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E. Water Uptake, Storage and Transpiration
by Conifers: A Physiological Model

R. H. WARING and S. W. RUNNING

I. Introduction

As part of an ecosystem study, addressed are the questions of water utilization
by coniferous forests and the influence water has on growth and mineral cycling.
Individual trees are an integrated system by themselves. Their water flux can
be envisioned as representing an integration of four components: (1) uptake,
(2) internal storage, (3) the controls upon the rate of movement of water from
one part of the system to another and (4) the atmospheric demand.

The objective of this chapter is to present a conceptual framework for the
movement of water through individual trees from the soil to the atmosphere.
Conifers are of special interest because they illustrate the importance of internal
storage and exhibit year-around physiological controls upon water movement.

The demand for water, as Gates has presented in Part 3:A of this volume
is a function of the atmospheric environment and leaf geometry. The movement
of water in the soil to the roots and its uptake from different zones has been
treated in Part 2 of this volume. The same general principles are assumed
to operate on conifers but the relationships are simplified to apply them to
the variable environment associated with tall trees with widely distributed roots.

In a previous paper a computer simulation model was constructed to account
for daily uptake, storage, and transpiration by conifers (Running et al., 1975).
The same basic desi gn applies here but to account for significant changes in
diurnal behavior the model's structure has been refined and the resolution changed
to hourly. The exact equations for this hourly model await derivation and
depend upon experiments requiring simultaneous measurements of important
variables.

IL Description of the Model

In Fig. 1, a flow diagram of a water transport system for a tree is presented
which includes water flux: (1) from the soil, (2) from internal storage within
the plant, and (3) by transpiration to the atmosphere. Table 1 summarizes
the data requirements, internal functions, and predicted output of the model.
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In the soil root zone, Section I (see Fig. 1), the amount of precipitation (Ppt)
entering or leaving is accounted for. Uptake (U., U b) from the various soil zones
(Si , Sy, S,) is calculated in the second Section (II) where it is routed to a small,
but rapidly depletable storage (S.) or to a larger, more slowly extractable one
representing mature sapwood (S b ). Temperature (7. or 'Ts) and the supply of
water in the root zone (Sx, Sy, Sz) control the rate of uptake that is possible.

The last Section (III) is concerned with how internal water deficits and environ-
ment (7:„ zl„ R) affect leaf conductance (1/r) which, together with foliage area
(A 1 ) and atmospheric demand (A t), determine the rate of transpiration (T).
Plant water potential (W) is predicted from knowledge of the transpiration alone
when all tissue reserves are full. Otherwise it is a function of the relative water
content of the two storage reservoirs (Sa/Ca or Sb/Cb). Following an updating
procedure in which water is withdrawn from internal storage, the sequence
is repeated.

1. Root Zone Water

Effective precipitation, the amount of water entering the root zone, is a
basic input acquired from a general hydrologic model after Sollins et al. (1974).
This model considers energy and mass exchange from the canopy, snowpack,
and litter.

If the entire root zone is at capacity, removal of water will progress from
the upper to lower zones (Woods and O'Neal, 1965). Krygier (1971) has shown
from neutron probe moisture measurements that under a coniferous forest of
Pseudotsuga meuziesii (Mirb.) Franco, water is extracted mainly from the upper
zones until soil water tensions drop below —2 bars, which corresponds to a
supply/capacity ratio of about 0.2. Then the next lower zone begins to supply
the majority of water to the trees with the upper zone contributing an exponentially
decreasing amount (Running et al., 1975; see Benecke, this volume Part 2:C).
For simplicity it is assumed that when water enters the root zone from above,
it recharges any depleted zones back to capacity before affecting the next lower.

Water uptake then, is calculated from each soil zone based upon its vertical
position, water supply, and the water deficit within the tree. Water uptake
must be evaluated because the volume of water available is a function of a
tree's rooting volume. With some conifers such as Pseudotsuga menziesii, a horizon-
tal projection of the outer limits of the crown may adequately define the lateral

41 Fi g.. 1. Flow diagram for single tree water flux model. The flow is downward through
a decision matrix with yes (Y) or no (N) alternatives. Section I accounts for the flow
through or accumulation of water in the rooting zone. Section II treats internal storage
deficits in the tree and provides for uptake from the soil or transfer from the sapwood
to extensible storage. Air and soil temperature as well as soil water content affect root
uptake. In Section III leaf conductance is evaluated\as it is affected by low temperatures,
low radiation, and internal water deficits. Finally, transpiration by the tree is calculated
for the period (I h) and the soil and internal storages updated before repeating the sequence

for the next time step. For symbology refer to Table I
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Table 1. Data requirements and output of a water flux model for a tree

Environmental variables

Dew point (for calc. humidity gradient JO
Air temperature	 7;
Soil temperature	 T
Precipitation (effective)
Time
Radiation, short wave 	 R

