic traits, the theoreti-
cal maximum transpiration rates were computed using Eqn 7 for
individuals in which peak transpiration had been measured,
allowing us to directly address the question of whether plants
operate near Emax. The theoretical maximum transpiration rea-
sonably predicts the observed peak transpiration rates over a wide
range of plant sizes, species, functional types and climates
(Fig. 3a, R = 0.88, P < 0.001). The model is unable to precisely
predict peak transpiration in each individual because xylem prop-
erties and transpiration are generally not measured in the same
tree. However, the lack of strong bias in the model predictions
suggests that, on average, woody species operate close to the max-
imum transpiration sustained by their hydraulic system. This
result is consistent with a previous study (Tyree & Sperry, 1988),
although others have shown that the difference between maxi-
mum and actual peak transpiration depends on species and their
leaf to root area ratio (Sperry et al., 2002). Note that in Fig. 3(a),
plant size (in terms of sapwood area) contributes to the variability
and introduces some degree of autocorrelation between measured
and modeled rates, but it does not affect model bias. A more
stringent test is provided in Fig. 3(b), where measured and

modeled transpiration fluxes per unit sapwood area are com-
pared. Also in this case the theoretical maximum transpiration
reasonably captures the measured rates (R = 0.59, P < 0.001),
with no significant statistical bias (the mean of the residuals is not
significantly different from zero at P = 0.05; see the inset of
Fig. 3b). We note, however, that transpiration rates of some
boreal species are overestimated, possibly because the vapor
pressure deficit during the measurement period was not high
enough to allow reaching the theoretical maximum transpiration
rates.

The model also predicts that 1/a equals the fraction of con-
ductivity lost under maximum transpiration. Hence, larger
values of a imply larger losses of conductivity when Emax is
reached. Based on this model prediction, loss of conductivity
in angiosperms and conifers is estimated, respectively, as
c. 36% and 22% in well-watered conditions. These values are
broadly consistent with typical xylem pressures near 1/3 of w50

observed worldwide, indicating substantial cavitation (Meinzer
et al., 2009) and are also in agreement with the observation of
larger safety margins in conifers than in angiosperms (Meinzer
et al., 2009; Johnson et al., 2012). In particular, the estimated
loss of conductivity in dry tropical forest angiosperms (a = 3.7
from Fig. 2c, fractional loss of conductivity 1/a = 0.27)
compares well with observations that in this ecosystem xylem
water potential under nondrought conditions corresponds to
24–40% cavitation (Meinzer et al., 2008). Furthermore, field
measurements of peak ultrasound acoustic emissions (UAE)
may also be used to test the prediction that the fractional loss
of conductivity equals 1/a. For example, in Alnus cordata
(a = 3), maximum midday UAE occurs at wP��1.3MPa, cor-
responding to 0.3–0.4 fractional loss of conductivity (Tognetti
& Borghetti, 1994), which is in good agreement with the
predicted value of 1/a = 0.33 for this species. Hence, based on
evidence from different experimental observations, we conclude
that, on average, plants achieve peak transpiration rates that are
well approximated by the theoretical maximum transpiration
sustained by their xylem.
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Compared with the large variations exhibited by the individual
hydraulic traits that determine Emax (Fig. 2a,c), the theoretical
maximum transpiration rate (normalized with respect to plant
size) is relatively conserved across plant types, with no significant
differences between angiosperms and conifers at P = 0.05
(Fig. 2d). Earlier studies did suggest that long-term mean transpi-
ration (likely correlated with Emax) may be a ‘conserved’ hydro-
logical variable in a given climate (Roberts, 1983). Here we
interpret the low variability in Emax across plant types as a conse-
quence of the trade-off between conductivity and water potential
at 50% cavitation. Because Emax is proportional to the product of
kS and |w50| (Eqn 7), to sustain a given maximum transpiration
rate, a plant can either adopt the combination of high transport
efficiency and low resistance to cavitation (i.e. high kS and low
|w50|), or low efficiency and high resistance (low kS and high
|w50|), consistent with a safety–efficiency trade-off. This trade-off
is also mediated by the slope of the vulnerability curve, through
parameter a, although the effect of a on Emax is less important
than the effect of |w50| (in fact, the factor a�1ða � 1Þ1�1