Required parameters
Soil root zone

Infiltration rate
Soil storage capacity	 Cx, Cy, Cz

Internal storage
Extensible storage capacity	 Ca
Maximum uptake rate from soil 	 Ua max
Wood storage capacity	 Cb
Maximum uptake rate from soil 	 Ub max
Maximum uptake rate from wood to

extensible storage	 USb
Transpiration

Leaf area (all surfaces)	 A I
Radiation, critical level 	 Rc

Required functions
Uptake as a function of soil temperature
Uptake as a function of root zone water

Extensible storage empty: Sa = 0
Leaf conductance as a function of sapwood water
Water potential as function of sapwood water and

transpiration

Extensible storage full: S;,ICa=1.00
Water potential as function of transpiration

Extensible storage intermediate: 0> SalCa<1
Water potential as function of extensible storage
Leaf conductance as function of extensible storage
Leaf conductance as function of light when R=Rc

Predicted by model
Soil root zone

Runoff
Seepage
H 2 O Supply	 Sx,S),S,

Internal storage
H 2 O Supply	 S.,Sb
Uptake	 Ua,Ub,USb

Transpiration
Leaf conductance	 1Ir
Transpiration	 T
Water potential

(Units)
°C
°C
°C
cm 3 h -
h
ly

cm 3 11-1
cm 3

cm3

cm 3 h -
cm3
cm 3 h-1

cm 3 h-1

cm'
ly

U a, Ub =4(4)
U„=f(X:SII:C,Sb)

U
b=f(1;S/XxC)

11r= f(Sb/Cb)

= f(Sb/Cb, T)

VI = f(T)

=f(S„IC,,)
1,1r=f(SalCa)
1/r =f(R)

cm 3 h -
cm 3 h -
cm3

cm3
cm 3 h -

cm sec'
cm 3 H2O It'
bars
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extension of the roots (Wagenknecht, 1960). Other species such as the pines
often exhibit greater lateral root extension which may be approximated by
accounting for stand density. Although the depth of rooting depends partly
upon soil characteristics, the rooting habits of conifers differ, i. e. that similar-sized
trees may tap different volumes of soil (Fowells, 1965; Rutter, 1968). The actual
volume of water available in the rooting volume represents only that which
can be withdrawn by the roots.

2. Internal Storage

There are two notably different sources of water from within the tree itself.
One, represented by fine roots, leaves, phloem, cambium and young xylem
cells, shows volumetric change as water enters or leaves; the other is mature
wood which shows little dimensional change because it is rigid and the extracted
water is replaced at least temporarily by gas (Clark and Gibbs, 1957).

Extensible Tissue Reserve. From dimensional measurements of tree stems
it is known that water is withdrawn initially from the tissue closest to the
sites of evaporation. Then, as the first reserves are depleted, the main sources
of supply are from lower and lower down the stem of the plant (Schnock,
1972; Jarvis, 1975; Dobbs and Scott, 1971). Recharge follows the reverse sequence
(Doley, 1967). When conditions are favorable, the extensible tissue are refilled
overnight (Stewart et al., 1973; Wilson et al., 1953).

Recently Huck et al. (1970) demonstrated that roots may shrink to 60 %
of their turgid diameter. This represents a change in relative water content
of 40 %, more than twice that characteristic of diurnal changes in foliage (Clausen
and Kozlowski, 1965; Jarvis, 1975). In small trees, the root storage can be
of considerable importance, for the small reserves in the foliage and stem are
soon exhausted, as demonstrated by shrinkage in dimensions (Lassoie, 1973;
Waggoner and Turner, 1971; Jarvis, 1975). In large trees, however, the time
required to transfer water from the roots to the foliage is too great to permit
roots to contribute much to daily water deficits as shown by isotope studies
(Kline et al., 1976; Smith, 1972; Owston et al., 1972).

The water in the above ground extensible tissue reserve may be estimated
by severing the stem from the roots and observing the loss in weight until
stomata close. On small 1-2 m tall Douglas-fir the reserve defined in this manner
represents about 12 % of the total water in the tree (Waring, unpublished);
very little of this comes from the mature sapwood. Rather, it comes from a
change in relative water content observed in the foliage and the 100-cell thick
hand of living tissue in the branches and stem (Stewart et al., 1973; Jarvis,
1975).

Mature Wood Reserve. Seasonal changes in the moisture content of inexten-
sible sapwood are reported in both conifers and hardwoods (Stewart, 1967;
Clark and Gibbs, 1957; Markstrom and Hann, 1972; Gibbs, 1958; Chalk and
I3igg, 1956).

In a mature Douglas-fir forest it is estimated that more than 6 cm of water
is available from the sapwood to supplement storage in the soil. This is equivalent
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to at least a 10-day requirement for transpiration even in midsummer. On the
basis of individual trees, it is estimated that a single 80-m tall, 1.5-m thick
Douglas-fir has 4 3001 available in just the stem wood (Running et al., 1975),
assuming a change in relative water content of 40 % (Chalk and Bigg, 1956).
The sapwood in the branches would have about half the storage of a comparable
volume of stem wood because of its greater density. The roots, which are between
10-40 % of the above ground biomass (Santantonio et al., 1976) would contribute
proportionately.