a in Eqn 7
varies much less than |w50| across species and climates). In partic-
ular, the contrasting hydraulic strategies adopted by angiosperms
and conifers lead to similar Emax in any given ecosystems. With
regard to climatic effects, tropical moist ecosystems exhibit signif-
icantly higher Emax than boreal, temperature and arid ecosystems
(P = 0.05; Fig. 2d). Plants in seasonally dry ecosystems (Mediter-
ranean and tropical) have intermediate Emax, while boreal ecosys-
tems attain the lowest values, consistent with lower average vapor
pressure deficit. Angiosperms from Mediterranean and tropical

climates might have developed higher maximum transpiration
than plants in colder climates for a number of reasons. Allowing
large transpiration in response to high vapor pressure deficit and
maximizing fluxes when soil moisture becomes available, while
avoiding dry conditions through phenological strategies, are plau-
sible explanations. In tropical dry forests, high efficiency can be
achieved by drought-deciduous species that escape the effects of
drought by reducing their leaf area (Bucci et al., 2005). By con-
trast, in arid ecosystems values of Emax are, on average, compara-
ble to more mesic temperate forests (Fig. 2d), possibly because
under dry conditions a conservative water-use strategy or drought
avoidance might be more advantageous. Accordingly, more
efficient water transport systems than in mesic climates would
not be required, despite the greater atmospheric demand. These
comparisons are based on individual-tree, normalized Emax val-
ues; hence, ecosystem-level transpiration fluxes are also mediated
by changes in the density of individuals and their size.

If efficiency and safety were perfectly complementary, a con-
stant Emax for a given plant size would be expected. Because maxi-
mum transpiration can be expressed as the product of xylem
conductivity and xylem water potential at maximum transpira-
tion, Emax ¼ gP ðwP ;maxÞ jwP ;maxj, a constant Emax would imply
that gP ðwP ;maxÞ � jwP ;maxj�1. Fig. 4 shows that conductance
(converted to conductivity units) and water potential are
inversely correlated (R =�0.58, P < 0.001), providing statisti-
cally significant support for the safety–efficiency trade-off
hypothesis (this correlation stems in part from the inverse
relationship between kS and |w50| across species; see for example
Maherali et al., 2004). However, the slope of the reduced major
axis regression, equal to �1.41� 0.10, is significantly steeper
than �1 (P = 0.05), indicating that safety and efficiency do not
perfectly compensate each other to sustain maximum transpira-
tion. The reported xylem characteristics allow Emax to range
between 0.02 to 1 m3 d�1 for a tree with AS/h = 10�3 m (compa-
rable to values reported by Wullschleger et al., 1998), with boreal
conifers and some angiosperms from temperate climates posi-
tioned towards the lower end of the range and angiosperms from
temperate and tropical forests at the higher end (see also Fig. 2d).
Moreover, consistent with the hypothesis that conifers have a
more conservative water use and operate at lower wP than angio-
sperms (Maherali et al., 2004; Meinzer et al., 2009), wP,max tends
to be more negative and gP(wP,max) tends to be lower in conifers
than in angiosperms.

Our results also suggest a substantial coordination between the
plant water supply system (controlled by xylem properties and
sapwood area) and water lost from the leaves (set by stomatal
conductance, leaf area and air dryness), which allows transpira-
tion to match the maximum theoretical rate in periods of high
atmospheric demand. In particular, the consistency between mea-
sured and modeled peak transpiration rates implies that at least
under well-watered conditions stomata allow partial cavitation to
achieve maximum rate of water transport, which is consistent
with theoretical studies (Jones & Sutherland, 1991) and empiri-
cal evidence (Meinzer et al., 2009). For given leaf and sapwood
areas, the rates of water supplied to leaves through the xylem
(Emax � gP,max|w50|, see Eqn 7) and the rate of water loss from

10–2

10–1

10–1

100

100

101

101

102

102

−yP,max (MPa)

g P
(y

P
,m

ax
)h

ρ w
A

S−
1  

(k
g 

m
−

1  
s−

1  
M

P
a−

1 )