The volume of sapwood to heartwood varies with the stem diameter, crown
size and species. In general, the genus Pintis is noted for its high proportion
of sapwood to heartwood. At the other extreme are the cedars and redwood
(Lassen and Okkonen, 1969). The amount of sapwood in a tree increases linearly
with leaf area or mass (Grier and Waring, 1974; Dixon, 1971) and asymptotically
with diameter (Lassen and Okkonen, 1969). Thus an estimate of both the extensible
and inextensible tissue reserves is possible without requiring destructive sampling.

Only a fraction of the water in sapwood can be extracted in a day, with
the most active exchange occurring in the outer 1-2 cm band. Over a period
of a few weeks, however, most of the exchangeable water can be extracted
or reabsorbed (Chalk and Bigg, 1956; Gibbs, 1958; Clark and Gibbs, 1957;
Fries, 1943). The gas which is introduced into the conducting elements of conifers
is sealed off until redissolved by the action of valves (bordered pits) on the
sides of tracheids (Gregory and Petty, 1973). The formation and removal of
gas from the conducting tissue also occurs under freezing and thawing conditions
(Hammel, 1967).

c) Modeling Internal Water Flux. In modeling water flux from the internal
storage, it is important to determine whether the extensible reserve is full. If
the supply is less than the capacity then the amount of uptake possible from
the soil and mature wood must be calculated (Fig. 1). Of course, recharge
cannot exceed the internal deficit. A deficit in the extensible reservoir has priority
over one in the mature wood. A deficit will develop during the day whenever
the rate of transpiration exceeds the rate of recharge from the soil root zone
and sapwood. If transpiration ceases at night, and water available in the rooting
zone exceeds 20 % of soil capacity, then complete recharge would normally
occur sometime during the night (Running et al., 1975; Stewart et al., 1973).
Below 20 % of capacity, uptake from the soil will be reduced exponentially
to zero, when all available root zone water is exhausted.

Recharge of the extensible reserve is also affected by low air or soil tempera-
tures. As Zimmermann (1964) has shown, stem temperatures below -2°C stop
the ascent of sap in conifers. This corresponds to the temperature when all
water in the soil freezes (Nerseova and Tsytovich, 1966). In the root zone,
temperatures above freezing may also inhibit uptake (Havranek, 1972; Babalola
et al., 1968; Kramer, 1942; Kuiper, 1964). In modeling the relationship, Running
et al. (1975) effectively reduced uptake for Douglas-fir from 100% of potential
at a threshold soil temperature of 5°C to zero uptake at -2°C. A gain, because
of the lag between uptake from the root system and transpiration, large trees
must depend more upon their sapwood reserves, and are thus less affected
by cold soils, than smaller trees.

Water Uptake, Stortq

The mature sapwoc
from the root zone as t.
within the tree trunk its
considerably. Due to th
and extensible tissue, he
will probably have little

The maximum tram
sapwood is filled with w
situation has been obst
the sapwood dries, the
of transfer also becomt
(1956), and those of C
of the sapwood reserve
reserve is less easily ext
compensates and may
reported by the above c
particularly following a

The maximum uptt
has been emptied and
a time, uptake reflects
tional conducting tissu
accurate water flux est
methods only show goo,
area is known and the
1960; Doley and Grie'
conifers is about 2 m h

The last part of II
rate of water movemer
is simplified by assun
saturated atmosphere
to the gradient in wa
see Gates, this volume

To estimate transpi
the foliage and the air
on conifers because 11
air temperature (Gate
the previously mentiol
1974; Dixon, 1971). Fii
leaf conductance are d

In modelin g leaf ct
Hall et al., this volui
(3) light. Chan ges in gu
as respondin g to the



Water Uptake, Storage and Transpiration by Conifers: A Physiological Model 	 195

The mature sapwood has the same temperature controls on water uptake
from the root zone as the extensible reserves; because of its mass and position
within the tree trunk its temperature lags behind that of the air and may differ
considerably. Due to the relatively low rate of water transfer between sapwood
and extensible tissue, however, a small error in estimating sapwood temperature
will probably have little effect over a day.

The maximum transfer from sapwood to extensible tissue occurs when the
sapwood is filled with water and the extensible reserves have been exhausted. This
situation has been observed under clear weather conditions in the spring. As
the sapwood dries, the water potential gradient may increase, but the paths
of transfer also become more tortuous. From the studies of Chalk and Bigg
(1956), and those of Clark and Gibbs (1957), it is estimated that about 5%
of the sapwood reserve can be extracted daily. As water is extracted, the remaining
reserve is less easily extracted, but an increased water potential gradient partly
compensates and may explain the nearly linear decrease in moisture content
reported by the above cited authors. Recharge may actually be somewhat faster,
particularly following a thaw (Fries, 1943).

The maximum uptake by roots should occur when the sapwood reservoir
has been emptied and the soil root zone has recently been recharged. At such
a time, uptake reflects considerably more than transpiration. Because the func-
tional conducting tissue changes as water is extracted, it is difficult to obtain
accurate water flux estimates from heat-pulse or isotope measurements. These
methods only show good agreement with actual water uptake when the conducting
area is known and the flow rates are small (Heine and Farr, 1973; Ladefoged,
1960; Doley and Grieve, 1966). The maximum vertical movement reported in
conifers is about 2 m h' (Owston et al., 1972).

3. Transpiration and Its Control

The last part of the water transport system involves the controls on the
rate of water movement through the leaves to the atmosphere. The calculation
is simplified by assuming that the rate of water vapor transferred from the
saturated atmosphere within a leaf to the outside atmosphere is proportional
to the gradient in water vapor concentration (Dainty, 1969; Rawlins, 1963;
see Gates, this volume Part 3:A).

To estimate transpiration, the water vapor concentration gradient, zlc, between
the foliage and the air is estimated first. Errors in estimating z1c are minimized
on conifers because the needles are usually within a few degrees of ambient
air temperature (Gates, 1968). Next the area of folia ge is estimated through
the previously mentioned relationship with conducting area (Grier and Waring,
1974; Dixon, 1971). Finally, from experimental observations equations to predict
leaf conductance are developed.

In modeling leaf conductance, three major controls are envisioned (cf. also
Hall et al., this volume Part 3:D): (1) temperature, (2) water deficits, and
(3) light. Changes in guard cell concentration of CO 2 , 1( ± and ABA are envisioned
as responding to the above basic controls so are not treated in the model.
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Temperature. Reed (1968) and Drew et al. (1972) demonstrated that the
stomata of both Douglas-fir and Ponderosa pine close if the air temperature
is below — 2°C. Thus, under these conditions, the model assumes minimum
leaf conductances. Low soil temperatures may indirectly affect leaf conductance
by inhibiting uptake, which in turn may result in a deficit in the extensible
tissue.

Water Deficits and Water Potential. As Jarvis (1975) has emphasized,
a large water potential gradient between the roots and leaves does not indicate
necessarily that a water deficit exists within the plant. He points out that in
a completely rigid flowpath, a potential difference is necessary to drive steady-state
flow against the frictional resistance when input and output flow rates are
equal. This situation exists in trees when soil water is available and the evaporative
demand is not extreme. Lassoie (1973), for example, has reported more than
a 10-bar change in the water potential gradient during the day with almost
no diameter variation in the stem of a Douglas-fir. If no water deficit develops in
the extensible tissue the stomata may remain open and one may find a linear
relationship between increasing transpiration and decreasing (more negative)
leaf water potential (Landsberg et al., 1975; Jarvis, 1975).

A change in relative water content of the extensible tissue, on the other
hand, can directly affect the stomata. Again, there is not a simple relationship
with water potential because the cell turgor is greatly affected by changing
solute concentration. Even conifers, which are rarely found growing on saline
soils, show rather large changes in solute potential depending upon tree height,
season, and degree of desiccation (Richter et al., 1972; Larcher, 1972; Hellkvist
et al., 1974).

Fortunately, it is possible through the pressure extraction technique developed
by Scholander et al. (1965) to measure both water potential and solute potential.
Such a procedure was followed by Hellkvist et al. (1974), to provide the solute
and water potential curves for Sitka spruce [Picea sitchensis (Bong.) Carr.]
in relation to relative water content (Fig. 2). In general, these curves tend to
be less steep for conifers, such as Douglas-fir, pine and juniper, which are
more drought adapted (Scholander et al., 1965; Jarvis and Jarvis, 1963). When
the solute potential is equal to the water potential one can be assured that
the stomata are completely closed and all transpiration will be cuticular.

c) Water Potential and Leaf Conductance. When equilibrium conditions are
approached just before dawn, there is a predictable relationship between plant
water potential and maximum possible leaf conductance when the stomata first
open (Fig. 3). If no further change in the relative water content of extensible
tissue occurred, this leaf conductance would exist throughout the day, despite
a diurnal decrease in water potential. Under high humidity gradients leaf conduc-
tance will decrease slightly, apparently due to changes in guard cell turgor
alone (Running, 1976; see Hall et al., Part 3:D of this volume). However,
in the normal course of a clear warm day, even when predawn water potentials
are less than —5 bars, water can be Withdrawn from the extensible tissue, reducing
the relative water content and the water potential. When this happens a point
is reached, usually around 0.8 relative water content, where stomata begin to
close abruptly. On small Douglas-fir and Ponderosa pine the closure threshold
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water content has been reduced to a minimum (about 0.5), all of the extensible
storage has been depleted and conductance will be minimum, usually around
0.003-0.005 cm sec'. The water potential under the latter circumstances is a
function of the relative water content of the sapwood (S b/Cb) and will range
between — 20 to — 60 bars.