 

10–1 m3 d–1

10–2 m3 d–1

100 m3 d–1 Boreal
Temperate
Mediterranean
Tropical dry
Tropical moist
Desert

Fig. 4 Scatter plots of conductance (gP(wP,max) = (1 – a�1)gP,max, here
converted to conductivity units), and driving force (wP ;max ¼ w50ða � 1Þ�1

a)
when transpiration is maximum (R =�0.58, P < 0.001). Transpiration per
unit sapwood area and unit plant height can be calculated as the product
of these two quantities (Eqn 3), so that contours of constant Emax are
lines with slope of –1 in this log–log representation (thin lines). Filled and
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individual tree transpiration (thin lines) are obtained by assuming
AS = 0.01m2 and h = 10m.
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the canopy (Emax � gS,max Dmax, where gS,max is the canopy-level
stomatal conductance and Dmax the vapor pressure deficit in con-
ditions of maximum transpiration) can be equated, obtaining the
relationship gP,max|w50| � gS,max Dmax. This proportionality indi-
cates that the coordination between maximum liquid- and gas-
phase conductances is also mediated by vulnerability to cavitation
and air dryness (this relationship could not be validated because
of lack of specific data independent of the sap flow measure-
ments). Coordination among the conductances of different
organs has been observed across species (Meinzer, 2002;
Mencuccini, 2003; Santiago et al., 2004; Choat et al., 2011;
Manzoni et al., 2013), leading to the hypothesis that it may
represent an optimal strategy that balances risk of cavitation and
efficient water transport.

The coordination between liquid- and gas-phase transport in
plants is also supported by coordinated changes across species in
the water potential at stomatal closure and at incipient cavitation
(Cruiziat et al., 2002; Brodribb et al., 2003). During dry periods,
in conservative water users, stomata tightly regulate water losses,
whereas in drought-resistant species transpiration is allowed even
as leaf and xylem water potentials decrease and cavitation
develops. Liquid-phase leaf conductance has also been hypothe-
sized to control water fluxes by acting as a hydraulic valve that
reduces transpiration through partial cavitation before other
tissues become damaged (Johnson et al., 2011). Similar to stoma-
tal control, this decrease in leaf conductance may improve the
water status of the stem and branches by increasing wP. Our
results suggest that under well-watered conditions, changes in
both stomatal and leaf conductances allow wP to reach values
close to wP,max, corresponding to some degree of cavitation that
primarily depends on the slope of the vulnerability curve (i.e. the
fractional loss of conductivity can be estimated by 1/a).

The proposed model and estimates of maximum transpiration
rely on two main assumptions: the capacitance of the transport-
ing tissues is neglected and soil moisture is assumed to be non-
limiting for water transport in the root zone. Regarding the first
assumption, stem capacitance buffers the fluctuations in water
potential of terminal branches and leaves, thus reducing the
occurrence of sudden pressure drops that might trigger cata-
strophic cavitation. As a result, peak transpiration is maintained
longer and water potential is less variable in species with higher
stem capacitance (Goldstein et al., 1998; Meinzer et al., 2008).
Despite these effects of capacitance on the temporal dynamics of
transpiration, peak rates do not seem to be significantly affected.
When normalizing water fluxes with respect to plant size, peak
transpiration appears conserved (Meinzer et al., 2008) or even
declines (Goldstein et al., 1998) as size and capacitance increase.
Similarly, explicit numerical simulations in which capacitance
was considered also suggest that maximum transpiration rates are
minimally affected by the dynamics of water storage or capaci-
tance (Bohrer et al., 2005). Hence, we surmise that steady-state
flow with no capacitance remains a reasonable assumption when
the goal is restricted to computation of maximum transpiration
rates rather than the diurnal variations of transpiration.