In the case where the rate of water uptake from the soil is sufficient to
maintain full turgor of the extensible tissue, the leaf conductance can approach
its maximum of around 0.25 cm sec - for new foliage of a wide variety of conifers.
Water potential then is a simple linear function of transpiration (as stated pre-
viously).

Light. Low light levels can also affect leaf conductance. The particular
level at which stomata begin to close varies. Pioneer plants generally have
relatively high light thresholds while advanced successionary species have low
(Woods and Turner, 1971). Red pine (Pious resinosa Ait.) has been reported
to have a threshold of 0.2 langleys (Waggoner and Turner, 1971) and for Douglas-
fir closure begin below 0.1 langley. Thus, the stomata are normally closed when
it is dark. However, if the plant rapidly recovers turgor, as illustrated by night-time
water potential of around — 3 bars, then the stomata of Douglas-fir and a
variety of other conifers remain open. Seedlings of Pious contorta var. murrayana
(Ball) Engelm., however, remain closed at night even with high water content
(Lopushinsky, personal communication).

In the model (Fig. 1, Section III), if radiation (R) is below a critical level,
the leaf conductance will be decreased below that predicted from knowledge
of relative water content. When there is no internal water deficit, leaf conductance
will not be reduced by low light.

The significance of the light effect is that, in a forest, many of the branches
are often shaded and near or below the critical level, especially during the
winter at latitudes greater than about 40°. This means that not only transpiration
but photosynthesis may also be reduced. At night, if stomata remain open,
some water will be transpired if the temperature is not at or below dew point.
This can account for the occasional low values of water potential observed
at night on well-watered soils.

Transpiration. Calculation of transpiration is the last major step in the
water flux model. It is calculated as a function of the water vapor concentration
gradient, /lc, the total leaf area, A 1 , and the leaf conductance, 1/r. Following
this, the amount of water in each of the storage reserves is recalculated, and
the sequence repeated for the next time step (Fig. I).

III. Applications

From experience with the daily resolution model (Runnin g et al., 1975) one
can expect major differences in water balance depending upon the size of a
tree and the extent of its rooting system. For example, from a similar environmental
data base, it was calculated that an 80m Douglas-fir would exhibit major stomatal
control as a result of soil drought for only 17 days out of a total of 170 during
the growing season (Table 2). A 2 m Douglas-fir, on the other hand would control
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Table 2. Simulation results for an 80m Douglas-fir
May 10-October 27, 1972, Cascade Mountains of Oregon (Running et al., 1975)

Given

Rooting zone capacity
Extensible storage capacity
Sapwood storage capacity
Leaf area
Climatic data, averaged daily

Predicted

Table 3. Simulation results for a 2 m Douglas-fir
May 10 - October 27, 1972, Cascade Mountains of Oregon (Runnin g et al., 1975)

Given

Rooting zone capacity
Extensible storage capacity
Sapwood storage capacity
Leaf area
Climatic data, averaged daily

Predicted

Leaf conductance range
Water potential range (at dawn)
Maximum transpiration rate
Days of reduced transpiration by drought
Total transpiration (170 days)
Average transpiration (170 days)

0.14-0.003 cm sec'
-2 to -30 bars
16.6 I day -
54 days
723 1
4.3 I day'

transpiration to a fraction of the potential possible for 54 days (Table 3). In
these comparisons a greater internal resistance to water is assumed to exist in
large conifers (Hudson and Shelton, 1969). This results in generally lower average
leaf conductances throughout the day.

From an understanding of the water transport system one can now more
fully explain how it is possible for two conifers of the same hei ght to respond
similarly under well-hydrated conditions and modest evaporative demand. Yet,
when evaporative demand increases and the rootin g depth of one is less than
the other, further depletion of soil reserves and differing degrees of stomatal
control will result in different water balances.

47.000 1
50 1
4.300 I

3.74 . 10 7 cm2

Leaf conductance range
Water potential range (at dawn)
Maximum transpiration rate
Days of reduced transpiration by drought
Total transpiration (170 days)
Average transpiration (170 days)

0.025-0.008 cm sec-'
- 5 to - 15 bars
1 140 1 day-1
17 days
66,000 1
390 I day -

450 1
0.5 1
3.2 1

3.5 . 10' cm=
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Borchert (1973) suggests a further implication of such a water transfer model
in his simulation of rhythmic growth in trees. He proposes that the periodicity
of flushing and the foliage size is in a large part a function of internal water
deficits that may occur, even under constant environment, when the amount
of foliage area exceeds the root absorptive capacity necessary to meet the transpira-
tional demand.