Relaxing the assumption of high soil moisture, the soil-to-root,
xylem and stomatal conductances would decline as the soil dries

between rainfall events, resulting in lowered transpiration rates
(Cruiziat et al., 2002; Manzoni et al., 2013). In these conditions,
the transpiration that best balances driving force and cavitation is
predicted to be lower, but to be attained at more negative water
potentials than in well-watered conditions (results not shown).
The former prediction is consistent with previous results, whereas
the latter is in contrast (Sperry et al., 1998), possibly because of
the different mathematical approach adopted here. These transpi-
ration values will be critically affected by the soil–root conduc-
tance, which in turn depends on soil moisture, root distribution
and soil texture (Hacke et al., 2000; Jackson et al., 2000; Katul
et al., 2003; Siqueira et al., 2008), as well as the leaf-to-root area
ratio (Sperry et al., 1998, 2002).

In conclusion, a minimalist model of water transport along
the soil-to-leaf system was developed to explore whether plants
operate close to maximum transpiration rates when soil water
is not limiting. The model describes transpiration rate as driven
by a water potential difference (i.e. the driving force) and con-
trolled by the transport properties of the xylem (conductivity
and vulnerability to cavitation). At intermediate water poten-
tials, the balance between driving force and cavitation induced
by steep water potential gradients is optimal and a maximum
transpiration rate can be achieved. This maximum transpiration
rate can be obtained by both a highly conductive but highly
vulnerable xylem and a less conductive but less vulnerable one.
Accordingly, species with different xylem hydraulic properties
may still achieve a water transport rate that matches atmo-
spheric demand, indicating near-functional equivalence across
plant types in a given climate. Overall, model predictions of
maximum water fluxes match independent observations, sug-
gesting that plants may have evolved coordinated controls on
stomatal conductance and leaf area development, xylem proper-
ties and the climatic conditions that set the atmospheric evapo-
rative demand. We surmise that such coordination allows the
highest water transport capacity of the xylem tissues. This max-
imum rate of transpiration is achieved under partial cavitation,
suggesting that stomatal regulation may allow some loss of
xylem conductivity in well-watered conditions. Coordination
between leaf and xylem transport should be further explored to
test its occurrence as a potential optimal ecological strategy not
only under well-watered conditions, but also under varying
water availability.

Acknowledgements

This work was supported by the US Department of Energy
(DOE) through the Office of Biological and Environmental
Research (BER) Terrestrial Carbon Processes (TCP) program
(DE-SC0006967) and NICCR (DE-FC02-06ER64156), the
Agriculture and Food Research Initiative from the USDA
National Institute of Food and Agriculture (2011-67003-
30222 and 2012-68002-19795) and the National Science
Foundation (AGS-1102227, EAR-1013339, IOS-0920355,
and CBET-1033467). We also thank Hafiz Maherali for shar-
ing his data and three anonymous reviewers for constructive
critique.

New Phytologist (2013) 198: 169–178 � 2013 The Authors

New Phytologist� 2013 New Phytologist Trustwww.newphytologist.com

Research

New
Phytologist176



References

Bejan A, Lorente S, Lee J. 2008. Unifying constructal theory of tree roots,

canopies and forests. Journal of Theoretical Biology 254: 529–540.
Bohrer G, Mourad H, Laursen TA, Drewry D, Avissar R, Poggi D, Oren R,

Katul GG. 2005. Finite element tree crown hydrodynamics model (FETCH)

using porous media flow within branching elements: a new representation of

tree hydrodynamics.Water Resources Research 41: W11404.

Brodribb TJ. 2009. Xylem hydraulic physiology: the functional backbone of

terrestrial plant productivity. Plant Science 177: 245–251.
Brodribb TJ, Holbrook NM, Edwards EJ, Gutierrez MV. 2003. Relations

between stomatal closure, leaf turgor and xylem vulnerability in eight tropical

dry forest trees. Plant, Cell & Environment 26: 443–450.
Bucci SJ, Goldstein G,Meinzer FC, Franco AC, Campanello P, Scholz FG. 2005.

Mechanisms contributing to seasonal homeostasis of minimum leaf water

potential and predawn disequilibrium between soil and plant water potential in

neotropical savanna trees. Trees – Structure and Function 19: 296–304.
Caylor KK, Scanlon TM, Rodriguez-Iturbe I. 2009. Ecohydrological

optimization of pattern and processes in water-limited ecosystems: a trade-off-

based hypothesis.Water Resources Research 45: W08407.

Choat B, Medek DE, Stuart SA, Pasquet-Kok J, Egerton JJG, Salari H, Sack L,

Ball MC. 2011. Xylem traits mediate a trade-off between resistance to freeze–
thaw-induced embolism and photosynthetic capacity in overwintering

evergreens. New Phytologist 191: 996–1005.
Christman MA, Sperry JS, Adler FR. 2009. Testing the ‘rare pit’ hypothesis for

xylem cavitation resistance in three species of Acer. New Phytologist 182: 664–
674.

Chuang YL, Oren R, Bertozzi AL, Phillips N, Katul GG. 2006. The porous

media model for the hydraulic system of a conifer tree: linking sap flux data to

transpiration rate. Ecological Modelling 191: 447–468.
Corcuera L, Cochard H, Gil-Pelegrin E, Notivol E. 2011. Phenotypic plasticity

in mesic populations of Pinus pinaster improves resistance to xylem embolism

(P50) under severe drought. Trees – Structure and Function 25: 1033–1042.
Cruiziat P, Cochard H, Ameglio T. 2002.Hydraulic architecture of trees: main

concepts and results. Annals of Forest Science 59: 723–752.
Enquist BJ, Brown JH, West GB. 1998. Allometric scaling of plant energetics

and population density. Nature 395: 163–165.
Farquhar GD, Sharkey TD. 1982. Stomatal conductance and photosynthesis.

Annual Review of Plant Physiology and Plant Molecular Biology 33: 317–345.
Fu PL, Jiang YJ, Wang AY, Brodribb TJ, Zhang JL, Zhu SD, Cao KF. 2012.

Stem hydraulic traits and leaf water-stress tolerance are co-ordinated with the

leaf phenology of angiosperm trees in an Asian tropical dry karst forest. Annals
of Botany 110: 189–199.

Goldstein G, Andrade JL, Meinzer FC, Holbrook NM, Cavelier J, Jackson P,

Celis A. 1998. Stem water storage and diurnal patterns of water use in tropical

forest canopy trees. Plant, Cell & Environment 21: 397–406.
Guswa AJ. 2010. Effect of plant uptake strategy on the water-optimal root depth.

Water Resources Research 46: W09601.

Hacke UG, Sperry JS, Ewers BE, Ellsworth DS, Schafer KVR, Oren R.

2000. Influence of soil porosity on water use in Pinus taeda. Oecologia 124:
495–505.

Hacke UG, Sperry JS, Pockman WT, Davis SD, McCulloch KA. 2001. Trends

in wood density and structure are linked to prevention of xylem implosion by

negative pressure. Oecologia 126: 457–461.
Hacke UG, Sperry JS, Wheeler JK, Castro L. 2006. Scaling of angiosperm xylem

structure with safety and efficiency. Tree Physiology 26: 689–701.
Hsiao TC. 1973. Plant responses to water stress. Annual Review of Plant
Physiology and Plant Molecular Biology 24: 519–570.

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.

Johnson DM, McCulloch KA, Woodruff DR, Meinzer FC. 2012.Hydraulic

safety margins and embolism reversal in stems and leaves: why are conifers and

angiosperms so different? Plant Science 195: 48–53.
Johnson DM, McCulloh KA, Meinzer FC, Woodruff DR, Eissenstat DM.

2011.Hydraulic patterns and safety margins, from stem to stomata, in three

eastern US tree species. Tree Physiology 31: 659–668.

Jones HG, Sutherland RA. 1991. Stomatal control of xylem embolism. Plant,
Cell & Environment 14: 607–612.

Kattge J, Diaz S, Lavorel S, Prentice C, Leadley P, Bonisch G, Garnier E,

Westoby M, Reich PB, Wright IJ et al. 2011. TRY - a global database of plant

traits. Global Change Biology 17: 2905–2935.
Katul G, Leuning R, Oren R. 2003. Relationship between plant hydraulic and

biochemical properties derived from a steady-state coupled water and carbon

transport model. Plant, Cell & Environment 26: 339–350.
Lens F, Sperry JS, Christman MA, Choat B, Rabaey D, Jansen S. 2011. Testing

hypotheses that link wood anatomy to cavitation resistance and hydraulic

conductivity in the genus Acer. New Phytologist 190: 709–723.
Maherali H, Moura CF, Caldeira MC, Willson CJ, Jackson RB. 2006.