Further, adaptive significance becomes apparent for species with low leaf
areas, and large volumes of sapwood growing where drought is frequent. It
is clear that differences in leaf conductance exhibited in relation to light, tempera-
ture, and moisture stress may help explain the positions that different species
fill in forest succession.

IV. Conclusions

The present concept of the water transport system has been modified as
research points out deficiencies in previous assumptions. A lag between transpira-
tion and uptake commonly observed in trees requires recognition of internal
storage. The fact that foliage and other living tissue lose or regain their turgor
faster than exchange is possible from sapwood signifies that at least two kinds
of internal storage reservoirs should be considered.

Observations that light, reduction in relative water content, and low tempera-
tures may all affect stomata have been incorporated in a system context. From
this standpoint the response of plant water potential has also been reevaluated.

Much still remains unclear or unquantified. The expressed requirements for
simultaneous measurements of important variables will require more integrated
research to rigorously test and modify the concepts summarized here. It is
to be hoped that such research will progress to further the understanding of
plant water relations.

Acknowledgements. We are thankful to Drs. W. Emmingham, W. Lopushinsky, W.
Ferrell, and J. Rogers for reviewing the original manuscript.

Publication of this work was supported by National Science Foundation Grant GB-20963
to the Coniferous Forest Biome, Contribution No. 162, Ecosystem Analysis Studies.

References

Babalola, 0., Boersma, L., Youngberg, C. T.: Photosynthesis and transpiration of Monterey
pine seedlings as a function of soil water suction and soil temperature. Plant Physiol.
43, 515-521 (1968).

Borchert, R.: Simulation of rh}thmic tree growth under constant conditions. Physiol. Plan-
tarum 29, 173-180 (1973).

Chalk, L., Bigg, J. M.: The distribution of moisture in the living stem in Sitka spruce
and Douglas fir. Forestry 29, 5-21 (1956).

Clark, J., Gibbs, R. D.: Studies in tree physiology. IV. Further investigations of seasonal
changes in moisture contents of certain Canadian forest trees. Can. J. Botany 35, 219-253
(1957).

Water Uptake, Stork

Clausen„1. .1_ Kozlowski,
of water stresses in gym

Dainty, J.: The water relati
(ed. M. Wilkins). pp. 42

Dixon, A. F. G.: The role
Dobbs, R. C., Scott. D. R.

of Dou glas fir. Can. J.
Doley, D. Water relations

55, 597--614 (1967).
Doley, D.. Grieve, B. J.: Me

Australian For. Res. 2,
Drew, A. P.. Drew. L. G.,

mature semiarid site poi
Fowel Is, H. A.: Silv ics of fore

D.C.: U.S. Dept. Agr. 1
Fries, N.: Zur Kenntnis des

Tidskr. 37, 241-265 (194
Gates, D. M.: Transpiratio

(1968).
Gibbs, R. D.: Patterns in th

trees (ed. K. V. Thimant,
Gregory, S. C.. Petty. J. A

24, 763 --767 (19731.
Grier, C. C., Waring, It. I

20, 205-206 (1974).
Hammel, H. T.: Freezing
Havranek, \V.: Ober die Bed

ration junger Forstpllan?
46, 101 -116 (1972).

Heine, R. \V.. Farr. D. J.:
for determining sap-flow
(1973).

Hellkvist, J., Richards. G. P
water relations in Sitka
Ecol. 11, 637-668 (1974).

Huck, M. G.. Klepper. B.. Tz
45, 529-530 (1970).

Hudson. NI. S., Shelton. S.
Prod..1. 19, 25 -32 (1969).

Jarvis, P. G.: Water trans',
of vegetation. 1974 Semin
369-394. Washin gton. D.

Jarvis, P. G.. Jarvis. NI. S.:
501-516 (1963).

Kline. J. R., Reed. K. L.. Wat
and biomass in coniferou

Kramer, P. .1.: Species differe
Am..1. Botany 29, 828-83

Krygier, J. T.: Comparative
Colorado State t niv. 19;

Kuiper, P. .1. C.: Water up.
Landbouwho gesch. Wage

Ladefoged, K.: A method f
Physiol. Plantarum 13. 6-

Landsberg. J. J.. Beadle. C.
James, G. B., Jarvis. P.
M., Thrope, M. R.. Tur



Water Uptake, Storage and Transpiration by Conifers: A Physiological Model 201

Clausen, J. J., Kozlowski, T. T.: Use of the relative tur g idity technique for measurement
of water stresses in gymnosperm leaves. Can. J. Botany 43, 305-316 (19651.

Dainty, J.: The water relations of plants. In: Physiology of plant growth and development
(ed. M. Wilkins), pp. 421-452. New York : McGraw-Hill 1969.