Functional coordination between leaf gas exchange and vulnerability to xylem

cavitation in temperate forest trees. Plant, Cell & Environment 29: 571–583.
Maherali H, Pockman WT, Jackson RB. 2004. Adaptive variation in the

vulnerability of woody plants to xylem cavitation. Ecology 85: 2184–2199.
Manzoni S, Vico G, Katul G, Porporato A. 2013. Biological constraints on water

transport in the soil–plant–atmosphere system. Advances in Water Resources.
doi:10.1016/j.advwatres.2012.1003.1016.

Markesteijn L, Poorter L, Paz H, Sack L, Bongers F. 2011. Ecological

differentiation in xylem cavitation resistance is associated with stem and leaf

structural traits. Plant, Cell & Environment 34: 137–148.
Maseda PH, Fernandez RJ. 2006. Stay wet or else: three ways in which plants can

adjust hydraulically to their environment. Journal of Experimental Botany 57:
3963–3977.

Meinzer FC. 2002. Co-ordination of vapour and liquid phase water transport

properties in plants. Plant, Cell & Environment 25: 265–274.
Meinzer FC, Johnson DM, Lachenbruch B, McCulloh KA, Woodruff DR.

2009. Xylem hydraulic safety margins in woody plants: coordination of

stomatal control of xylem tension with hydraulic capacitance. Functional
Ecology 23: 922–930.

Meinzer FC, McCulloh KA, Lachenbruch B, Woodruff DR, Johnson DM.

2010. The blind men and the elephant: the impact of context and scale in

evaluating conflicts between plant hydraulic safety and efficiency. Oecologia
164: 287–296.

Meinzer FC, Woodruff DR, Domec JC, Goldstein G, Campanello PI, Gatti

MG, Villalobos-Vega R. 2008. Coordination of leaf and stem water transport

properties in tropical forest trees. Oecologia 156: 31–41.
Mencuccini M. 2003. The ecological significance of long-distance water

transport: short-term regulation, long-term acclimation and the hydraulic costs

of stature across plant life forms. Plant, Cell & Environment 26: 163–182.
Meyra AG, Zarragoicoechea GJ, Kuz VA. 2011. A similarity law in botanic.

The case of hydraulic conductivity of trees. European Physical Journal D
62: 19–23.

Nardini A, Salleo S. 2000. Limitation of stomatal conductance by hydraulic

traits: sensing or preventing xylem cavitation? Trees – Structure and Function
15: 14–24.

Niklas KJ. 2006. Plant allometry, leaf nitrogen and phosphorus stoichiometry,

and interspecific trends in annual growth rates. Annals of Botany 97: 155–163.
Novick K, Oren R, Stoy P, Juang JY, Siqueira M, Katul G. 2009. The

relationship between reference canopy conductance and simplified hydraulic

architecture. Advances in Water Resources 32: 809–819.
Pittermann J, Sperry JS, Hacke UG, Wheeler JK, Sikkema EH. 2006. Inter-

tracheid pitting and the hydraulic efficiency of conifer wood: the role of

tracheid allometry and cavitation protection. American Journal of Botany 93:
1265–1273.

Pittermann J, Stuart SA, Dawson TE, Moreau A. 2012. Cenozoic climate

change shaped the evolutionary ecophysiology of the Cupressaceae conifers.

Proceedings of the National Academy of Sciences, USA 109: 9647–9652.
Quero JL, Sterck FJ, Martinez-Vilalta J, Villar R. 2011.Water-use strategies of

six co-existing Mediterranean woody species during a summer drought.

Oecologia 166: 45–57.
Roberts J. 1983. Forest transpiration – a conservative hydrological process.
Journal of Hydrology 66: 133–141.

Rodriguez-Iturbe I, Porporato A. 2004. Ecohydrology of water-controlled
ecosystems. Soil moisture and plant dynamics. Cambridge, UK: Cambridge

University Press.

� 2013 The Authors

New Phytologist� 2013 New Phytologist Trust
New Phytologist (2013) 198: 169–178

www.newphytologist.com

New
Phytologist Research 177



Santiago LS, Goldstein G, Meinzer FC, Fisher JB, Machado K, Woodruff D,

Jones T. 2004. Leaf photosynthetic traits scale with hydraulic conductivity and

wood density in Panamanian forest canopy trees. Oecologia 140: 543–550.
Sch€afer KVR, Oren R, Tenhunen JD. 2000. The effect of tree height on crown

level stomatal conductance. Plant, Cell & Environment 23: 365–375.
Siqueira M, Katul G, Porporato A. 2008.Onset of water stress, hysteresis in

plant conductance, and hydraulic lift: scaling soil water dynamics from

millimeters to meters.Water Resources Research 44: W01432.

Sperry JS, Adler FR, Campbell GS, Comstock JP. 1998. Limitation of plant

water use by rhizosphere and xylem conductance: results from a model. Plant,
Cell & Environment 21: 347–359.

Sperry JS, Hacke UG, Oren R, Comstock JP. 2002.Water deficits and hydraulic

limits to leaf water supply. Plant, Cell & Environment 25: 251–263.
Tognetti R, Borghetti M. 1994. Formation and seasonal occurrence of xylem

embolism in Alnus cordata. Tree Physiology 14: 241–250.
Tyree MT, Dixon MA. 1986.Water-stress induced cavitation and embolism in

some woody-plants. Physiologia Plantarum 66: 397–405.
Tyree MT, Ewers FW. 1991. The hydraulic architecture of trees and other

woody-plants. New Phytologist 119: 345–360.
Tyree MT, Sperry JS. 1988. Do woody-plants operate near the point of

catastrophic xylem dysfunction caused by dynamic water-stress – answers from
a model. Plant Physiology 88: 574–580.

Whitehead D, Edwards WRN, Jarvis PG. 1984. Conducting sapwood area,

foliage area, and permeability in mature trees of Picea sitchensis and Pinus
contorta. Canadian Journal of Forest Research-Revue Canadienne De Recherche
Forestiere 14: 940–947.

Willson CJ, Manos PS, Jackson RB. 2008.Hydraulic traits are influenced by

phylogenetic history in the drought-resistant, invasive genus Juniperus
(Cupressaceae). American Journal of Botany 95: 299–314.

Wullschleger SD, Meinzer FC, Vertessy RA. 1998. A review of whole-plant

water use studies in trees. Tree Physiology 18: 499–512.
Zimmermann MH. 1978.Hydraulic architecture of some diffuse-porous trees.

Canadian Journal of Botany-Revue Canadienne De Botanique 56: 2286–2295.

Supporting Information

Additional supporting information may be found in the online
version of this article.

Table S1 List of literature sources for the wood trait database

Table S2 Dataset used to validate the maximum transpiration
model

Please note: Wiley-Blackwell are not responsible for the content
or functionality of any supporting information supplied by the
authors. Any queries (other than missing material) should be
directed to the New Phytologist Central Office.

New Phytologist is an electronic (online-only) journal owned by the New Phytologist Trust, a not-for-profit organization dedicated
to the promotion of plant science, facilitating projects from symposia to free access for our Tansley reviews. 

Regular papers, Letters, Research reviews, Rapid reports and both Modelling/Theory and Methods papers are encouraged. 
We are committed to rapid processing, from online submission through to publication ‘as ready’ via Early View – our average time
to decision is <25 days. There are no page or colour charges and a PDF version will be provided for each article. 

The journal is available online at Wiley Online Library. Visit www.newphytologist.com to search the articles and register for table
of contents email alerts.

If you have any questions, do get in touch with Central Office (np-centraloffice@lancaster.ac.uk) or, if it is more convenient,
our USA Office (np-usaoffice@ornl.gov)

For submission instructions, subscription and all the latest information visit www.newphytologist.com

New Phytologist (2013) 198: 169–178 � 2013 The Authors

New Phytologist� 2013 New Phytologist Trustwww.newphytologist.com

Research

New
Phytologist178