Dixon, A. F. G.: The role of aphids in wood formation. J. Appl. Ecol. 8, 165-179 (1971).
Dobbs, R. C., Scott, D. R. M.: Distribution of diurnal fluctuations in stem circumference

of Douglas fir. Can. J. For. Res. 1, 80 -83 (1971).
Doley, D.: Water relations of Eucalyptus nuuarginata Sm. under natural conditions. J. Ecol.

55, 597-614 (1967).
Doley, D., Grieve, B. J.: Measurement of sap flow in a Eucalypt by thermo-electric methods.

Australian For. Res. 2, 3-27 (1966).
Drew, A. P., Drew, L. G., Fritts, H. C.: Environmental control of stomatal activity in

mature semiarid site ponderosa pine. Ariz. Acad. Sci. 7, 85-93 (1972).
Fowells, H. A.: Silvics of forest trees of the United States. Ag. Handbook No. 271. Washington,

D.C.: U.S. Dept. Agr. 1965.
Fries, N.: Zur Kenntnis des winterlichen Wasserhaushalts der Laubbiiume. Svensk. Botan.

Tidskr. 37, 241-265 (1943).
Gates, D. M.: Transpiration and leaf temperature. Ann. Rev. Plant Physiol. 19, 211-238

(1968).
Gibbs, R. D.: Patterns in the seasonal water content of trees. In: The physiology of forest

trees (ed. K. V. Thimann), pp. 43-69. New York : Ronald Press 1958.
Gregory, S. C., Petty, J. A.: Valve actions of bordered pits in conifers. J. Exp. Botany

24, 763-767 (1973).
Grier, C. C., Waring, R.	 Conifer foliage mass related to sapwood area. Forest Sci.

20, 205-206 (1974).
Hammel, H. T.: Freezing xylem sap without cavitation. Plant Physiol. 42, 55-66 (1967).
Havranek, W.: Ober die Bedeutung der Bodentemperatur flir die Photosynthese und Transpi-

ration junger Forstpflanzen und die Stoffproduktion an der Waldgrenze. Angew. Botan.
46, 101-116 (1972).

Heine, R. W., Farr, D. J.: Comparison of heat-pulse and radioisotope tracer methods
for determining sap-flow velocity in stem segments of popular. J. Exp. Botany 24, 649-654
(1973).

Hellkvist, J., Richards, G. P., Jarvis, P. G.: Vertical gradients of water potential and tissue
water relations in Sitka spruce trees measured with the pressure chamber. .1. App!.
Ecol. 11, 637-668 (1974).

Huck, M. G., Klepper, B., Taylor, H. M.: Diurnal variations in root diameter. Plant Physiol.
45, 529-530 (1970).

Hudson, M. S., Shelton, S. V.: Longitudinal flow of liquids in southern pine poles. Forest
Prod. J. 19, 25--32 (1969).

Jarvis, P. G.: Water transfer in plants. In: Heat and mass transfer in the environment
of vegetation. 1974 Seminar of the Intern. Centre for Heat and Mass Transfer, Dubrovnik.
369-394. Washington, D. C.: Scripta Book Co. 1975.

Jarvis, P. G., Jarvis, M. S.: The water relations of tree seedlings. Physiol. Plantarum 16,
501-516 (1963).

Kline, J. R., Reed, K. L., Waring, R. H., Stewart, M. L.: Direct measurement of transpiration
and biomass in coniferous trees. J. Appl. Ecol. 13, 273 -283 (1976).

Kramer, P. J.: Species differences with respect to water absorption at low soil temperatures.
Am. J. Botany 29, 828-832 (1942).

Krygier, J. T:: Comparative water loss of Douglas-fir and Oregon white oak. Ph. D. Thesis,
Colorado State Univ. 1971.

Kuiper, P. J. C.: Water uptake of higher plants as affected by root temperature. Med.
Landbouwhogesch. Wa geningen 64, 1-11 (1964).

Ladefoged, K.: A method for measuring the water consumption of larger intact trees.
Physiol. Plantarum 13, 648-658 (1960).

Landsberg, J. J., Beadle, C. L., Biscoe, P. V., Butler, D. R., Davidson, B.. Incoll, L. D..
James, G. B., Jarvis, P. G., Martin, P. J., Neilson, R. E., Powell, D. B. B., Slack, E.
M., Thrope, M. R., Turner, N. C., Warrit, B., Watts, W. R.: Diurnal energy water

hid el
I icity
eater
punt
Kira-

- leaf
it.	 It
pera-
,ecies

as
;pi ra-
ernal
• roor
<Inds

pera-
- torn
ated.
Ls for
rated
it	 is

1g of

W.

20963

riterey

Plan-

,pruce

isonal
9. -253



202 R. 1-I. WARING, S. W. RUNNING: Water Uptake, Storage and Transpiration by Conifers

and CO 2 exchanges in an apple (Mules pundit') orchard. J. Appl. Ecol. 12, 659-684
(1975).

Larcher, W.: Der Wasserhaushalt immergriiner Pflanzen im Winter. Ber. Dem. Bolan.
Ges. 85, 315-327 (1972).

Lassen, L. E., Okkonen, E. A.: Sapwood thickness in Douglas-fir and five other western
softwoods. U.S.F.S., F.P.L. 124, 1-16 (1969).

Lassoie, J. P.: Diurnal dimensional fluctuations in a Douglas-fir stem in response to tree
water status. Forest Sci. 19, 251-255 (1973).

Lopushinsky, W.: Stomatal closure in conifer seedlings in response to leaf moisture stress.
Bolan. Gaz. 130, 258-263 (1969).

Markstrom, D. C., Hann, R. A.: Seasonal variation in wood permeability and stem moisture
content of three Rocky Mountain softwoods. U.S.F.S., Res. Note RM-212, 1-7 (1972).

Nerseova, F. A., Tsytovich, J. A.: Unfrozen water in frozen soils. Proc. 1st Intern. Permafrost
Conf., Nat. Res. Council, Nat. Acad. Sci., 230-234 (1966).

Owston, P. W., Smith, J. L., Halverson, H. G.: Seasonal water movement in tree stems.
Forest Sci. 18, 266-272 (1972).

Rawlins, S. L.: Resistance to water flow in the transpiration stream. In: Stomata and
water relations of plants (ed. I. Zelitch), pp. 69-85. Conn. Agr. Exp. Sta. Bull. 664
(1963).

Reed, K. L.: The effects of sub-zero temperatures on the stomata of Dou glas-fir. M. S.
Thesis, Seattle, Washington 1968.

Richter, H., Halbwachs, G., Holzner, W.: Saugspannun gsmessungen in der Krone eines
Mammutbaumes (Sequoiadendrou giganteum ). Flora 161, 401-420 (1972).

Running, S. W.: Environmental control of leaf water conductance in conifers. Can. J. Forest
Res. 6, 104-112 (1976).

Running, S. W., Waring, R. H., Rydell, R. A.: Physiological control of water flux in
conifers: a computer simulation model. Oecolo gia (Berl.) 18, 1-18 (1975).

Rutter, A. J.: Water consumption by forests. In: Water deficits and plant growth. II (ed.
T. T. Kozlowski), pp. 23-84. New York: Academic Press 1968.

Santantonio, D., Hermann, R. K., Overton, W. S.: Root biomass studies in forest ecosystems.
Pedobiologia (in press, 1976).

Schnook, G.: Content] en eau (rune phytocenose et bilan hydrique de l'ecosysteme: Chenaie
de vire ,les. Oecol. Plant. 7, 205-226 (1972).

Scholander, P. F., Hammel. H. T., Hemmin gsen, E. A.: Sap pressure in vascular plants.
Science 148, 339-346 (1965).

Smith, J. L.: Forest soils and the associated soil-plant water regime. In: Symp. on the
use of isotopes and radiation in research of soil-plant relationships including forestry.
pp. 399-412. Vienna: Intern. At. Energy Agency 1972.

Sollins, P., Waring, R. H., Cole, D. W.: A systematic framework for modeling and studying
the physiology of a coniferous forest ecosystem. In: Integrated research in the Coniferous
Forest Biome (Proc. AI BS Symp. Conif. For. Ecosyst.) (eds. R. H. Waring, R. L. Edmonds).
pp. 7-20. Conif. For. Biome Bull. 5 (1974).

Stewart, C. M.: Moisture content of living trees. Nature (London) 214, 138-140 (1967).
Stewart, C. M., Tham, S. H., Rolfe, D. L.: Diurnal variations of water in developing

secondary stem tissue of Eucalypt trees. Nature (London) 242, 479-480 (1973).
Wagenknecht, E.: Beitrhge zur Kenntnis der Wurzelausbildung verschiedener Bestockungen.

Mitt. aus der Staatsforstverwaltung Bayerns 31, 253-274 (1960).
Waggoner, P. E., Turner, N. G.: Transpiration and its control by stomata in a pine forest.

Bull. Conn. Agr. Exp. Sta. 726, 1-87 (1971).
Wilson, C. C., Boggess, W. R., Kramer, P. J.: Diurnal fluctuations in the moisture content

of some herbaceous plants. Am. J. Botany 40, 97-100 (1953).
Woods, D. B., Turner, N. C.: Stomatal response to changing light by four tree species

of varying shade tolerance. New Phytologist 70, 77-84 (1971).
Woods, F. W., O'Neal, D.: Tritiated water as a tool for ecological field studies. Science

147, 148-149 (1965).
Zimmermann, M.: Effect of low temperature on the ascent of sap in trees. Plant Physiol.

39, 568-572 (1964).


	Page 1
	Page 2
	Page 3
	Page 4
	Page 5
	Page 6
	Page 7
	Page 8
	Page 9
	Page 10
	Page 11
	Page 12
	Page 13
	Page 14
	Page 15

